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NMPEOMCNOBUE

MHTepec k OGuonormyeckomy mopdoreHesy, T. €. kK npobneme BO3-
HWKHOBEHUSA HOBbIX (OPM M CTPYKTYyp B WHAMBUAyanbHOM (M, yepes
ero nocpegcTtBo, B MCTOPUYECKOM) pasBUTMU OpPraHn3MoB, B nocnej-
Hue roAabl 3aMeTHO Bo3poc. Hepepko npuxoguTca cnblwaTb, 4YTO Te-
nepb, nocrne o06WeN3BECTHbIX YCNEXOB MOMeKynspHon 6uonoruu,
npo6bnembl MopdoreHesa W TECHO CBSA3aHHOW C HUM uuTOAUD P EPEHUMU-
pPOBKM AOJKHbI  ObiTb BbIABMHYTbI Ha nepBbii  nnaH. OT nporpecca
B NMOHMMaHuUM MopdoreHesa XAOYT He TOMbKO YWCTO MO3HaBaTenbHBbIX,
HO W MpakTU4YeCKUX pe3ynbTaTOB ANA MeAUUWUHbI, OuoTexHonorun u
6uoHukn. OgHakKo COBPEMEHHbIN WHTEpec K MopdoreHedy He OrpaHu-
ymBaeTcs npegenamu 6uomnormn. Ero moxHO paccmaTtpuBaTb Kak cocC-
TaBHYK 4YacTb XapaKTepHOW TeHAEeHUUU BCEro COBPEMEHHOrO €eCcTecTBO-
3HAHUS — CTPEMIIEHUS MOHATH (PYHKLMOHMPOBAHWE TaKUX CIOXHbIX U
LENOCTHbIX CUCTEM, ANA KOTOpbiX He3(dEdEKTUBHbI TpagWLUOHHbIE Me-
ToAbl aHanu3a W pefykuuMm KU KOTOpble HECBOAWMBI K MPOCTON CyMMe
CBOMX 3MeMeHTOB. OTa TeHAeHUMsi, 4yacTto obo3Hayaemasi KaK CUCTEM-
HbIl MoAxond, AWKTYeTCsSs He TOJIbKO TeOpeTUYEeCKMMMU, HO U YUCTO
npuknagHeiMu (B NepByl odepenb 3KONOTMYECKUMMU) 3agadamu, CTos-
WMMN nepen 4enoBe4vyeCTBOM.

MopdoreHes, HECOMHEHHO, SIBMNSIETCA BblpaXe&HHO CUCTEMHOW nNpob-
NnemMon, npuyeM TakoOW, K KOTOPOM MPWUHUMMNbLI  CUCTEMHOro noaxopa
MOTYT OblTb MPUMNOXEHbl C GOMbLWION ACHOCTbID WM KOHKPETHOCTbI, MNO-
nesHom u Ans ux cobcTBeHHOro pas3BuTua. HO 3TMUM  He orpaHuyun-
BalTCA CBA3NM MopdoreHesa c Hebuonormvyeckmmu Haykamu. [lMepso-
CTeneHHoe 3HayeHWe Ans nporpecca ©Owuonormyeckoro MopdoreHesa
uMeeT npoucwegwee B nocnegHue rogbl oopmneHve dusnko-matema-
TUYECKON TEeopuum camMoopraHm3auuMnm HepaBHOBECHbIX MNPUPOAHbBIX CUC-
Tem, 6uonornyeckux m Hebmonormvyeckmx. BosHukwaa B pesynbTaTte
HOBas CUHTETMYecKasa oTpacnb 3HaHWSA, 4YacTO HasbiBaemMas CuHepre-
TUKOWN, W CBHA3aHHblE C HEN mMaTemaTuyeckue NOoAXOAbl OOSKHbI, NO-BU-
AVMOMY, paccmaTpuBaTbCsi Kak Haunbonee obuwas TeopeTuyeckasda oc-
HOBa Takxe u Ans Guonornyeckoro mopdoreHesa.

IOpyroe BaxHoe ana wmopdoreHesa HayyHoe cobbiTMe Npom3oLwWwno
B nocrnefHue rogbl yxe B npegenax camon Guonornu: nytem KponoT-
NVBbIX WCCNeAOBaHWM Ha CTblIKE MOIEKYNAPHOTrO M KIEeTOYHOro YpoB-
HeW ypanocb NpuBNM3nTbCA K MOHMMaHWK TexX CTPYKTYpPHbIX MpeBpa-
LWeHNn, KkoTopble NpeobpasyrT XUMUYECKY 3HEpPrui KNeTok B Mmexa-
HUYECKY U MOTYyT MO3TOMY paccMaTpuBaTbCHA KaK 3neMeHTapHble ABU-
Xywwue cunbl mopdoreHesa. 3aHuMatrolleecs 3TUMU BOMPOCaMu Hayu-
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HOe HamnpaBfieHue Has3biBalT 4YacTo «Ouonornen KNeTku», unm «ouo-
norven KNetToyHon NOABWXHOCTUY.

Bo3HUKHOBEHME 3TUX ABYX Hay4HbIX HanpaBneHWn co3gano coBep-
LWWEHHO HOBYK CWUTyauuio, MHoroobewawwylo ANA pasBUTUA KakK y4ve-
Hua o 6buonoruyeckom mopdoreHesde, Tak u 6uonorum B uenom. YTobbl
rapMoHMYeCckM peanu3oBaTb BCe BO3MOXHOCTWU, 3aroOXeHHble B 3TOW
CUTyauuun, KaxeTcss oCOOEHHO BaXHbIM yXe CerofHsd, B caMOM Hauvane
ABVXEHWA N0 HOBOMY MyTW, HaWTM cnocobbl copepXaTenbHOro o0b-
eAVHeHns o0oux HasBaHHbIX HanpaBfneHWn Kak Mexay coboin, Tak wu
C JaHHbIMK Knaccuyeckon Guonoruu.

Mpepnaraemas kHWra W nNocesillleHa npexae Bcero obcyxaeHuto
TOro, Kak ocywecTButb B obnactm mopdoreHesa 3TOT «BENUKUNA CUH-
Te3» Teopuum camoopraHusauunm C KNeTO4YHOW W Knaccuveckon 6uono-
rmen. OToW 3agadye MNOAYMHEHO He TOMNbKO coAaepXXaHue, HO U CTPYK-
Typa kHurn. B ee 1-n rmaBe uanaraiTcsa CBeAeHUS U3 COBPEMEHHOWN
dun3nKko-maTeMaTuyeckon Teopum camoopraHmsauum (CUHepreTuku).
maBHOe, YeM pYKOBOACTBOBAaNCs aBTOp MPU HanmWcaHWU 3TOW rnaBbl,—
cTpemrneHue caenaTtb €e MOHATHOW W UHTepecHou Ana 6Guonoros pas-
HOro npoduna U cTeneHn maTemMaTuyeckom noarotoBku. [losTomy
aBTOp cTpemunca obpucosaTb Guomnormyecknn cmbicn u cdepy npume-
HEHUA KaX[oro maTemMaTUyeckoro npumepa, a TaKXe «NnepenoxuTby»
Ha A3blK CUHEPreTUKW Takume MnpuBblYHbIE ANA OGMONOroB MNOHATUSA, Kak
KOMneTeHUuusa, uHAyKuua, auddepeHumpoBka U apyrune. B atonm xe
rmaBe 0OOCHOBbIBaeTCs LEeHTpanbHasd wnaes BCeN KHWUrn: HeobxoommocTb
YPOBHEBOrO OMNMcaHWA W aHanu3a mopdoreHesa, T. €. pasfoOXeHusd ero
Ha HebonbloOe 4YMCro AUCKPETHbIX AWHaAMWYECKUX YpOBHen (ypoBHeNn
nepeMeHHblXx MopdoreHesa) u wuccrnegoBaHWS  UX B3aMMOOTHOLUEHUN.
OTOT MEeTOAOMOrMYEeCcKUn MPUHLNUN, MPOBOAMMBLIA Ha NPOTHAXEHUN BCEn
MOHOrpadumn, ecTecTBEHHO BbITEKaeT Kak W3 CUHEpPreTuku, Tak wu,
B Gonee WKUPOKOM acnekTe, U3 CUCTEMHOro nogxopaa.

MaTtemaTnyeckne 3HaHudA, HeobOXxoauMble ANA  YCBOEHUA  OaHHOW
rmaBbl M BCeW KHUTM B LENOM, NUWb He3HaYnTenbHO BLIXOAAT 3a
npegensl NporpaMMbl CpefHen LWKonbl W, BO BCAKOM cny4vae, He npe-
BblllaldT obbema kKypca MaTeMaTukM Ans CTyAeHTOB-OMOMNOroB YHWU-
BepcuteToB. BmecTe ¢ Tem 9Ta rmaBa He MOXET, KOHEYHO, paccmarT-
puBaTbCA KakK CTpPOroe W ucyepnbliBalliee MW3MOXeHWe OCHOB CuHepre-
TUKM. Takyl 3ajady ycnewHo BbINOMHAET psg BbiWeawwnx B nocnej-
HMe roabl cneunanbHbIX MoOHorpadgun [1—4].

Bonee koHKpeTHble MaTemMaTuyeckne moaenn mMopdoreHesa pac-
cmaTpuBatTcs OTAeNnbHO (B 3-ii rnaBe), NMOCKONbKY MM Heobxogumo
Obino npegnocnate 0630p cBeAeHUn 06 anemMeHTapHbIX BHYTPUKINETOY-
HbIX Mpoueccax U MEeXKNeTOYHbIX B3auMOOEeNCTBUSX, FEHEepPUpYHLNxX
MexaHu4veckne cunbl MopdgoreHesa. CocTaBrneHue 3Toro o63opa 6bino,
noxanyw, Hanbonee TpyaHOW 3agayen — cTonb oOWMpHa [gaHHas
obnactb 3HaHua un cTonb 6bICTPO oHa ob6HoBnsAetcd. lMoHumasd, uyTO
OaHHbIN 0030p BMONTHE MOXET ycTapeTb euwe A0 Bbixoga KHUTM B CBET,
aBTOp TEM He MeHee He BuAaen BO3MOXHOCTM ob6onTucb 6e3 Hero
B KHUre o MopdgoreHese.

Mpn nepexoge k cobGCTBEHHO MopdOreHeTUYEeCKMM rrnaBaMm nepen



aBToOpoM cTosana gunemma: nubo gatb MO BO3MOXHOCTU pPaBHOMEPHbIN
0630p caMbix pas3fnuM4YHbIX KOHUENUuh mopdoreHe3a un Tex Guonorumyec-
KMX OObEeKTOB, Ha NpuMepe KOTOPbIX 3aKOHOMEPHOCTUM MopdoreHesa
uccnepyTcs, NnMbo cocpefoToYMTbCA Ha TreMHOrMx nogxogax M obbek-
Tax, nonbiTaBwWuCb 06beAMHUTb MX B HeyTo uenoe. OTyacTn BBUAY
orpaHmyeHHoro obbema kHUrn n3bpaH BTOpon nyTb. Mo aTow Xe npwu-
YNHE B KHWre MOYTU HEeT CBEAEHMN O TakWX MWHTEepecHbIX mopdoreHe-
3ax, kak mMopdoreHe3bl CUPOHOBbLIX BOAOPOCHEN MNU CIAU3UCTbIX TPU-
60B; BecbMa (hparmMeHTapHbl U MPUBOAUMbIE B KHWre CBEAEHWA No MOp-
¢doreHesaM BbICWNX pacTeHun. N3 4yucna TeopeTUyYecKUx KoHuenuumn
mMopdoreHesa nOYTUM He paccMaTpuMBalOTCA MOAENM KMNETOYHOW COpPTU-
pPOBKM W COBCEM He obCyxOalwTCa AUCKPETHble (aBTOMaTHbIE) MoAenu.
O nocnegHMX MOXHO MOMYy4YWTb MNpeAcTaBreHne, B YaCTHOCTU, MO KHUTre
«MaTtemaTuyeckas 6uonorusa passuTtus» [cMm. 154].

OTkasaBlWwuCb, Takum ob6pasom, OT 3KCTEHCUBHOro ob3opa, aBTop
nonblTanca B3aMeH AaTb MO BO3MOXHOCTWM CBS3HYH M nocnegoBaTernb-
HYI0 KapTWHY MopdoreHesa HEKOTOpbiX 0OBbEKTOB (NpenmMyLlecTBEHHO
3apoablwen amdpubuii 1 BeretaTMBHOrO MOKOMEHUA TUAPOUAHBIX MO-
nMNoB) Kak MHOrOyYpoBHEBOro JAWMHamMu4yeckoro npouecca. Boamox-
HOCTU MHOrFOypoBHEBOro aHanu3a MopdoreHesa Apyrux rpynn opra-
HM3MOB M CBfI3aHHas C 3TMM npobnema 3ponwuuuM MopdoreHesa 006-
cyxpawTcsa B 6-n rmaBe. HakoHel, 3akrni4YeHME MOXHO paccMaTpu-
BaTb Kak 3amo3ganylw nonbiTKy aBTopa onpaspaTbcsa nepen nobpoco-
BECTHbIM 4YMTaTeNneM 3a TO BpPeMsi, KOTOpPOe OH NOTpaTUN Ha 4TeHue
3TOM KHUTU: 3pecb 0b6bsCHAETCHA, YeM, MO MHEHUD aBTopa, Bce nepen
3TUM cKa3aHHoe Morno 6bl npuroguTbcs Guonory-mccnenoBaTenio.

3akaH4ymBas 3Ty KHUTY, 9 BCMOMWHaK 3amevaTelbHbIX  YYEHbIX
HeJaBHEro BpEeMEHW, KOTOPbIX WMen c4acTbe 3HaTb: MOEro yyuTens
AnekcaHgpa [aBpunosuyva [ypsuua, asna [puropbesunya CseTnosa
n Bnagumupa Hukonaesuya beknemuwesa. Bce oHM cumTanm Mop-
doreHe3 uUeHTpanbHOW npobnemon Ouonorun. A paccmaTpuBak CBOK
paboTy Kak ganbHenwee pasBUTUE UX MAEN M xoTen Obl MOCBATUTb
3TY KHUTY MX NamMaATu.

ABTOp BblpaxaeT rnyboKyl nNpu3HaATENbHOCTb 3a MNpoYTeHue
KHUTU W KPUTWUKY OTAenbHbIX ee rmaB B. H. Mewepsakosy, [1. C. Yep-
HaBckomy u B. A. TonunyeHkoBy. OTa kHUra He morna Obl ObITb Takxe
HanucaHa 6e3 NogpoOHbIX M MNOAOTBOPHbLIX OOCYXAEHUN pasfnuyHbIX
npobnem mopdgoreHesa ¢ KO. A. NNabacom, b. H. BenuHueBbIM u apy-
rMMuK Komnreramu, KOTOPbIM S TaKXe Bblpa)xalw MWCKPEHHIOK Mpu3Ha-
TenbHOCTb. ABTOp 6narogapeH Takxe BceM coTpyaHukam kadegpbl
ambpuonormn MTY 3a NoCTOSAAHHbIN WHTepec K ero paboTe W npekpac-
HYl TBOpYECKyk aTmocdepy.



Mnasa 1. OBWWME NPUHLUWMBI CAMOOPIAHN3ALWN
MOP®OIEHESA

B npeavcnoBum Mbl yxe onpegenunu  mopdoreHes Kak npouecc
BO3HWKHOBEHUS HOBbIX (OPM W CTPYKTYp B XOA4Ee WHAMBMAYaNbHOIO
pasBuTua opraHmsamoB. OTHocsawuMeca K MopdoreHesy npouecchbl (6y-
AeM HasbiBaTb WX ANA KpaTkocTu Mopdonpoueccamu) CTOMNb MHOrO-
YUCMNEHHBI, YTO UX WCYepPnbIBAWOLWNIA NepeyvyeHb npesBbicun Gbl MO CBOEMY
obbemy nonHbin Kypc oambpuonoruu. [lMongpusauma ewe Hespenomn
AnuekneTkn, nepepacnpegeneHne B Hel uuTonnasMaTuyeckmx KOMMO-
HEHTOB nocne OonnoAOTBOPEHUS, 3aKOHOMEPHO OpPUEHTUPOBAHHbIE [e-
neHns ppobneHnsa, OBWXKEHUSA KMEeTOYHbIX MacC B XOA4e racTpynauum
M 3aknajoK pasfnuyHbiX OpraHoB, HaKOHeL, W3MEHEHUs nponopuuni
Tena opraHuM3ama yxe B MOCTaMOpMOHanbHbIW nNepuop, B XoA4e ero poc-
Ta — BCe 370 Mopdonpoueccbl. MoXHO roBopuTe U 0 Mopdonpoueccax
B npegenax OAHOW KNeTKW, 4acTO BecbMa CHOXHbIX. [Mpumepsl: n3me-
HeHve GOpMbl M CTPYKTYpbl peuenTopHbiX KneTok, obpa3oBaHue cTpe-
KaTeNnbHbIX anmapaToB B 0COObIx KkneTkax (KHMgobGnactax) KuLeYHOo-
MOMOCTHBLIX U MHOroe Apyroe.

Kak yctaHoBuna coBpemeHHas 6uonorus, B OCHOBE Ha3BaHHbIX
mMopdonpoueccoB, kak, BrnpovyeMm, M Boobuwe 6Guomornvyecknx GyHKUURA,
nexarT $BMEHUHA, KOTOPble MOXHO Ha3BaTb «MOJIEKyNnApHbIMM MoOpdoO-
reHesamu»: pacnaj W BOcCCO3fdaHuWe, U3MeHeHue KoHdopmauun, a
TakXe B3aMMHOro pacnofioXeHWUs OTAeNbHbiX Momnekyn u 6Gonee wnn
MeHee KPpYMHbIX MOIEKYNApPHbIX KOMMMEKCOB, COCTOALWMX U3 06enkos,
rmukonpotenaos v nunuaos. OAgHaKo BaXHO MOAYEPKHYTb, 4YTO MexAay
MONeKynapHeIM1U MoOpdOreHe3amMm M BCEMW APYrMMU MepevyncrieHHbIMU
Bble (HasoBeM WX MakpomopdoreHe3amun) UMeEKOTCS KONMUYECTBEHHbIE
W KayecTBeHHble pasnuuma. MonekynspHble MopdoreHesbl Henocpea-
CTBEHHO OCHOBaHbl Ha XOPOLIO W3YYEHHbIX CuUMax MeXMONeKynsapHbIX
B3aUMOOENCTBUN: KOBAmNEHTHbIX, WOHHbIX, TUAPOGPOOHBIX W ApPYrux.
N3meHeHUs KoHdOpMauun WM B3aMMHOrO pPacnofiOXEeHUs MOmekyn u
HagAMONEKYNSApPHbIX KOMMMEKCOB MOTyT OblTb paccyuMTaHbl nNpu y4yeTte
3TUX CUM, XOTS TEXHUYECKM 3TO BeCbMa TpyAHasd 3ajada.

OpHako yxe B OAMHOYHOW KNeTKe 3yKapuoT COAEPXWUTCA NO MeHb-
wen mepe 106— 107 monekyn 6enka. PacyeT uMx noBedeHMs Ha OCHOBE
MEXMONEKYNAPHbIX CUM CTAHOBUTCHA  MNPakTUYECKM  HEBO3MOXHbLIM.
Bonee Toro, Bo3HWKaeT BOMpPoOC: noyemy BooOLWE Takne OrpomMHbie Mo
CPaBHEHWI0O C MONeKynApHbIMM MacwTabamn CTPYKTypbl, U NPUTOM
fanekve OT TepMOOAWHaMWU4YECKOro paBHOBECUS, He HaxoA4ATCcA B COC-
ToAaHUM 6GecnopagoyHbiXx (NyKTyauun, a coBeplakT 3aKOHOMEpHble U
K TOMY Xe& CNOHTaHHble (He nopoxgaeMble HenocpeACTBEHHO BHELUHU-
MW curiamu) Makpockonuyeckne MopdoreHeTu4eckne OBUXKEHUNA?

6



OTOoT BOMpOC, KOTOpbIM Bonee KpaTko MOXeT ObiTb BbIpaxXeH Cno-
BaMM «Kak BO3MOXHa caMoopraHmsauums B MaAaKPOCKO-
nMmyecknmx Tenax», B cBoed Haunbonee obwen opme BbIXOAUT
Janeko 3a npegenbl 6uonorMn M pelwaeTtcss Ha YpoBHe MaTeMaTuyec-
KOro paccMOTpeHnsa AuHamuyeckux cuctem. MmeHHo Takoe obuiee u
noHavyany HUKaKk He CBA3aHHOe ¢ Owuonormyeckon cneuudukon pac-
CMOTpEeHMe MPUHUMNOB camoopraHm3auun un bygeT OCHOBHOM 3apayen
AaHHow rnaBbl. [lepep 3TuM, ogHako, cnepayeT MNO3HAaKOMWUTbCH C He-
KOTOPbIMWU 3NeMEHTapPHbIMU MOHATUAMW TOMOMOIMMM U TEOPUU CUMMET-
pun, HeobxoAuMbIMKW AnNs onucaHWs MakpomopdoreHes3oB. B aton xe
rmase 6yayT M3MNoXeHbl M 4ucTOo Buonormyeckme MNOAXOAbI K MoOpdo-
reHesy, KOTOpble Mbl NocTapaemMcs BO3MOXHO TecHee cO6MM3UTbL C Ma-
TeMaTUYeCKUMMN MAESAMU U NOHATUAMMU.

CUMMETPUA N TONONOITNA MOP®OTEHE3A

MN3meHeHns dopmbl kakoro-nubo obbekTa npexpe Bcero (nNo onpe-
AerNeHnt0) CcBA3aHbl C ero reoMeTpu4yeckMMn WU3MEeHeHUAMU, T. €. C Ha-
pyweHMsMn reometTpuyeckoro nogobusi. Kpome TOro, oOHM MOryT
BKMoYaTb B ceba Tak Ha3biBaemble TOMOMOrMyeckue wn3MeHeHuUs (Ha-
pyweHns romeomMopdusama) U CUMMeETPUNHbIE W3MEHEeHUA (M3MEeHeHus
nopsgka cummeTpumn). Toraa Kak reomeTpuyeckne WU3MeHeHWs npouc-
Xo4AaT B mMopdoreHede 6onee nnum MeHee NNaBHO W HEMPEPbLIBHO, TOMO-
nornyeckne u CUMMeETPUHbIE W3MEHEHUS  MPUYPOYEHbl K HEMHOIMM
«pybexHbIM» MOMEHTaM pas3BUTWUA. YXKe 3TO OAHO onpasBablBaeT WH-
Tepec K HuUM. Wx aHann3 okaxeTcsa Heob6xoAMMbIM W ANA MNOHUMaHWS
Kak oOWuMX MpMHUMMIOB, TaK W peanbHOro Xxoga CcaMoOpraHusauuu.
[TodHakoMMmMCHA MNO3TOMY BKpaTue C HEKOTOPbIMW 3NEeMeHTapHbIMKU MNO-
HATUAMWU Teopuu cummeTpumn [5] n Tononoruu.

CnMmmeTpurnHeiMumM B Hanbonee obwem cmbicne HasblBalT
Takne npocTpaHCTBEHHble npeobpasoBaHus (ABMXeHUs wunu Jedop-
Mauun) OaHHOW Urypbl, KOTOpble OCTaBNAT HEU3MeHHbIMU (MHBA-
pVMaHTHBIMW) HEKOTOpble ee CBOWCTBA, Hanpumep dQopMmy, CTPYKTypy
UM Xe OTAeNlbHble WX 3feMeHTbl (CKa)Xxem, COXpaHAWT napannenb-
HOCTb CTOPOH WM PaBEHCTBO YIMOB, He coxpaHAs ¢OpMbl B LENOM).
3a uCKIloYeHMEeM HeKOTOpbIX pasgenoB M. 5 B 3ToW KHure O6yayT
paccMmaTtpuBaTbCA NULIb Te BUAbI CMMMETPUU, KOTOPble COXPaHsAT
HEW3MeHHbIMU OpPMY W/MAN CTPYKTYpy oObekTa Kak Lenoro, npuyem
noa CTpykTypon 6yaeM noHumaTb Habop YCMOBHO BblAeNAeMblX HaMu
KayeCTBEHHbIX HeoAgHopoAgHocTen ob6bekta. CumMmeTputo, COXpaHso-
wyto dopmy obbekta, Mbl byaeM HasblBaTb reoMeTpuyecko, a CUM-
MeTpUI0, COXPaHALWY ero CTPYKTypy, — UBeTHOW (uBeTamu ygobHO
0603HayaTb pasHble Ka4yeCTBEHHble HEOAHOPOAHOCTH).

lMpocTpaHcTBEHHble Npeobpa3oBaHus GUryp, C NOMOLLbI KOTOPbIX
cyaat ob unx reomeTpuyeckod WM LBETHOW CUMMeETPUM U KOTOpble
HasbiBalT npeobpaszoBaHUAMU CMMMETPUU, — CYyTb MOBOPOTHI  Uryp
BOKPYI HEKOTOPOW OCWU, OTPaXeHuWs OOHOW WX 4YacTu Ha APYryw OTHO-
CUTENbHO OnpeAeneHHoOW MNOCKOCTM W nepeHockl (caBwurn) duryp Ha
onpegeneHHoe pacctosHne. COOTBETCTBEHHO TOBOPSAT O MOBOPOTHOW,
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Puc. 1. PasnuyHble Tunbl cuMmeTpuu
OpraHM3moB:

A — wmepysa Aurelia aurita kak npwu-
Mep NOBOPOTHOW cuMMeTpuu 4-ro no-
pspka; b — pakoobpasHoe Sacculina
carcini kak npumep cummeTpun 1-T;
B — odwnypa Ophiotrix capillaris kak
npumep cummeTtpum 5-1; [ — nouTun
npeanbHass TpaHCNsIUMOHHAsE CUMMET-
pusa nepBuYHOTpaxewHoro Epiperipatus
weldoni (®oto N—S—3 wnu3 [5], [ u3
[261])

oTpaxaTenbHOW (3epKanbHOW) W TPAHCASULUOHHOW CUMMETPUM (CUM-
mMeTpun nepeHoca). LleHTpanbHble MNOHATUS Teopun cCuUMMeETpUn —
rpynna cuUMMeTpUM M NOpsSAOK rpynnbl cummeTpuu. [lopsgkom rpyn-
nbl CUMMETPUW AaHHOro ob6bekTa HasbiBalT YUCMO TEX UMM UHbIX
npeobpasoBaHUi CMMMETPUU, COXPaHAKLWNUX ero ¢GopMy unuM CTPYK-
TYypy HeusmeHHou. Ecnu uymcno Ttakmx npeobpasoBaHuii BGeckoHe4HO,
NOHSITUE MNopsAKa 3aMeHsieTCs MOHATUEM MOLHOCTM CUMMETPUH.
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Hanpumep, mepy3a Aurelia B opanbHoi npoekuun (puc. 1,J1)
coBmMmellaeTca cama c coboi npu noeopoTe Ha 90, 180, 270 u 360°.
Yucno noBopoTOB paBHO 4, U B COOTBETCTBMWM C 3TUM p[aHHasa durypa
obnagaet noBopoTHOW cummeTpuen 4-ro nopsaaka. OTpaxatenbHon
UnNM TPaHCNAUMOHHOW cummeTpuen 3Ta durypa He obnagaet. Cum-
MeTpus daHHoOW urypbl ob6o3HavaeTcs cumsorniom 4. Hanpotus, pako-
obpasHoe Sacculina carcini (puc. 1, 5) nuweHO NOBOPOTHOW CUMMET-
puu, HO obnagaeT cummeTpuen oTpaxeHus. CuMmMBON Takonm cummeTpumn
1-7 (eAWHMUa oO3HavaeT, 4YTO CylleCTByeT NMUWb OAWH MOBOPOT, Ha
360°, coBmewawwmnn Teno camo ¢ cobor, a m (oT croBa mirror —
3epkano) — cuMmBON oTpaxaTenbHOMN cummeTpuun). Y  oduypsl
(puc. \, B) noBopoTHas cummeTpusa 5-ro nopsagka (4TO cooTBeTCTByeT
yrnam noBopoTa, KpaTHbIM 72°) coBMellaeTcss C HanuMunem BepTUKanb-
HOM MNMOCKOCTU OTpaxeHus. Takas CUMMETPUS BbipaxaeTcs CUMBO-
nom 5-7.

durypbl, NULEHHbIE MNIOCKOCTU OTpaxeHus (MOBOPOTHYK CUMMET-
pVU0 OHM MOTYT COXpPaHsTb), Ha3blBalTCA 3HAHTUOMOP(HbIMU. OHHK
MOTYT CyllecTBOBaTb B ABYX KOMWSAX, YCITOBHO Ha3biBaeMblX MPaBOA WU
neBoV M nepexogslwMx Apyr B Apyra nytem oTpaxeHus. TakoBbl
cnupanbHo Apobswueca dnuekneTkm monnwckoB (puc. 2, Jib A2).
B paHHOM npumepe kaxpgas U3 KONUWN COXpaHAeT MOBOPOTHYK CUM-
MeTpuilo 2-ro nopsaka oTHocuTenbHo Toudkn O (nNpu nosopoTe Ha 180°
6nactomep A coBmewaetca ¢ C, B — ¢ D). TpaHCNsUMOHHON CUM-
meTpuen obnapatoT durypbel Tuna neHT wnu 6opatpos, a M3 Guonoru-
yecknx 06BHLEKTOB — BCEBO3MOXHble MeTamepHble dopmbl (puc. 1, T).
TpaHCNAUMOHHYIO cuMMeTpuio obo3HayalT CUMBONOM a, rae a — pac-
CTOSIHME, Ha KOTOpOoe Hago nocTynaTenbHO nepeaBuHYTb durypy Ao
ee coBMelleHna ¢ camon cobon (a paBHO AnvHe meTamepa). TpaHcnsa-
LMOHHAA CMMMETPUA MOXeT COBMelaTbCsa Kak C oTpaxaTenbHom (me-
TamepHble Bilateria: konb4aTble 4YepBU, UYMNEHUCTOHOrME, MNO3BOHOY-
Hble), TaK U C MOBOPOTHOW CUMMETpPUEN.

Tena, kpyrnble XoTs Obl B HEKOTOPbIX CeYeHUAXx (KOHYC, UUMWHAP
n Tem 6onee wap), obnagalT NOBOPOTHOW CUMMETPUen BEeCKOHEeYHOro
nopsaka, Tak Kak OHM CcoOBMellalTca camu ¢ coboli npu nosopoTe
BOKPYF OCW KpPYrnoro CeyeHuMs Ha Kakon yrogHo yron (cnepoBaTerbHO,
ynucno Takux yrnos 6eckoHeyHo). Hanbonee cummeTpuyHaa durypa —
wap — obnagaet GeCKOHEYHbIM YUCIIOM TaKWX CeYeHWW, U crnegosa-
TenbHO, 6ECKOHEeYHbIM 4YMCMOM OCEN MOBOPOTHOW CUMMETpuM OGecKoHeu-
Horo nopsiaka. Kpome Toro, wap o6nagpaet 6GeCKOHEYHbIM  YUCMOM
nrnockocten oTpaxeHus. CummeTpus wapa 06O3HAYaeTCssi CMMBOIIOM
00/00-T, rae HakNoOHHasd 4YepTa BblpaxaeT MPOM3BONBHOCTb Yyrna
MeXAy OCAMU CUMMETpUMU.

OTMeTUM uHTepecHyl Ans MopdoreHesa BO3MOXHOCTb CYyLlECTBO-
BaHWS 3HAHTUOMOPMHBLIX «NEBbLIX» W «MNpaBbiX» LWAapoB. HAHTUOMOP-
(pu3M BO3HMKAET, ecnn Ha MNOBEPXHOCTU Llapa MMEKTCA HeKoTopble
3HaHTMOMOpPdHbIE MaTepuanbHble WNUM OUHAMWUYECKME MUKPOCTPYKTY-
pbl, HanpuMep neBble UNW nNpaBble cnupanu, BUXpWU, a B OpraHuaMax—
PECHUYKM C onpedenieHHbIM HanpaBrneHuem O6ueHun (puc. 2, b\, b52).
CMMeTpus TakuMx LapoOB 3anucbiBaeTcsi CUMMBOJIOM 00/00 (MITOCKOCTb
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oTpaxeHuna oTcyTcTByeT). [lpeanonaraetcs, 4TO Takas Xe CUMMeET-
pusa npucywa MOBEPXHOCTM CNupanbHO ApobsAwmnxcs AnLekneTok
(cm. rn. 4).

MoHWxXeHne nopsgka CUMMETPUM MAW MOLLHOCTM Tpynnbl CUMMET-

Puc. 2. NMpumepbl 3HAHTUOMOPMDHBLIX PUTYP:

Ai, An — sanueknetkn npasoro (Lymnaea stagnalis) w nesoro (Physa acuta) Bu-
[a OplOXOHOrMX MONMICKOB Ha CTaguu YeTblpex 6nacToMepoB Kak MpPUMep 3HaHTUO-
MOP@HbLIX GUryp cummeTpum 2-ro nopsgka. [MyHKTUpP C TOYKamMum — MNOCKOCTb OT-
paxaTtenbHoW cummeTpumu, nepesoaswen Ai B A2 / u // — Homepa 6Goposg Apo6-
neHua. A, B, C — ob6o3HayeHua 6GnactomepoB, O — ULEHTP MNOBOPOTHOW CUMMETPUN.
3HayeHUs CTpenok pasbscHalTcA B TekcTte (c. 126). b], £2— wapbl cumMmeTpuun
00/00, MokpbITble NUBO TOMbKO «neBbiIMU», NGO TOMbKO «NpaBbiMW» 3anNsATbIMU

puv¥ HasblBaeTcs AUCCUMMeTpuU3auuel, MoBbilUeHMEe — CUMMeTpu3auu-
el Mpumepom AuccUMMeTpusauumn sBnseTcs Takasa pedopmauus

1 K coxaneHuto, uHorga B 3ambpuonormyeckon nutepaTtype TEepMUH «CUMMeET-
pusauus» ucnonb3yeTcsa B CMbiCe, MPOTMBOMOMOXHOM MNpPaBUNbHOMY: CUMMeTpu3a-
umen sanuekneTkM HasblBalOT OAWH W3 3TanoB ee AUCCUMMeETpuU3auuu, a WUMEHHO: no-
TEpP0O MOBOPOTHOW CUMMETPUM BOKPYT MONSAPHOW ocu (cm. rn. 4).
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wapa, MpM KOTOPOW OH MocnefoBaTefibHO CTaHOBWUTCH 3MMMNCOUAOM
UMM UUNUMHAPOM (Teno, uWMelllee nNuilb [BEe OCKM  BpalleHUs: OAHY
GeckoHeYHOro nopsaka, COBMajaloLWylo C OCb LUAUHAPA, U OPYryio

BTOPOro nopsgka, en nepneHAuKYyNsapHyl, — Trpynna CUMMETpun
00-2-m), KOHYCOM C KpYroBblM OCHOBaHMeM (O04Ha OCb BpaleHus
6eckoHe4yHOro nopsaka — rpynna CUMMMETpUM 00-m), KOHYCOM C 3n-

NMNTUYECKMM OCHOBaHMeM  (rpynna cummeTpum 2-m) W TaK panee,
BNMAOTb A0 amopdHoro Tena cummeTpum 1. Hanpotus, BbiTauymBas
wap u3 6ecopMEHHOro Kycka MaTepuana, Mbl OCyWecTBASEeM CUM-
MeTpu3auuio.

OyeHb HarMsagHbl U NOME3Hbl B MPUMEHEHUn K MopdoreHesy npu-
Mepbl LBETHON OUCCMMMETpu3auuu, npu KoTopbix cama dopma Tena He
MeHgeTcsa. Tak, HaHeCceHMe Ha MNOBEPXHOCTb Wapa OAHOW UBETHOW MeT-
Kn (nosiBNeHue HOBOW HEOAHOPOAHOCTM B OOAHOW TOYKE) COOTBETCTBYyeT
nepexoay OT rpynnbl CUMMETPWUU LWapa K rpynne CMMMETpuUM KOHyca
00-m, HaHeceHue BTOpPOW LBETHOW MeTkuM B obuwem cnyvyae nuwaert
durypy noBOpPOTHOW CUMMETPUU, HO COXPaHSAET NMOCKOCTb OTpaxe-
HUA — cummeTpus rpynnbl 1em. HakoHel, HaHeceHWe TpeTbelh MeTKU
B obwem cnyyae nuwaeTt urypy NNOCKOCTU OTpaxeHud, HM3BOASA
nopsgok cummeTpumn go 1.

Mepengem K TONonorn4yeckmm xapakrtepuctmkam. [omeomop -
HblM WU npeobpa3oBaHMsIMKU Ha3biBalOTCA B3aMMHO OAHO3HA4YHble OTOG-
paxeHns O4HOW Urypbl Ha Apyryto, T. e. Takue, Npu KoTopbix niobas
Toyka curypel A HaxoguT oTobGpaxeHue Ha durype B u obpaTHo.
CummeTpuiiHble npeobpasoBaHus, a Takxe, Hanpumep, npeobpaso-
BaHWA nogobusa (Npu KOTOpPbIX WM3MEHSATCS pa3mepbl uryp, Ho co-
XpaHaeTcs WX reomeTpuyeckoe nogobwe) — 3TO YacTHble  cryyau
romeomop@HbiX npeobpasoBaHuit. B ob6uem xe cMbicrie Bce 3aMKHY-
Tble KpuBble rOMeoMopdHbl ApPYr APYry, HO He romMeomMopdHbl, Hanpu-
Mep, Ayre unu BOCbMepKe; BCe AyrM B CBOK o4epeAb FOMeOMOpPMHbI
ApYyr Apyry v npambeim. [pu romeomopdHbix npeobpa3oBaHMsax coxpa-
HAKITCA Tak Ha3blBaeMble TOMOJIOTMYECKME CBONCTBA (COKpaLWEeHHO —
Tononorus) duryp, n npexpe Bcero ux csas3Hoctb. N obpaTHo, nboe
HapylweHne CBA3HOCTM HapywaeT romeomopdusm. HapyweHnsa romeo-
Mopcdusma (CBA3HOCTU) MOXHO HasbiBaTb TOMOMOrMYECKMMM TpaHC-
dopmauusamun. omeomMopdpunam £BNAETCA YaCTHbIM CcryvYaeMm M30MOp-
dpn3mMa — B3auUMHO OAHO3HAYHOrO COOTBETCTBUA MEXAY 3NeMeHTamu
ABYX cucTeM, He obfA3aTenbHO NOKanM30BaHHbIX B MPOCTPAHCTBE.

PaccmoTpum  cumMmeTpuitHble M TOMOMNOrM4yeckne uaMeHeHus (He-
CKONMbKO WX CXemMaTu3upys) Ha npumepe KOHKpPETHOro mopdoreHesa —
pa3BuTUA 3apoAbilla MOPCKOrO exa HaymHas co ctagum 6nactynsl
(puc. 3). Mo cCUMMETPUAHBLIM KPUTEPUAM ITOT OTPE3OK pasBUTUSA
MOXHO pas3fgennTb Ha cneaylowne nNepuopbl:

1) nepuog ¢ cummeTpuen oo-m — 6Gnactyna (puc. 3, A, b),
paHHAA racTpyna;

2) nepwop c cummeTpuen 1e¢m — racTpyna C U3OTHYTbIM KULIEYHU-
KOM, 3aknajka LUelloMWYeCcKMX KapMaHOB, MPOPbIB POTOBOrO0 OTBEPCTUSA
(puc. 3, B, I');

3) nepwop ¢ cummeTpuen 1 — nosiIBeHWEe NeBO-NpaBbiX HepaBHO-
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MEPHOCTEN LEeNOMWYECKMX MELWKOoB, UX OoTwHypoBka (puc. 3, O) u
nocnegytouwiee passutue BNNOTb A0 MeTamopdosa.

UTO KacaeTcd HapyweHun romeomMopdusama, TO Takme [OBOWHbIE
HapyweHns Tuna «CkNenka— paspbiB» NMPOUCXOAAT B MOMEHT MpopbiBa

JULA/

vQ

/740

oo /77

Puc. 3. CummeTpuitHble M Tononorn4yeckne nepecTponkn B xode pas3BUTUSA 3apopblia
MOpPCKOTo exa:

A — cTagus 6nacTtynbl; 6 — cTagus paHHew racTpynbl; B — no3gHsAa ractpyna;
I — npopblB poTOBOro oTBepCTUSs; [ — nNUYUMHKA C NMeBbIMW W NpaBbiMKU Lenomamu
(num, num). BHKM3y ykasaHbl rpynnbl cummeTpun. 3Be3[0YKM yKasblBaloOT MecTa, rae
6bin HapylweH romeomMopgusm

pOTOBOrO OTBEPCTUS U OTWHYPOBKU LENOMUYECKUX MewWwKoB. Mbl
BUAWM, YTO CUMMETPUNHBLIE U TOMONIOTMYECKNE W3MEHEHUS MPUYPOYEHDI
K HEMHOIMM MOMEHTaM pas3BUTUSA, K KOTOpbIM, OA4HaKo, NOABOAUT BECb
npeabiaywuii, 6onee nnaBHbIR X04 MopdoreHesa.

Kak mMoxHO Obino ybeonTbcsi M3 JaHHOro npumepa, npu  OUEHKe
CUMMETPUNAHBLIX UMW TOMOJNOTMYECKUX CBOWCTB 0ObekTa ero copmy u
CTPYKTYpy HensbexHo npuxoauTcs ynpowatb W cxemaTu3upoBaThb,
BbibpacbiBass nogpoGHOCTU, KOTOpble B APYroM acnekre MOryT MMeTb
NepBOCTENEHHYK BaXHOCTb. B 4yacTHOCTW, Mbl TOMbKO 4YTO MNOJIHOCTbIO
UTHOPMPOBAmNWU KINeToYyHOoe CTpOeHue 3apofbilla MOPCKOro exa: ecnu
Obl Mbl y4YuTbiBanu, HanpuMep, PacrofioXeHWEe ero KMeTOYHbIX CTEHOK,
TO NOpsSfOK CUMMETpUMM HukKorga He 6bin Obl Bbiwe 1. Takoe abceTpa-
rMpoBaHWe COBEPLIEHHO HeobXoAuMO, Tak Kak WHaye UenocTHble Xa-
pakTepucTukun obbekTa HuKorga Henb3s Obino Obl BbIABUTb — OHU
TOHYnn 6bl B geTtansax. OaHako nNpu MCNONb30OBaHUU  CUMMETPUAHBIX
M TOMONOTNMYECKNUX KPUTEPUEB, KakK M B APYrMX aHanoOrM4yHbliX cryyasx,
Hago Bcerga otpaBaTbh cebe oTyeT B MacwTabax cxemaTtusaumum u co-
pasMepsATb 3T MacwTabbl ¢ 3agavyaMu McCriegoBaHuUA.

OTOT 0o4YepK CUMMETPUWHBIX W TOMOMOTMYECKMX XapaKTepuCTuK
MopdoreHe3a ganeko He mMcuyepnbiBaeT BaXHOW W, NO CyTU Jdena, Hepe-
WeHHOW npobnembl ero agekBaTHOro MaTeMaTUYECKOro  OonucaHus.
BbickasbiBanucb, Hanpumep, OOOCHOBaHHbIE MHEHUs, 4YTO 3BKIMAOBA
reoMeTpus CIMLWKOM «XKecTka» ANs onucaHus MopdonpoLeccoB M 3a-
NUCaHHble B HEM KOOpAMHaTbl He MMeT O6MonorM4eckoro cmbicna:
B YACTHOCTW, OHW MOTYT ObiTb pas3nuyHbiMuM Ana 6Guonorm4yeckn romo-
NOrMYHbIX CTPYKTYp OMM3KMX BUMAOB MNM Ja)Xe OAHOrM0O WM TOro Xe Buaa
npu pasHbix abCcomnTHbIX pasMepax ero npeacraBuTenen (3To cBsA3a-
HO C BaXXHOW MopcdoreHeTu4eckon nNpobnemMon Tak Ha3biIBAEMOro CKeMl-
nuHra, cm. ¢. 43 n rn. 3). C gpyron CTOPOHbLI, CAMMETPUINHbLIE N TOMO-
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norm4yeckne xapakTepUCTUKW CIIULIKOM MSATKA W He oTpa)xakwT MHOIMx
BaXHblX MopdonpoueccoB (Hanpumep, ractpynsauuu, puc. 2,5). Tlo-
3TOMY npefnaranucb pasfuyHble BapuaHTbl crneuuanbHo «.6uonoruyec-
Kon» reomeTpun [6]. HekoTopble OTHOCAWMECH K 9TOW TEME BOMNpPOCHI
obcyxpatTcsa B M. 3 n 5.

TWMbl OBBACHEHUW MOP®OTFEHE3A. UCTOPUYECKNA OB3OP

MbicnuTenen u aKcnepyMMeHTaTOpPOB, M3y4vaBlUX npobrnembl pasBu-
TWS, BCerga BOMHOBANM Te e BOMPOCHI, 4YTO BCTAlOT CerogHsa: Kak
B OTCYTCTBME BWOAMMOIO BHELIHEro ynpaBfneHUss BO3MOXEH CTOflb
CNOXHbIK W 3aKOHOMEpPHbIW Mnpouecc kak MopgoreHes? To ouwyuieHue
rnybovanwen 3aragku npupopbl, KoTtopoe OGuonorndyecknit mopcoreHes
OCTaBMnAnN y BCeX Haj HUM pPas3MbIWNABLINX, BbIPAXEHO B 3HaMEHUTbIX
crnoax W. KaHTa: «([MoaTomy nycTb He MOKaxeTCca CTpaHHbIM, ecnu
A nosponto cebe ckasaTb, 4TO fer4ye nNoHATb obpasoBaHue Bcex Hebec-
HbIX Ten W MPUYMHY WX ABWXEHWUNW, KOpoye TrOBOpS, NPOUCXOXAEeHWne
BCEro COBPEMEHHOro YCTPOWCTBA MWPO3AAHUHA, YEM TOYHO BBIACHUTb
Ha OCHOBAHWUM MEXaHWKN BO3HWKHOBEHWE OAHOW TONbKO ObIMWHKW WK
ryceHunubl» [7].

KoHeuHo, cunocodbl M GMOMOrM pasnuyHbIX 3MOX He TONbKO CTa-
BUMW BOMPOCLI, HO U CTPEMUNUCb OTBETUTb Ha HWX. BapuaHTbl oTBETOB
Ha BoMpoc o npupoge MopdoreHesa, NonNbITKM ero 06bACHMTbL nopa-
XalT cerogHa CBOeW MNecTpoTO/ W KaxXylencs NpOTUBOPEYUBOCTLIO.
Cnocobbl 06bACHEHWI, KasaBlIMECH B OMpeAerieHHYl0 3MNOXY eAWNHCT-
BEHHO BO3MOXHbIMW WNW MNOAOTBOPHLIMW, ANS MCCnepoBaTenen Apyrown
3MOXW WAW MMUPOBO33PEHUS CTAHOBUMNCb COBEPLUEHHO HemnpuemneMsl-
Mu. TeM He MeHee MOXHO BblAeMNTb HECKONIbKO OCHOBHbIX TUMOB 00b-
ACHEHWN, KOTOpble XOTA W KasallMCb COBPEMEHHWKaM HenpumupumMbiMu
U B3aMMOUCKNIOYAKLWMMKN, He TONbKO COXPaHWUNN WHTepec M akTyanb-
HOCTb, HO W MOTYT CYMTaTbCs OTAENbHbIMW CraraeMbiMU COBPEMEHHOrO
CUHTETUYECKOro Yy4yeHuss O camoopraHusaumu. PaccmoTpum wux nocne-
AoBaTenbHO.

1. Ewe Apuctotenem 6bin BbIABUHYT «uUeneBon» (dpuHanuctmyec-
KWN) TuN OObSICHEHUS, cCOrnacHo KOTOPOMY [FMaBHOe, 4YeM onpegens-
eTCs HEeKOTOpbIN npouecc, — 3TO ero uenb, «Ans 4Yero» OH NPOUCXO-
OWT, K 4Yemy HanpasneH. JanbHehwasa cyabba 3Toro o6bACHUTENLHOrO
npuvHumna 6bina CNOXHOW M MPOTUBOPEYMBON: OyAyYM  U3FHAHHbBIM
®. BakoHom B Havane HoBoro BpemeHM M3 HebMOMNoOrMyeckoro ecrect-
BO3HAHMA, B OMONOrMM OH HWKOTAa MOJNIHOCTBID He yTpayuBan CBOWX
nosnuMn ” 3a4yacTyl UCNOMNb30Bancad OJHOBPEMEHHO npoTuBobopcT-
BYIOLWNUMN Mexay coboin wkonamum: u Teneonornv4eckn HacCTPOEHHbIMU
ecTecTBOUCNbITATENAMN [O03BOJIOLMOHHON 3Moxu, n Guonoramm yHKUMU-
OHanbHoro HanpaeneHus ot XX- KioBbe [O0 y4YeHbIX HaWuUX JHER, U
3BOMKUMOHMUCTAMN C XapaKTepHOW ANs HUX TeHOeHuMen OoObACHATb
Kaxablh Mopdonpouecc ero npucnocobuTenbHbIM Xxapaktepom). 3a-
metum, yto ewe K. A. TumupsizeB, KOTOpOro TpyaHO 6biNmo 06BUHUTH
B TeNneonoruu, cymtan BOMPOC «ANs 4ero» €OUHCTBEHHO OCMbICIEHHbIM
NPUMeEHNTENbHO K Buonornyeckomy mopdoreHesy.
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2. Opyron cnoco6 oGbLSCHEHWSs MOXHO Ha3BaTb TUMOJNOTMYECKUM.
B ambpuonornio oH 6bin BBegeH K. 3. Bapom. CornacHo aTtomy npuH-
uMny XoA pas3BMTUS HEKOTOpPOro Buaa crnepyer ob6bACHATbB OCOBGEHHOC-
TAMW CTPYKTYpPbl TOrO TuUMa, K KOTOPOMY OH npuHagnexut. Hanpumep,
COrNacHO 3TOM TOYKe 3peHUs B pas3BUTMM MOPCKOW 3Be3Obl MpoOuCXoauT
3amMeHa oOTpaxaTenbHOW CUMMETPUM 3apodbilla Ha MNOBOPOTHYK 5-ro
nopsigka CMMMETPUIO  B3pOCNon  ¢opmbl, «NOTOMY  4YTO» MOpCKas
3Be3ga pasBuBaeTCss NO TUMNY WUINOKOXWX, KOTOPbIM 3TO CBOWCTBEHHO;
y 3apofbilla Kypuubl umeroTca >xabepHble Lenn, a HepBHasd cuctema
3aknagbiBaeTcss B BuAe TPYyOKM Ha CMUHHOW CTOPOHE, «MOTOMY 4TO»
TakoBa dyHAaMeHTanbHas 4yepTa pasBUTUS BCEX MO3BOHOYHbIX, K KO-
TOpPbIM NpUHagNexuT un Kypuua. Takon Tun ob6bsicHeHWA Janeko
He Tak TaBTonormyeH u OGecnnogeH, Kak OTO0O MOXeT noka3aTbcs
c nepsoro B3rnaga. HanpotuB, ero npepackasywuwas MOLWHOCTE U
npakTuyeckas LUEHHOCTb edBa nu He 6Gonbwe, 4em y kakoro-nmbo
gpyroro amGpuonoruyeckoro obobuweHus. Hanpumep, ncxoaa w3 Hero
Mbl, 3Has pas3BUTME NMUWb OOHOrO0 npeacTtaBuTens kakoro-nubo Tuna,
MOXeM, He Npou3BOAS LOMNOJNIHUTENbHbIX UCCMNEeOoBaHWW, O4YeHb MHOroe
ckasaTb O pa3sBuTum nioboro apyroro ero npegctasutens. WU, ¢ gpyrow
CTOPOHbI, HW OfHa 3KCNepUMeHTanbHO YyCTaHOBNeHHass a3ambpuonoru-
yeckass 3aKOHOMEPHOCTb He MOXeT OblTb 39KCTpanofnMpoBaHa HU Ha
OAWH Apyron BuAa 6e3 3HaHWSA TOro, K KakoMy Tuny 3TOT BWUA NpuUHag-
nexuT.

3. bnarogaps pa6otam Y. [dapBuHa u ocobeHHo J. [ekkens BO3-
HWUK MUCTOpUYeckMin cnocob OOBACHEHUS, COrNacHO KOTOPOMY XOA4 OHTO-
reHe3a HeKOTOporo Buaa cnegyer OObACHATb, UCXOAA U3 €ro 3BOJIO-
umn. HecmoTpsa Ha TpyOHO YyCTpaHUMbIE HEOOCTAaTKM (NTOXHble Kpyru
BO MHOTMX MWCTOPUYECKMX OOBSACHEHUSX U3-3a TOro, 4YTO 3BONOLUSA
OonblWMHCTBA BWUOOB, Kak MpaBuno, He MoxeT OblTb JOCTOBEPHO pac-
wudpoBaHa), aToT Tun o06BACHEHUA Takxe npaBomMoyeH. Henbas
NUWb COrfacuTbCsa C KpanHel TO4YKOW 3peHus [ekkensa u ero 6nuxan-
WKMX MpUBEPXKEHLEB, YTO 3TOT cnocob o6bACHEHUA OONXKEH BbITECHUTb
BCE OCTalbHble, N B NEpBYO o4vepelb TUNONOrMYECKUNA.

4. B koHue npownoro Beka Bunbrensm Py nonoxun Havyano euwe
ogHOMYy nogxoay K OOBbSACHEHWIO ABNEeHUNW pas3BUTUSA, KOTOPbIA B 3Ha-
YUTENbHON Mepe OTTEeCHUN Ha 3agHuW nnaH npegbligywmne. ITOT noa-
xo4 Obin HasBaH B. Py kaysanbHO-aHanuMTM4YeCKMM, a ucnonb3ywuiada
ero oTpacnb smbpuonormm — MexaHukon pas3BuTuMA. 3agava ITOro
nogxoga — 9KCMEpUMEHTanbHOE BbISIBMEHWE HENOCPeACTBEHHbIX MNpu-
YMH KaXX[Oro OHTOreHeTU4ecKoro npouecca; 3TW MPUYMHBI MOTYT ObITb
CBfA3aHbl Kak C OOHWM M3 MpeAlwecTBYLWNX MNPOLECCOB pasButus (1
COOTBETCTBEHHO C TOW 4YacTbl 3apofbilia, rae oH Obin nokanunsoBaH),
Tak U C BHewHen cpefon. [laHHbIW OTpPe3OK pas3BUTUA cuUTaeTcsd,
cornacHo 3aTomy noaxoAy, ob6bsICHEHHbIM, ecnu ero yganocb npejcra-
BUTb B BWAE OOHO3HAYHOW MNOCNEeAOBAaTENbHOCTU MPUYUH U CrEeACTBUNA.

Takow nogxod [AeWCTBUTENbHO npuBen K 6GonbwomMy u GbicTpomy
nporpeccy B Hawwux 3HaHMAX o6 oHToreHese. Ho, c Apyrom CTOpPOHHI,
yXe C caMblX MNepBbIX lWAaroB OH nopoaun rnybokne npotuBopeyns,,
KoTopble, Npu WX NocnegoBaTeNbHOM MNpPOoAYMbIBAHUU, CBUOETENLCTBO-
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BanM O HEBO3MOXHOCTWU CKOIbKO-HMOYAb MOMHOrO CBEAEHWS OHTOreHe-
32 K UenM OAHO3Ha4YHblX MPUYUHHO-CNEACTBEHHbIX 3aBUCUMOCTEMN.
UT06bl nyywe NoHATb 3Ty cuUTyauuto, Heobxoaumo obCcyanTb Hay4yHO-
dunnocodckMe OCHOBbI  UCCReaoBaTeNbCKOW  NporpaMMbl  MEXaHWUKK
pasBuTuS.

MexaHuka pas3Butua 6GasnpoBanacb Ha 0OLWENPUHATOW BNMNOTb A0
Hayana Hawero BeKka eCTEeCTBEHHO-Hay4YHOW WAeOonoruu, nonyyYmBLUEN
Has3BaHMe OJHO3HA4YHOro WNM MexaHucTmyeckoro pgetepmumHuama. Cor-
nacHo 9TOW wupgeonorMM B nNpupoge TrOCAOACTBYHOT U JOMXHbI  ObiTb
BbISIBMIEHbl B HAy4YHOM WCCrefoBaHWM OAHO3HAYHble MNPUYUHHO-CNEeACT-
BEHHble CBHA3UM MeXAY AWCKPETHbIMWU, YEeTKO O4YepYEeHHbIMU WU couame-
pumMbiMU Mexay cobon cobbiTMamn. YTBepXAanocb, YTO HE MOXeT
ObITb cneactBua 6e3 onpefeneHHon, copa3MepHOW €My MPUYUHBI; YTO
OAHOW MNpMYMHE JOMXHO COOTBETCTBOBaTb He Gomee yem ogHO crepcT-
Bne (obpaTHoe AOMNyCKamnocChb); YTO OYEHb Marnble MPUYUHbI HE AOSXHbI
nopoxpaTb O4YeHb OONbWMWX CrneacTBUM U, HAOOOPOT, «CUMbHbIE» MNpU-
YMHbI He [AOJIKHbl OcTaBaTbCsa 0e3 CTONb Xe 3HavyuTenbHbIX Mocnej-
CTBUW.

Ecnun nocnepoBaTenbHO npoaymaTtb Takyt CUCTEMY MNOHATUA U
pacnpocTpaHuUTb €e Ha BeCb MUp, TO OKaxeTcs, 4YTO B TakOM  Mwupe
HE MOXEeT MPOU3ONTU HUYEro MOUCTMHE HOBOrO, Yero Henb3s 6bino Obl
BbIBECTU M3 CKOMNb YroAHO Aanekoro OT Hac npeabliaywero CoCTOSHUS
Mupa. MIMeHHO Takux BO33peHUN nNpuaepxmBanucb cosgaTtenn U
Haubonee sipkMe nNpPUBEPXEHUbl WAEONOrMU OJHO3HAYHOro AeTepMu-
Hu3ma — . NlenbHuy w M. Nannac. Ons HWX OQHO3HAYHbLIN OeTep-
MWHU3M Heobxoaumo BbiTekan U3 dyHOAaMeHTamnbHbIX 3aKOHOB coOXxpa-
HEeHUs BellecTBa W 3HEPrMMm U ObiN ONOpPoON Bepbl B HEOrpaHUYEHHYH
npeackasywlullyo cuny Haykum. bBnuxke Kk Hawemy BpeMeHU, B CaMOM
koHUe XIX B., u3BecTHbIn paHuy3ckun usuk lMbep Kiopu chopmy-
nupoBan NpPUHLMM, KOTOPbIA TakXe BMUCbIBAETCA B CUCTEMY OLHO3Hau-
Horo pgetepmuHuama. lMpuHunn I1. Kiopu rnacut: «Korga onpegenex-
Hble MPWYUHBI BbI3bIBAOT OMNpeferfieHHble CNneacTBUSA, TO 3NEeMEHTHI
CUMMETPUN MNPUYUH [OMXHbI MPOSABUTBCS B BbI3BAaHHbIX UMW CRneacT-
Buax. Korga B kakmx-nmbo saBneHusax obHapyxuBaeTcs onpeneneHHas
OVCCUMMETPUS, TO 3Ta X€ [UCCMMMETPUss [OfIXHa MpOosiBUTbCA U
B npuynHax ux nopoauswux» [8]. WUHbIMKM crnoBamu, 3TOT NpuHLMN
3anpeljaeT CNoHTaHHoe (OecnpuyMHHOE) MNOoHWXeHne cummeTpumn. Tou-
HO TaK Xe B Mupe, OpraHM3oBaHHOM NO 3akoHaM OJHO3HA4HOro pfe-
TEPMUHU3MA, HEBO3MOXHO WCTUHHOE YCIOXHeHue Tomomnoruun. Bce
Habnwgaemble HamuM B Kakux-nmbo Temax npoueccbl NMOHWXKEHWUA CUM-
METPUN WU YCIMOXHEHUS TOMOMOrMM COrNacHoO 3TOW TOYKE  3peHus
MOryT ObITb nUWb pe3ynbTaTaMuM «CneyaTbiBaHUA» CUMMETPUINAHBIX
UAN TOMONOTrNYeCcKknx ocobeHHoCTen C ApYyrnx, ObiTb MOXET MNoKa 4TO
HEBbISIBNIEHHbIX Ten.

MpuHuUNBl OQHO3HAYHOrO AeTepMMHU3Ma Cbhirpanun  BaXHeENWwyio
OPraHu3ywLWy W AUCUMNANHUPYIOWYI pofnb B pa3BUTMM eCTeCTBO-
3HaHWA HOBOrO BPEMEHM W B HEKOTOPbIX €ero obnactax COXpaHsT
CBOK MPUMEHMMOCTb A0 CErogHsIWHEero AHA. ApKMM NpuMMepom OfHO-
3HA4YHO [AEeTepMUHUPOBAHHbLIX OTHOLWIEHWN SBNAETCA, Hanpumep, ycTa-
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HOBMEHHOE MOnNeKkynsapHouh OGuonorner cCoOTBETCTBME MexAay TpunneTa-
MW  HYKNeoTuaoB W amuHokucrnotamu. C Apyrom CTOPOHbI, KakK Mbl
BCKOpe YBMAMM, €Cnu nepenTn OT opMalnbHbiX CTAaTUYECKUX OTHO-
WeHWA K AWHaMuKe MomneKkynsapHo-bmonorMyeckMx mnpoLeccoB, cpasy
e BbIABATCA NPU3HAKW Tak Ha3blBA€MblX HENWHENHbIX OTHOLIEHUN,
BeAYyWUX, paHO unM Mno3gHO, K MNPSMbIM HapyLeHUsM OAHO3HA4YHOro
getepMuHusma. Tem Oonee 3TO OTHOCUTCS K OHTOreHe3y: MpUIIOXeHue
K HeMy MpWHUMNOB OOHO3HAYHOrO AeTepMuMHM3Ma YXXe [aBHO Havano
cTankmpaTtbCcs ¢ TpyaHocTsmu. Camas u3BecTHasi M3 HUX — napajgokc
BMNOXEHMS.

PaccMoTpuM HeKOTOpyH CTagutlo pasBUTUS, HAa KOTOPOW Mbl MOXEM
BblAenuTb iV OOCTAaTOYHO OTYETNIMBBLIX MPOCTPAHCTBEHHbLIX CTPYKTYp.
CornacHo npuHUMNaM OAHO3HAYHOro AeTepMUHM3MaA Ka)xgas U3 HUx
obsizaHa CBOMM CYyLIECTBOBAHMEM KaKOW-NMMOO KOHKPETHOW W oTaenb-
HOM MpUYMHE, BO3HMKIWIEN Ha npeablaywen cragum pasBuTUS UK
NOKann3oBaHHOW BO BHELWHeW cpege. Yncno npuyuH, Takum obpasom,
TakXe AO0MMKHO ObiTb He MeHee N. Ho n kaxgasd u3 HUX OONXHAa ObiTb
nopoxaeHa onpegeneHHon npuynHon. Mbl npuxoguMm K BbIBOAY, YTO
Ha HayanbHOM CcTaAuW pasBUTUS 3apofblilia B HEM U/MAM B OKpYyXalto-
wen ero cpege [AOMXHO ObiTb He MeHble OTAENIbHbIX [AUCKPETHbIX
«MPUYMHY», YeM OTAEsIbHbIX Pa3fIUYNMbIX CTPYKTYP — Ha CKOMb YrogHoO
nosgHen ctagun. OgHako HeTpyoHO nokas3aTb (3TO M 6GbINO MHOro-
KpaTHO cAeflaHo), 4YTO BHELWHAA cpeja Ha MHOro nopsiAKoB MNpPOCT-
pPaHCTBEHHO OAHOPOAHEEe Kak 3apoAdblla, Tak TeM 0onee UM B3pPOCHOro
opraHuama. Torga, cnegysl HawewW INWHUW  pacCyXOeHuW, ocTaeTcs
npusHaTb, YTO C «CaMOro Hadana» pas3BUTUS B 3apoabil Oblnl BNOXEH
nonHbln obpas B3pocnoro opraHmama. B TepmmHax Tomonorum 3ToO
yTBEPXAEHME O0O3Ha4yaeT, 4YTO HavyalbHasg CcTagus pas3BUTUS [OJNXHa
OblTb romeomopdHa KOHEYHOW, a B TepMWUHaAX TEOpUUM CUMMETpUn —
YTO NOpsiAOK (MNM MOLWHOCTb MOpsAKka) CUMMETpPUM He MOXeT no
X04y pas3BUTMSA MOHMXKATbCH.

Takad Toyka 3peHMs [OeWCTBUTENbHO cyuiecTBoBana B 3amMGpuono-
rMn: oHa nony4yuna HasBaHue npedopmusma. XapaKTepHO, 4YTO MpuBEp-
XeHuem npedopmusma, npuyem B ero kpawHen popme (Tak HasblBae-
Mas runotesa BrnoxeHuda), Obin . JlenbHMU. M XOTA CerogHs HUKTO,
KOHEYHO, He npuaepxumBaeTcs MNpeacTaBNEeHU ero BPeMeHM O FOMYH-
Kynycax, «BIIOXEHHbIX» B SINLEKNEeTKy unuM B cnepmaTto3oua, npocne-
XWBaHWe nocneaywwen OUCKYCCUM, CBSA3AHHOW C MpPeodosyieHueM npe-
POPMUCTCKMX B3rNsi40B, Ype3BblYAMHO MONE3HO, TakK KaK TOMbKO OHa
MOXeT MNPOSACHUTb Te CBOeOoOpa3Hble MPUUYMHHbIE OTHOLIEHUS, KOTOpble
B OENCTBUTENbHOCTU FOCNOACTBYT B MOpdoreHese.

[MepBbIMU cepbe3HbIMKM goBodamMu  nNpoTue  npedopmusama  bbinu
oTkpblTole K- ®. Bonbdom ewe B cepegnHe XVIII B. npoctenwmune
dopmMmoobpasoBaTenbHble MNPOLECChl Y KYPWUHbIX 3apoablluien, uayuiue
C HapyweHuem romeomopcdusma: ckpyymBaHue B TpyOKku nepBoHavanb-
HO MNMOCKUX 3a4aTKOB KUWEYHMKaA M LeHTpallbHOW HEPBHOW CUCTEMBI.
Mo3xe ObINO OTKPBITO MHOXECTBO APYTMX HapYyWeEHUh TroMeoMop-
dun3ma, a Takxke MNPOLECCOB MNOHMXEHUSA NopsAaka cuMmeTpum (guc-
cumMeTpu3auum) B xode MopdoreHesa, npuyeM [Jaleko He Bcerga
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yoaBanocb HaWTWM BO BHELWHeW cpede akTopbl, KOTOpble MOrnu Obl
npeTteHgoBaTb Ha pofb AuccuMmeTpu3aTopoB. NogobHble AaHHbIe Mopo-
OWNN nepBble COMHEHUS B HanMymum M3HavanbHO BIIOXEHHOro B 3apo-
abllwl obpasa, romeoMopdHOro €ro KOHeYHOW CcTaauu, UnuM Xe B creva-
TbiBaHWUM Takoro obpasa w3 BHelwHew cpeabl. YTo6bl cnactu npedop-
MWU3M, MPUXOAUNOCbL BBOAUTb FPOMO3AKME AONYLIEHUS BPOLE «HEBUAU-
MbIX» MNaHoB cTpoeHuss. OQHakKo pewawlwmm aprymeHTOM nNpoTus
npedopmmnama SBUINOCb OTKPbITME U rNyGOKUA aHanu3 ambOpuoHanb-
HbiX perynauun . puvwem B KOoHuUe npownoro sBeka [9].

Kak wn3BecTHo, 3MOpMOHaNnbHbIMW pPErynsAuUAMNU  MPUHATO Ha3bl-
BaTb BOCCO3JaHWe HOpManbHOW CTPYKTYypbl OpraHuama nmnocrne akcne-
pUMEHTanbHOro HapylweHUs CTPYKTypbl 3apodbilla B pe3ynbTraTe U3b-
ATuUs, gobaBneHus uMnNu nepemMelLeHUn 4vacten ero maTtepuana (noa Bnu-
SAHUEM MMUKPOXUPYPIUYECKUX BO3OENCTBUNA, HEMOCPEACTBEHHO HE BINUA-
IOWMX Ha BHYTpeHHMe cBoncTtBa knetok) [10]. B npeobnapatwuwem
6onblWMHCTBE perynauun, KoTopble Mbl O6yaem HasbiBaTb APULLEBCKU-
mMu, cyabba (6yaywmn nyTb pasBMTUS) BCEX WUNM MOYTUM BCEX MaTepu-
anbHbIX 3MNEeMeHTOB 3apojbllla W3MeHAeTCAa No CpaBHEHM C cyabbon
Tex Xe 9NeMEeHTOB B HOpManbHOM pas3BuTUMKU; 3TUM U obecneymBaeTcd
cama perynauusa. Hanpumep, npu perynauum pasButua  3apodbiia
MOPCKOrO €exa W3 paspes3aHHOW No MepuauaHy OnacTynbl U3MeHseTcs
cyobba Bcex kneTok, kKpome (MoOXeT ObiTb) JTOKANM30BaHHbLIX Ha Be-
retaTuBHom nontoce [11, c. 48]. KpomMe ApuweBCKUX UMeEKTCA pery-
NAUUM C VMHBIMKU, NMPOTMBOMOJIOXKHBLIMU  CBOWCTBAMMW, OCHOBaHHbIE Ha
CTOMKOM COXpPaHeHWW UuCXoaHOW cyabbbl kneTok. JTOT OGonee y3kuwn
Knacc perynauum ocyuwecTBrnfeTcs TONIbKO Mnocne nepeMewvBaHuns
HeogHopogHoro ambpuoHanbHOro maTtepuana. Takume perynauuu Obinu
oTKkpbITel WM. TonbTppetepom [12] u 3acnyxuBarwT ObiTb Ha3BaHHbIMU
ero umeHem. K aHanusy ronbTpeTepoBCKMX perynauui Mol obpatum-
CcS Nno3xe, a cenyac NpoAoMmXMM oOCyxAeHue crneacTBUN, BbiTeKal-
WX u3 akta OpULLEBCKUX perynsauunm.

OueBNAHO, 4YTO M3MeHeHue cyabbbl GonblMHCTBA WUNKM BCeEX 3ane-
MEHTOB 3apoAblilla HenocpeacTBEHHO yKa3blBaeT Ha OTCYTCTBME XECT-
KMx cyabboonpepensioWwnx MNPUYUHHO-CIEACTBEHHbLIX Uenen, uaywnx
M3 MpowWwmnoro K Kaxgomy wu3 3aTmux anemeHtoB. Ecnu, Hanpumep, ane-
MeHT 1 gorxkeH Obinl B HOpMe pas3BUTbCA B CTPYKTYpy A, 3aneMeHT
2 — B CcTpyKTYypy B, a B xoge perynauun kKaxAablh M3 3NeMeHTOB Aan
HEYTO MHOEe, 3Ha4YUT HU OAUH M3 HUX B "OTAENbLHOCTW He uMen OfHO-
3Ha4yHO AeTepMuHMpoOBaHHOW cyabbbl. Tem 6Gonee 3aTo cnegyet u3 pe-
rynauvMn nocne ypaneHuss 4YacTu MaTepuana 3apojbiia: B NoA0OHbIX
cnyyasix 39neMeHT, B HOpMe JdalWuni TONbKO CTPYKTYpy A, MoOxXeT
B Xoge perynauummn gasatb u A, u B. Ecnu mbl  gonyctunu, 4to €ro
pasBuTme yxe OblNnO AETEPMUHMPOBAHO HEKOTOPOM  MPUYUHOWN, TO
Tenepb 9Ta nNpuyMHa fana gBa CrneacTBusA, 4TO 3anpewaeTcda NpuHLMU-
naMmu OAHO3HA4YHOro AeTepMuHM3Ma.

Ho, ¢ opyro CTOpOHbI, ecnu peryndauusa npousowlsia, To CTpyKTypa
pasBuBLUErocA LEenoro opraHuama oKa3blBaeTCsd TOXOECTBEHHOW Hop-
ManbHoOW. WHbIMM crnoBamun, cyabba ULenoro B MNPOTUBOMOJIOXHOCTb
cynobbe yacten onpepeneHa OJHO3HAYyHO. Mbl MpuUxoaAuM K BbIBOAY,
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4YTO ApPULLEBCKME perynsauMn CBUAETENbLCTBYIOT O Hanuuuu B pas3BuBa-
IOWKUXCA opraHMamax OAHO3Ha4YHOW LEeNnoCTHOW MNPUYUHHOCTU, Hepasno-
XMUMON Ha Oonee ApoOHble O4HO3HAYHO AETEPMWHUPOBAHHbIE 3BEHbS,
npu4emM WUMEHHO OTCYTCTBME OAHO3HAYHOW AeTepMuHauunm cyabbbl OT-
AenbHbIX 3MEMEHTOB W AenaeT BO3MOXHbIM O[HO3Ha4YHyl0 AeTepMuHa-
L1 uenoro.

Kak wmbl yBnaum B panbHenwem (rn. 4), ApuweBCKMe perynaumu
B TOW MNU WHOW OpMe MNPUCYTCTBYIKOT Ha CaMblX pasHbIX CTagusax
pa3BuTMs y nopasnsiowero 6GonbwuHcTBa opraHn3moB. [loaTomy
cOoenaHHbIn BbIBOA ABRAeTca ANa mopdoreHesa yHuBepcalbHbiM. W3
Hero cpasy Xe BblTekaeT, 4YTO METOAONIOrMs OAHO3HA4YHOro AeTepMu-
HM3Ma W CBA3aHHOE C Hell CTpeMIieHne K MaKCMManbHOMY aHanuMTuyec-
KOMY pacuyneHeHuto obbekTa Ha MPUYUHHO-CMEACTBEHHbIE  3BEHbS
He eCTb NyTb K MO3HaHWIO 3aKOHOMEPHOCTEeW pasBUTUSA, U B YaCTHOCTU
MopdoreHesa: nporpeccupylollee pacudneHeHne bygeT nuwb NOHWUXATb
oAHO3Ha4yHoCTb. HeobGxopuma, HanpoTuB, paspaboTka npeacTaBneHui
O LenocTHbIX popMax NPUYUHHOCTMU.

B cBSA3M co ckas3aHHbIM WHTEPECHO OOCYAUTb OTHOWEHUE TeHEeTUKM
K npobnemam pa3sutusa. C OAQHOW CTOPOHbLI, TPYAHO HAWTW APYrylo
oTpacnb 6uomnoruu, rge 6elnn Bbl Tak CUMbHbI MO3ULUN OAHO3HAYHOIO
AeTepMnHU3Ma, Hawepglne, Kasanocb Obl, AONOMHUTENbHYIO NOJAEpPX-
Ky B y4YeHUM O reHeTuyeckom koge. MoXxHO nu, ogHaKo (4TO HEOAHO-
KpaTHO [fenanocb), pacnpocTpaHATb 3TOT TUM AeTepMUHM3Ma Ha OT-
HOWeHNs MexXay reHamu U npoueccamu pasBuTuda, T. € paccMmaTpu-
BaTb EHOM Kak Habop Hes3aBWCUMMbIX Nporpamm, OAHO3HAYHO onpepge-
nawwmnx cyabby Kaxgow CTPYKTypbl OpraHMama Wnu KaX[Aoro wara
OHTOreHe3a B oTvdenbHocTu? [llpexae Bcero yxe B pamkax caMoW re-
HeTukn 6blna BbISBIieHa HECOCTOATENbHOCTb BbICKA3aHHOW paHee runo-
Te3bl 00 OAHO3HAYHOW [AeTepMuUHALUW OTAENbHbIX MOPMONOrnyecKnx
NPU3HaKoB OTAENbHbBIMW FEHaMW; HanpoTWUB, «KaXAbll MNpuU3HaK opra-
HM3Ma noABEpXEH BMUAHUIO BCEX TFEHOB, WM KaXAbll reH BnuMaeT Ha
Bce npu3dHakm» [13]. OgHako AOoCTaTOYHbIM M pewawwmm apryMmeH-
TOM gBnsetca obpaweHne BCe K TEM Xe APULIEBCKUM perynsumsam.
Ecnun cygbba kaxgom B OTOENbHOCTM KNEeTKW 3apoAbilia MOXeT ObiTb
N3MeHeHa MWKPOXMPYPrM4eckuM BO3AENCTBMEM, HABHO He moguduun-
pylOLWNM €e reHom, HO Uuenbli 3apofbill cOXpaHseT npu 3TOM CBOKO
CTPYKTYpY, BKMOYas W reHeTU4yeckue npusHaku, To oTcloga chnepyer,
YTO M FEHOM MO OTHOLWEHWUIO K PasBUTUIO BbICTYNaeT KaK LEeNOCTHbIN
dakTop, a He kak Habop He3aBUCUMbIX W XECTKWX Mporpamm mnoBe-
OeHUs OTAEenbHbIX KNeToK.

Takum o06pas3om, HENnpPuMNOXMMOCTb OAHO3HA4YHOro AeTepMUHU3IMa
K npoueccaMm pasBUTUA W, B YacTHOCTU, MopdoreHesa o4eBUAHA,
Tak Xe Kak u npeobrnagaHne B HUX BeCbMa CBOeOOpPasHbIX LENOCTHbIX
TUNOB NpuUYMHHOCTU. WcTopuyeckm 3TO MMeNo Takme MOCNeaCcTBUS.
Cam TI. Opuw, BNAS HECONOCTABMMOCTb OTKPbITOM UM LENOCTHOW MNpu-
YUHHOCTU C MeXaHUYEeCKM OPWEHTUPOBAHHBLIM €CTeCTBO3HaHMEM CBOEro
BPEMeHM, MpPOBO3rnacun MOSfIHylD aBTOHOMHOCTb Ouonorum wu Hepas-
pewunmMocTb Haunbonee rnybokux ee npobnem metogamMu M noaxogamu
OCTanbHOro, «HeopraHu4yeckoro» ecrtecTBo3HaHus. Kakume-nnb6o KOHCT-
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PYKTUBHbIE MNYyTU peleHUs BbISBMEHHbIX MM npobnem [Opuw He yka-
s3an. [opgaBnswuwee 6GONbWWHCTBO WccrnegoBaTeneln B CBOeW MoBce-
AHeBHOW paboTe akTuyeckn urHopupoBanu ero BbiBOAbI W NpoJon-
Xanu BeCTU uccnegoBaHus Tak, kak 6yaTto mo3vumm  OAHO3HAYHOrO
aetepMuHmn3ma ocTasanucb He3blbnembiMu. Jinwb HemHorue
(A. T. Typeuy, M. Bencc, N. WN. WmanbrayseH, K. YoaauHITOH) wuc-
Kanu KOHCTPYKTMBHble pelweHuda npobrnem MopdoreHesa, He yknapgbl-
BaBLUIMXCA B PYyCrno OAHO3HAYHOro AeTepMuHu3Ma. Psag BbiCKasaHHbIX
UMn unaen npegsocxmTun Te 6onee WUpPoOKME COBPEMEHHbIe MNOAXOAbI
K MoOpdoreHesy, K OOCYXOEHUK KOTOPbIX Mbl Celyac nepexogum u
KOTOpble CBSA3aHbl C BO3HWMKHOBEHUEM HOBOIO CMHTETUYECKOro Hay4YHOro
HanpaBneHNs — CUHEepPreTuku.

CuHepreTuka paccmaTpuBaeT Haubonee obuwme 3aKOHOMEPHOCTU
noBeAeHMs cucTeMm, Aanekux OT COCTOSHUSA  TepMOAUHaMMUYEeCKOro
paBHoBecus. B nNpoTMBOMNONOXHOCTb CcCUCTEMaM, TepMOAMHaMMWYECKU
paBHOBECHbIM WMNM 6nMM3KMM K paBHOBecCUio, nosegeHune NOAOLGHbLIX cuc-
TeM yXe He MoxeT ObiTb OnNMcaHoO Tak Ha3biBAEMOW JIMHEWHOW TepMo-
AVHaAMWKOW, uMcxoaswen m3 noctymaTta, YTo MNOTOKM (Bewectsa unu
3HEprun) sBNAKTCS JNUHEWHON ¢YHKUMEA BbI3biBalOWMX MX cun (co-
oTHoweHne OH3arepa). Torga Kak cucTeMbl, YyOOBreTBOpslOLIME CO-
oTHoweHuntio OH3arepa, cTpemMaTca K €AWHCTBEHHOMY pPaBHOBECHOMY
cocTtosiHno, B 6Gonee panekonm OT paBHOBECUS HeNWHeWHon obnacTwy,
Kak okasanocb, BO3MOXHbl COBEPLIEHHO Ppasfnn4yHble pPexXumbl @YHK-
LMOHWPOBAHMUS, COXpaHsAlWMe CBOK YCTOWYMBOCTb, MOKa MOALEPXMU-
BaeTCs HepaBHOBECHOE COCTOsiHMEe. MHbIMW crnoBamu, B CUIMbHO Hepas-
HOBECHbIX YCNOBUAX, T. €. MNpXM [JOCTATOYHO CUMbHbLIX MOTOKAX BeLecT-
Ba W 9HEpruMm cuctembl MOTYT CamMONpPOU3BOMbHO W YCTOWYMBO AN-
depeHumnpoBaTbes. Kak 6bino nokasaHo TeopeTudeckn un obHapyxeHo
B 9KCNEepMMeHTEe Ha MOoAeNbHbIX XMMMWYECKMX CucTemax, B TakuxX YcCno-
BUAX He TOMbKO BO3MOXHbl, HO Aaxe W obsA3aTenbHbl Te HapyleHus
OAHO3HAYHOrO AeTepMuHM3Ma, KOTopble, Kak yXe oTMevyanocb, Xa-
pakTepHbl Ans MopdoreHesa: CMOHTaHHble W3MEHEHWS TOMOSoruu, no-
HUXeHMe nopsigka CUMMETPpUW, CUMbHble peakuuMnm Ha wucyesawlle
cnabble Bo3gencTBus, addekTel Tuna IMOPUOHaNbHBIX  perynsauuni.
Mpn 3TOM BO3HWKAKT BMOMIHE ONpeAeneHHble CTPYKTYpbl, pasBepHyTbie
Kak BO BpeMeHW, Tak M B MpocTpaHCcTBe M obnagawowume CBONCTBaAMMU
LenocTHocTn. Cuctembl C Takum nNOBeAEHUWEM Ha3biBalOT cCaMoOpraHu-
3yloLWmmMmcs.

OcosHaHne TOro dakra, YTO camoopraHm3auMa BO3MOXHa He TOIlb-
Ko B Owuonorvyeckux, HO M B Hebuonornvecknx (acTpodmsnyeckux,,
MEeTeoponormyecknx, XMMU4Yeckux u Ap.) cucrtemax, — OOHO M3 Kpyn-
HeNWwmnx AOCTUXEHWA COBPEMEHHOro ecTtecTBO3HaHWsA. CTano BO3MOX-
HblM FOBOPUTb O «Hebuomormyeckux MmopdporeHesax», Takux, Kak 06-
pa3oBaHMe ranakTuk, AWHaMuKa aTMocepHbIX BUXPENW WUNM U3BECT-
Has xumudeckas peakuumsa B. M. benoycosa — A. M. XabGoTuHckoro,
B XOA4e KOTOpoW o6pasylTcsd UM 3BOJIIOLMOHMPYIOT  YyNnopsAoOYeHHble
NPOCTPAHCTBEHHO-BPEMEHHbIE KOHUEHTPauWOHHbIE CTPYKTypbl. HuWKTO
He CcTaHeT, KOHeYHO, yTBepXAaTb, YTO MexXAy 3TUMu «MopdoreHesa-
MU» W pasBUTMEM XMWBbIX OPraHNM3MOB HeT NPUHUMMNMaNbHbIX pasnu-
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4ynin; crneundurka u BHYTPEHHee pOACTBO BCEr0 >XWBOMO He BbI3blBAKOT
comHeHnn. OgHaKO HECOMHEHHO, YTO MNPUHUMMBI M MOHATUHA, CBHA3aH-
Hble C CUHEepreTUKOW, MOTyT AaTb O4YEeHb MHOMO AN MNOHUMaHUA QYyH-
JaMeHTanbHbIX XapakTepucTuk Guonorunyeckoro mopdoreHesa.

McxoaHble ans cuHepreTukn (Teopum camoopraHu3auummn) matema-
TUYECKMe MOHATUA BO3HUKNM B pamKax KayeCTBEHHOro aHanusa and-
depeHumnanbHbiX ypaBHeHUn. lNpu Takom aHanuse auddepeHunanbHble
ypaBHEHUSA He pelwarwTca (He MHTEerpupyrTCcs), a uccnegyerca Kade-
CTBEHHas CTpYKTypa COOTBETCTBYHLWMX WM BEKTOPHbIX nonen. Pac-
CMOTPMM Ha npumepax BoO3pacTalowen CNOXHOCTM, Kak MpoBOAUTCSH
KayeCTBEHHbIW aHanM3 u Kak C ero MoOMOLb0 MOLENUPYIOTCA 3NeMeH-
TapHble cnaraemble camoopraHusauuu.

ONEMEHTbl CAMOOPIAHU3ALUUNN: HENUHEWHOCTbL, YCTONYNBOCTD,
HEYCTOMYMBOCTb, MAPAMETPWUYECKAA PErYnAuus

MccnepoBaHue ypaBHEHUA C OAHOW NepeMeHHON

Yem xapaktepusyeTcsa nosiBeHMe camoopraHmdaumm? Kak oTnu-
YnTb cucTeMbl, obnapawwme xoTs Obl 3ayaTkamum camoopraHu3auuwu,
OT CMUCTEM, TMOJIHOCTbIO UX nUWeHHbIX? Mbl He 6Gepemcs BBOAUTL
CKONMbKO-HNUOYAb CTPOTrM KPUTEPUN caMoopraHum3auumum, HO UHTYUTUBHO
SICHO creaylllee: camMoopraHusauuss nosiBNsieTca Toraa, kKorga cucte-
Ma nepectaeT ObiTb NMPOCTOW WIPYLWKOW B pyKax BHELWHWUX cwum, Korga
B Hell NOsIBNAETCS aBTOHOMHAas BHYTPEHHAS AMHaAMWKa, TakK WU MHa4Ye
Hapylwawuwas ee 4YUCTO NnaccMBHOE W MNponopuuoHanbHOe pearupoBa-
HMWEe Ha BHelwHue BO3aelcTBMA. [Tokaxem MyTeM KavyecTBEHHOro aHa-
nusa auddepeHunanbHbix ypaBHeHun Bupa xt=f (Xn) + C, 4TO MMEHHO
3TV NpPU3HaAKM camoopraHu3auuMum Bce sICHee MNPOSABMAAITCA MNpU pocTe
HENWHEWHOCTU ITUX ypaBHEHWW, T. €. NMpu BO3pacTaHUM nokasa-
TEnst cTeneHn M npu NepemMeHHOn X.

HayHem c npocteniwero npumepa: 2=0. Torma x;= 1+ C, 1. e
CKOpPOCTb [aHHOro npouecca MNOCTOSAHHA W He 3aBUCUT OT X. Takoe
ypaBHEHUE MOXEeT OnucbiBaTb PaBHOMEPHOE HaKOMMeHWe WuAn pacxo-
[oBaHMe BeLlecTBa X WM XXe paBHOMEPHOE ABWMXEHWe YacTuubl  WUiu
noTtoka 4acTul BAOMb OCUM X. EcCnM WMCKyCCTBEHHO, MNyTEM BHELUHEro
BO34ENCTBUSA, W3MEHUTb HayalbHble YCMNOBUA, T. €. KOHLEHTpauuio
BellecTBa X WNM HavyanbHOe MONOXEeHWe YyacTuubl, TO 3TU WU3IMEeHeHUus
OynoyT BOCMPUHATBHI  cuctemon 6e3 BCAKOro MNpPOTUBOAEWCTBUS UMK
cogevicteus. Kakon-nmbo BHYTpEeHHEW AUHAMMWKOW, a crnegoBaTerbHO,
M 3a4yaTkamMu camoopraHmsauum Takasa cuctema He obnapaer.

Mycte Tenepb n= 1. PaccmoTpum, Hanpumep, ypaBHeHuWe X = kx—
— C, koTopoe npoaHanusmpyem otaenbHo ans cnydasa &>0, C>0 wu
&<0, C<0. 3ameTum, 4YTO nepemeHHas X, 3a AWHAMWKOWN KOTOpPOW
Mbl B OaHHOM cny4yae cnefum, HasbiBaeTCa AMHAMWYECKOW MepemeH-
HOM, a BenuuuHa Kk, sBRnsOWAasicd MNOCTOAHHOW MMM BO BCHAKOM cny4vae
U3MEHAKLWAACA Ha NOpPsAOK MealNeHHee X, — mnapamMeTpoM. XOTS Mbl
elwle octaemca B NnuHenHouw obnactu (u = 1), gaHHOe ypaBHeHWe Oonu-
CbiBaeT yXe NnpuHUMNuanbHO HoBble 3ddekTel. Mbl BUAUM, 4YTO Npwu
£>0, ecnim x<C/k, 10 x<<0, a ecim x>Clk, 10 x<>0 (puc. 4, A).
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MHbeIMK cnoBamu, BeKkTOpbl, Bbipaxawwune xt, no o0b6e CTOPOHbI  OT
Touykm x = C/k pacxopatca B OeckoHeyHocTb. Ecnn xe /r<0, TO 3TK
BEKTOpbl B AaHHOW TOYKe, HanpoTums, cxoaatca (puc. 4, £). B nepsom
criyqyae To4Yka ¢ koopaumHaToh x = C/k HasbiBaeTCd HEYCTOMYUBbBLIM
y3nom, BO BTOPOM cfy4yae — YCTOWYUBBLIM Y3/0M.

Hanunune ycTOMYMBBIX U HEYCTOWYUBBLIX Y3NOB B HEKOTOPOW AUHAa-
MWYECKON CUCTEME MOXHO paccmaTpuBaTb Kak 3avyaTku ee camoopra-

/r>0, C>0

Puc. 4. WUccnepoBaHue ypaBHeHuss x=kx—C. [loka3aHbl BeKTOpPbl W3MEHEHWA AuHa-
MUYeckon nepemeHHon x. Ha pwuc. 4, B nyHKTUpbl 0603Ha4yalT HEyCTONYUBbIE COCTOSI-
HMSA. Ha 9ToM ¥ nocneaywWux PpUCYHKax COrMAacHO MNPUHATBIM O06O3HaYeHusM uyep-
Hble KPpYXKW o603HavalT ycToW4YMBbIE TO4YKM (y3Nnbl), a CBeTNnble — HeyCcToW4YuBble
(cTokM)

HM3auun. [encTtBuTenbHO, B OTNMuMe OT npeabliaylwen faHHass cucte-
Ma yXe He OTKMMKaeTCA Ha BHELWHWe BO3OENCTBUA (HayanbHble yC-
noBus) nponopunmoHanbHo u agekBaTHo. lNpu &>0 oHa pes3ko ycunu-
BaeT niobble 3agaHHble M3BHE CABUIM X OT €AUHCTBEHHOrO0 HeycTon4un-
BOr0O PaBHOBECHOro 3HauyeHusi, a npu £<0 OHa, HaNpPOTMB, «CrOHSET»
BCE 3HAyeHUs B paBHOBECHYK TOYKy. Takasa cuctema yxe obnapaeTt
onpeaeneHHoOW BHYTPEHHEN AUHaMukowh (obpaTHbIMM CBHA3AMU) W CO-
oTBeTcTByeT nMnbBO XMMUYECKON peakuuu ¢ aBTokatanusom (£>0) wunm
aBTonHrmbuumen (£<0), nnb6o obpasoBaHuio paspexeHus (6>0) wnu
cryweHus (&<0) B notoke vactuy. Ecnu noctpoutb gmarpammy yc-
TOWYMBOrO W HEYCTOWYMBOro  COCTOSHUMW B KOoopAumHaTax K, X
(puc. 4,B), TO cTaHOBMTCA HarnA4HOW XapakTepHas pAns camoopra-
HU3YIOLWUXCA CUCTEM 3aBUCMMOCTb NOBeAeHWs (B AAaHHOM cnyyae —
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HanMynMa M 3Ha4YeHUd YCTOMWYMBOINO W HEYCTONYMBOTO COCTOHHVIVI) oT
3Ha4YeHNa napameTpa K — Tak HasblBaeMad napameTpuyeckas pery-
naumsa. Mos3xe Mbl MO3HAKOMUMCHA CO 3HA4YMTEeNbHO Oonee Pa3BUTbIMU
ee npumepamu. B TO Xe Bpems nerko BuaeTb, YTO OT LUHaAMUYECKOWU
NEepEeMeHHON X Hanuyme wn 3HadeHue yCTOVILIMBOFO nnun HeyCTOI7I‘-WIBOFO
COCTOSIHUA HUKAK He 3aBUCWUT.

CnocoOHOCTM OaHHOW CUCTEMBI K camMoopraHusauunm eue BecbMa
pyonMeHTapHbl. OHa nmbo HaxoauTCca B OAHOM—€AMHCTBEHHOM yCTOl7I-
YMBOM COCTOSIHUKU, NMbo AuHamuyeckas nepemMeHHaa yxoaut B 6ecko-

k<0

Puc. 5. UccneposaHue ypasHeHus x=kxa+C. O6bAcCHEHUA B TekcTe

HeyHOCTb. Takasd cucTtemMa HegocTaToyHa [ANA MOLENVMPOBaHWA Jdaxe
NPOCTENLWNX MPUPOLHBLIX ABMNEHWUA camoopraHu3auuu.

Mepengem noatomy B o6nacTb HENMWHEWHOCTM M pPacCMOTPUM KBaf-
patuyHoe pauddepeHumansHoe ypaBHeHue xt= kx2+C. Kak BuMAHO U3
puc. 5 11, 6, npun nwobom k@b oAUH U3 ABYX KOPHEW 3TOr0 ypaBHEHMUS
COOTBETCTBYET YCTOWYMBOMY, @ APYroid — HEycTOWYMBOMY Yy3ny, npwu-
yem npu /r>0 ycToW4MBLIA y3en pacnonoxeH B obnactu x<0, Heyc-
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ToWymBbll — B obnactu *>0, a npu k<0 — HaobopoT. CnepoBaTenb-
HO, MpW nepexoge 3HayeHUn napameTpa k 4vepe3d Hyfb YCTONYUBBLIN W”
HEYCTOWYMBbLIN Yy3Nbl MeEHAKTCS MecTamu. [Anarpamma TakoW cucTembl
B KoopauHatax k, x (puc. 5, B) nokasbiBaeT, 4TO ee cnocobHocTu
K camoopraHmsaumum Heckonbko 6Ooraye, yem B npeabigywem npume-
pe. [lenctButenbHO, Tenepb npu nepexoge napametpa k yepes 0
B CUCTeMe BO3HMKaeT HOBOe, paHee OTCYTCTBOBaBLlee YCTOMWYMBOE
COCTOSIHME, a MnpexHee CTaHOBUTCA HEYCTOWYMBbLIM (MPOUCXOAMUT, Kak
roBopsat, obmMeH yCTOWYMBOro U HEYCTOMYMBOrO COCTOAHUN). Tem He
MeHee ¥ 3Ta cucTeMa euwe HegoCTaTOYHO XOopowo oTobGpaxaeT peanb-
Hble MpouecCbl CaMOYCMOXHEHMS; npu nwboM oOOHOM 3HavyeHuuM na-
pamMeTpoB B Hel MMeeTcs NUlb OOHO YCTOWYMBOE COCTOSIHME, a nepe-
X04 OT OAHOro YCTOWYMBOrO COCTOSIHUS K OPYromMy npu M3MEHeHUn
napameTpoB B OKpecTHOCTAX k= 0 coBepwaeTtcsa 4epe3 OGECKOHEYHOCTb.
B 6eckoHeyHOCTb yBOAAT W CABUIM  OUHAMMUYECKUX  MNEPEMEHHbIX
BMNpaBo OT HeycTonumBoro ysna ansa k>0 wnu Bneso — pna &<O0.

3HaunTenbHO apekBaTHee MopdoreHe3d u Boobuwie npoueccbl camo-
YCNOXHEHNA OTpaxakwTcAd MaTeMaTU4yeCKUMM CcUCTEMaMU, BKIOYalo-
WMMM HEeNWHENHOCTb crnepywuwero, Kybnyeckoro nopsaka; MX MOXHO
paccMaTpuBaTb KaK CUCTEMbl C BeCbMa CUIMbHbIM  aBTOKaTann3om
n/mnn aBTomHrnbuuymen. PaccmoTpum cuctemy Buaa

x=—kx—k\x2 (£,>0). (1)

Jlerko ybegutbcs, 4yto npu k>0 Takas cuctema WMeeT e4UHCTBEHHbIN
OencTBUTENbHbIN KOpeHb X = 0, COOTBETCTBYHLWWUA YCTONYMBOMY COC-

TOosiHUIO (puc. 6, A), a npu k<0 — TpuU [OENCTBUTENbHbLIX KOPHSA, U3
KOTOpbIX * =0 CTaHOBWUTCA HEYCTOMWYMBBIM, @ YCTOWYMBBIMW OKa3biBa-
I0TCA ABa KPaWHWX KOpHA x23= =Y /[— (puc. 6, 6). Takum o06-

pa3oMm, nNpu nepexope 3HayeHuss napameTpa k 4depe3 0 B oTpuuaTenb-
HYO CTOPOHY TepsieTcs YCTOWYMBOCTb MCXOAHOrO COCTOSIHUSI, HO B3a-
MEH cpas3y >Xe BO3HWKAKT [ABa HOBbIX YCTOMYMUBBLIX COCTOSIHUS: MpPO-
nexoauT ycnoxHeHune (auddepeHunpoBka) cuctembl nyTem
Ondypkaumnm (pacwenneHus Ha [Ba) UCXOQHOr0  YCTOMYMBOTO
cocTosHMsA. OcCobeHHO HarnagHo 3TO BMAHO Ha AuarpaMMe noTeHuu-
anbHoro peneeda (puc. 6, B). B Hanuumm 6udypkaumoHHOro ycrnox-
HEHNA CTPYKTYpbl, a Takxe B TOM, 4YTO MNOBeJeHWE CUCTEMbl onpege-
neHo npu Bcex 3HavyeHusx k (Hurge He HabnwopgaeTca yxoga B Gecko-
HEYHOCTb), W COCTOMUT MNpUHUUNUANBbHOE OTNuU4Yne Kybuvyeckom Henu-
HEWHOCTM OT PacCCMOTPEHHbLIX paHee HM3Wux ee BuAoB. Mbl BUAUM,
YTO TOMbKO MPU HaNUYMM [OCTAaTOYHO CUJIbHOW HEeNMUHEeMHOCTU cyabba
cucTembl, npolweplwen Yyepe3 HEYCTOMYMBOCTb, OCTaeTCsi OnpenerieHHON.

Wccnepgyem ewe pas3 Ha faHHOM nNpuMmepe, 4YTO B MNOBEAEHUM CUC-
TEMbl 3aBUCUT OT 3HAYEHWN NapameTpoB U 4YTO — OT AMHAMUYECKMX
nepemeHHblx. Jlerko BuaeTb, 4YTO WMMEHHO 3HavYeHWa napameTpa k
pewatwT, o6s3aHbl NM OUHaAMUYECKME MNepeMeHHble CTPEMUTbCS NULb
K OOHOMY yCTOWYMBOMY cocTosiHMio (npu J1>0) unu xe nepes HUMMU
BO3HMKAeT BO3MOXHOCTb BblbOpa OAHOrO M3 ABYX TaKWX COCTOSHUN
(npn &<0). Ecnu Takass BO3MOXHOCTb BO3HMWKNA, TO cam pe3ynbraT
Bblbopa OypeT 3aBuceTb, XOTS U BecbMa BbIPOXAEHHO, OT 3HAYeHUi

23



OVHaMUYeCKUX nepeMeHHbIX: npu nwbbix x>0 cucrem npugeTt
K BepxHeMy, a npu nobbix x<0 — K HMXHeMYy wu3 ycToihd 48bix coc-
TosHMA. MoOXHO ckasaTb, Takmm ob6pasom, 4TO napameTpbl onpege-
NAT noTeHUuManbHble BO3MOXHOCTM (MOTEHUMW) CUCTEMbI, a [AWHa-

MU4eckne nepemMeHHble — Bbl60p Mexay Humu. PasgenbHoe paccmoT-
k>0 K <0
B X
Puc. 6. WccnepoBaHne ypaBHeHus x= —Kx—KiX3 (ki>0). Ob6bAcCHeHMs B TekcTe

peHue noTeHuun u caktopa BbiGopa Mexay HUMMK, a Takxe MpuUBA-
3biBaHMe MepBbiX K Oonee MeaneHHbIM MepeMeHHbIM (nNapameTpam)
MONIHOCTbIO  COOTBETCTBYEeT [JaHHbIM U NpeAacTaBNeHusM Guonorum
pasBuTUS.

HeTpyaHo BMAeTb, YTO GMEypKaLUO WUCXOAHOTO YCTOMYMBOIO COC-
TOSIHUS MOXHO TpakToBaTb Kak MOHWXeHWe Nnopsagka CUMMeTpUn cuc-
TeMbl: Ans 3TOro AOCTATOYHO NUWb MNPUHATb OCb X Ha puc. 6, B 3a
NPOCTpaHCTBEHHYI KkoopAuHaTy. OGpaTum BHUMaHue, 4YTO Takoe Tno-
HUXEeHMe nopsigka CUMMeETPUM ocyliecTBnsieTcs 6e3 BCSAKOro nokanb-
HOrO0 BHELHero BO34EWCTBUSA Ha cUCTeMy, NyTeM OAHOro Mulb cABUra
3HayeHuUs napameTpa k, OAWHAKOBOro ANs BCEX TOYeK cucTembl. Mbl
euwe pas ybexgaemcsi, YTO TONMbKO MapameTpuyeckass perynsuus mo-
XeT MNpMBECTM K MepecTpoilke KayeCTBEHHOW CTPYKTYypbl CUCTEMBI.
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3amMeTMm B CBA3M C 3TUM, YTO BO MHOMMX AOCTATOYHO MPOCTbIX CUCTE-
Max C aBToKaTanuMTU4YeckoW [[WHaAMWKOW OJHO NUWb MNaBHOe un3Me-
HeHue (pocT) napameTpa OydeT nNpuBOAWTL K nocnepgoBaTenb-
HBlM Oudypkaumam YCTONYMBBLIX peLeHUA U Tem camblM —
K HeOorpaHW4YeHHOMY YCIOXHEHW (AuccummeTpusaumnm) cuctembl. Ha
puc. 7 Takas cepuss nocrnepoBaTenbHbiX Oudypkauui npu Bo3pacTa-

0,7

7 75 e 2,96 312 328 JM 3,60 A

Puc. 7. MocnepoBaTtenbHble Oudypkauum npu Bo3pacTaHuu napameTpa OTO-
6paxeHunsa x,+1=Xx,(x, + 1). ObbACHeHNs B TeKkcTe

HUM napameTpa A nocTpoeHa ana oTobpaxeHus xn+\= 'nx, (\—*,),
KOTOpOe MOXHO paccMaTpuBaTb Kak OWCKPETHbIN aHamnor WWPOKO pac-
npocTpaHeHHoOro B 6MOMOrMM NOrMCTUYECKOro ypaBHEHUs (pOCT Mmacchl
UMM KOHUEHTpauuu BewecTBa MpPU MalbiX WUCXOAHbIX 3HAYEHUSX W
nageHne — npu Gonbwwux). lNockonbky paHHoe oTobGpaxeHue cBA3a-
HO C uccrnegoBaHMEM NepuoauvYeckux npoueccoB (aBTokonebaHui), mol
K Hemy ewe obpatumcsa nosxe. Celvac e paccMOTpUM elle OAUH
WHTEepecHbIn Ana mopdoreHe3a u Gonee obwuin Hexenu (1) BuA Ky6m-
YEeCKOro ypaBHEHUS C KBaApaTUYHbIM YIEHOM:

X = —ax—yx2—fix3 (2)

Mockonbky B ypaBHeHWM (2) HeT CBOOOAHOrO 4YreHa, OHO Bcerga ume-
eT kopeHb npu a=0. HeTpyaHo nokasaTtb, 4TOo npu a>y24-} aTo
€OVHCTBEHHbIN [EeNCTBUTENbHbIM KopeHb. [lpu a<v24|3 noasndawTCs
ABa OPYrMX OAeWCTBUTENbHbIX KOPHS:

X y y _r
23 2fi 4p2 p

Onyckass nNpoMexXyToYHble pe3ynbTaTbl, NOCTPOMM cpasy Auarpammy
noTeHumanbHoro penbeda cuctembl B koopauHaTax a, x (puc. 8).
HeTpyaHo ybeauTtbcsa, 4To npu nobbiXx 3HAYEHWAX a NPOMEXYTOYHbLIN
KOpeHb COOTBETCTBYET HEYyCTOWYMBOMY pelleHUo (B ero OKPeCcTHOCTH
BEKTOPbl X AWBEPrupyloT), a KpaHue — YCTOWYMBBIM  peLleHUAM
(BekTopbl x kKoHBeprupytT). [pn nepexoge a B obnactb oTpuuaTenb-
HbIX 3Ha4yeHun kopeHb X\ =0 TepsdeT yCTOWYMBOCTD.

OT0oT npumep 6Goravye npegblgywiero B cregylowWwmnx OTHOLIEHUSIX.
Bo-nepBbiXx, OH MoKa3blBaeT, 4YTO HOBOE YCTOWYMBOE COCTOSHWE MOXET
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BO3HWKHYTb MPW ONpeAeneHHOM 3Ha4YeHuW napamMeTpoB He MyTem «pac-
LwenneHus» cTaporo, Kak B npeabigylieM MpuMepe, a COBEPLUEHHO 3a-
HOBO B Touyke npocTpaHcTBa (A Ha puc. 8), KoopAMHaTbl KOTOpPOM
O4HO3HAYHO onpefeneHbl 3HAYEHUSAMW MNapamMeTpoB, HO MOKanbHO He
MUCNbITbIBAOWEN HUKAKOro BO3AENCTBUSA. YXe 3TO MMeeT OTHOLEHue
K OOHOMY M3 dyHOaMeHTamnbHbIX MNOJNIOXEeHUn amOpuonornm (Tak Ha-
3blBaeEMOMY 3akoHy [puwa) o aunddepeHUnpoBKE 4YacTu 3apopbliia

- Cco

Puc. 8. MoTeHunanbHblW penbed ypaBHeHWs X=—ax—yx2—p*3. Xi,
Xe, X3 — kopHu ypaBHeHuss. OBbACHEHNS B TekcTe

COrfacHoO ee MOMOXeHW B uenoi cucteme. (3akoH [puwa 6GygeTt
noapobHo obcyxpaTtbcsa B rn. 3.) Bo-BTOpbIX, AaHHBIN nNpuMep MokKa-
3blBaeT, 4YTO «npuTarnsaloliee [elCTBME» HEKOTOPOM 30Hbl YCTONYU-
BOCTU (Mbl Bydem HasbiBaTb ee aTTPaKTOPOM) MOXET MOCTENEHHO
ocnabnaTbcs uMnu ycunueaTtbcd. [enctButenbHo, npm a->0 (a>0)
obnactb 3HaYeHW AUMHAMWUYECKUX MEepPeMEHHbIX MeXAy YCTOWYMBBLIM
N HEyCTOMYMBbLIM peLIeHUAMW MNOCTEMEHHO CyXaeTcs, a 3TO O3HayaeT,
YTO YMEHbLIATCA BO3MYLLEHUS MO X, AOCTAaTOYHble ANA «nepebpocku»
OAVHaMUYeCcKUX nepeMeHHbiXx M3 «bacceliHa NpuUTAXeEHUSA» aTTpakTopa
X[ B BacceiiH nputsxeHus X3. N3 atoro cnepyet BbiBOA: ecnu <x-»-0,
7o ewe npu a*O pguHamunyeckme nepemMeHHble MOryT pe3ko MepenTu
oT X\ Kk X3 HO 3TOT nepexod HOCUT BEPOATHOCTHLIM XapakTep u ero
MOMEHT He MoXxeT OblTb C TOYHOCTbIO NpegyragaH, NOCKOMbKY 3aBUCUT
OT cnyyamnHbix Bo3myuweHun. C opyrom CTOPOHbLI, MPU OTCYTCTBUW BO3-
MywieHnn no x (B ctopoHy n:<0) u npu nepexoge a 4vepe3 0 B oTpu-
uaTenbHY CTOPOHY BO3MOXEH mnepexod OT cocTtosHuMsa Xi K ycTownyu-
BOM BeTBM X2 XOTA B OKpecTHOCTAX a= 0 3TOT nepexon OcCyuw,ecTBns-
eTcs, Tak ckasaTb, no rpebHio. HakoHeu, ecnu a->+ 00 M OMHamMuUyec-
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Kasi nepemMeHHas Haxoaunacb BHavane B 6accellHe npuTsxeHus X3
To npu a”y24p oHa obsaA3aHa nepentu Ha X]. Mbl yGexpaemcs, 4TO
B cucteMe Cc KybUYECKMMWU HENMMHENHOCTSIMM BO3MOXHbl KakK BepoOAT-
HOCTHblE pEXWMbl Mnepexoga M3 OOHOFO COCTOSIHMA B Apyroe, Tak W
XEeCTKO AeTepMUHMPOBaHHblE PEeXUMbl WU XKe, HaKoHel, pPeXuMmbl,
OCYLLeCTBUMbIE MWL MPU MOSIHOM OTCYTCTBUW ONPEeAEeNeHHbIX BO3MY-
LLEHWNA.

OvHamuyeckas, opbuTanbHas U CTPYKTypHasi YCTOMYUBOCTb

PaccmoTpeHHble Bbille MNpuMepbl YCTOMYMBOCTM AWHaMWUYECKUX Me-
PEMEHHBLIX OTHOCATCA K ClydyassMm Tak Ha3blBAeMOW AUHAMUYECKOMN
yCTOWYUBOCTHN, uUNM ycTtonumsocTn no A. A. JlanyHoBy, a npumepsl
HeycToW4ynMBoCTM — K ee otcyTcTBuio. OgHa M3 POPMYNMPOBOK YyCTOW-
ymBocTU no JlANyHOBY TakKoBa: e€Ccnu MNpu [JOCTAaTOYHO ManbiX Havanb-
HblX BO3MYLlEHUAX Kakasa-HMOyAb XapakTepucTuka OBUXEHUs (Hanpwu-
Mep, TPaekTopus WU CKOPOCTb) BO BCe Nocreaykllee BpeMs OoTnuya-
eTcsl OT TOro 3Ha4YeHus, KOTOpOe OHa [AOJKHA WMeTb MNpU HEBO3MY-
LWEeHHOM ABWXeHUU, He Oornee, YEM Ha HEKOTOPYH Manyk BENUYUHY €,
TO ABWXEHWE CUCTEMbl MO OTHOLIEHUIO K 3TON XapaKTepUCTUKE Ha3bl-
BaeTca yctonymBbiM Mo JlanyHoBy. Ecnu xe npum ckonb yrogHo ma-
NblX, HO HEe pasHblX HYMNO BO3MYLWEHUWAX [aHHas XxapakTepucTtuka
OyneT co BpemeHem Bce 0Oonee OTKMOHATLCA OT 3HAYEHUs, KOTopoe
OHa [OMXHa UMeTb B HEBO3MYLLEHHOM COCTOSHUM, TO ABUXEHUE Cuc-
TeMbl MO OTHOLIEHWIO K 3TOW XapaKTepuUCTUKe Ha3biBaeTCsl HeyCcToW-
ymBbiM. O4yeBUOHO, 4YTO MpUBEOEHHblE BbilE MNPUMEpPbl COOTBETCTBYHOT
3TOMY OnpeaeneHuio.

OpbuTtanbHas ycTonyuMBoCTb (ycToW4uBocTb no [lyaHkape) onu-
CbiBaeT yCTOMW4YMBOE ABMXEHME TOYKM no 3agaHHou opbute. lMpu Takom
OABUXEeHUN He obssaTenbHO cobngaeTca ycTomymBocTb Mo JlanyHoBy,
Tak Kak ABuxyuwasca no opbute Toyka MOXeT BBUAY IKCLEHTPUCK-
TeTa opbuTbl Nepumoauyveckm yBenuyMBaTb CBOE paccTosHue go nwbon
apyron Touyku. B cnyvae xe opbuTanbHOM yCTOMYMBOCTM 3TO paccTo-
SsHUe He MOXeT npeBbilaTb HEKOTOPOW KOHEYHOW BenuyuHbl. KoHkpeT-
Hble npuMepbl OpOGUTaNbLHOW YCTOMYMBOCTUM Mbl PAacCMOTPUM HUXKE.

Onsa ©Guonornyeckux NpPUNOXEeHUNn OCOBEHHO MNOMe3HO MOoHATUE
CTPYKTYPHOW, WNU napameTpuyeckon, yctonumsocTu. [log Hen noHwu-
MalT COXpaHeHWe Ka4yeCTBEHHOW CTPYKTYpbl CUCTEMbI NMPU M3MEHEHUAX
ee napameTpoB. Hanpumep, cuctema, onucbiBaemass ypaBHeHuem (1),
CTPYKTYpPHO ycTonW4uBa Kak npu k>0 (coxpaHsieTCAa OOHO YCTOMYMBOE
coCcTOosiHMEe), Tak M npu k<0 (coxpaHsAwTCA [OBa YCTOWYUBBLIX COCTO-
SHUSA, XOTS W NepemMeHHbIX 3HadyeHuin). B okpecTHocTAx xe k"O cuc-
TeMa CTPYKTYpHO HeycToWyuBa: Manenwun cABUr napameTpoB B 3TOM
obnacTu npuBogWUT K €e KayeCTBEHHOW nepecTponke. [oHATUE CTpyYK-
TYPHOW YCTOWYMBOCTM ABNAeTCA OMONOrMYHbIM Kak pa3 B CWUIy CBOEW
rpy6ocTn: Xxopowo u3BECTHO, 4TO B OuomoruuM, M B 4acTHOCTM B MOp-
¢oreHese, crnegyeT obpawatb BHMMaHUWE MMEHHO Ha Ka4yeCTBEHHYIO
CTPYKTYPY CMUCTEMbI, WUIFHOPUPYS YUCTO KOJIMYECTBEHHBIE  U3MEHEHUS.
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Cuctemsbl c OBYyMA nNepeMeHHbIMU

HecMoTpa Ha BaxHble BbIBOAbl, KOTOpble Mbl caenanu npu pac-
CMOTPEHUUN CUCTEM C OOHOW NEpPEeMeHHOMN, Takme CUCTeMbl BCe Xe Hepno-
cTaTovyHo 6oraTbl AN ONMUCaHUMs psaga BaXXHbIX CBOMCTB MopdoreHesa
W OPYrNX TECHO CBA3aHHbIX C HMM npoueccoB. O3HAKOMUMCSH MOITOMY
C npoctenwumyn cnocobamm KavyecTBEHHOroO aHanmmM3a W C BEKTOPHbIMU
nonamu cuctem AuddepeHumanbHblX YpaBHEHWA C ABYMS MNepeMeHHbl-
Mu. BekTopHble nonsi Takux ypaBHeHWA wnsobpaxalTcs B KOOpAWHA-
Tax obeux nepemeHHbIX (0O4Ha W3 HUX OTKNagbiBaeTcs MO ocu abcuwmcc,
apyraas — no ocu opauHaTt). Kak npaswno, HM ogHa W3 3TUX nepe-
MEHHbIX He Bblpa)xaeT MNONIOXEeHUs TOYKM B (PU3MYECKOM MpPOCTpaH-
ctBe. [lo3TOMy MPOCTPaHCTBO 3TUX MepeMeHHbIX Ha3biBaeTcs (a3oBbIM.
TpaekTopun ANHaAMUYECKMX MNepemMeHHbIX B (a3oBOM MpPOCTPaHCTBE
HasblBalOTCSA (Pa30BbIMW TPAEKTOPUSAMMU.

Modenb nepekpecmHol uHeubuyuu (cm. nogpobHee [4]). TycTb
B HEKOTOPOW cucTteme MpPOMCXOAWUT CUHTEe3 Bewects " un Y, npuyem
BewectBo X uHrMbupyet cuHtes Y u Haobopot. [lpumem, Kpome
TOro, 4to ANA WHrMbuumm cuHTesa ogHonm Monekynel X  TpebyeTcs
cuHTtes m (rge m> 1, B MMHMManNbHOM cny4Yae T = 2) MOMeKkyn Be-
wecTtsa ¥, un HaobopoT.

YpaBHeHUsa, onucbiBawlmMe [aHHbIA npouecc, Moryt 6biTb npuBse-
OeHbl K Buay

dax -X, (3a)
dt 1+ ym
av_ Ay, (36)
@ ~ 1+ Xm

B aTux ypaBHeHMSX MepBble YNeHbl NMPaBOW YacTW BblpaxatT KOH-
KYPEHTHYIO WHIMOMUMIO, BTOpble YfeHbl — CMOHTaHHbIA pacnajg CooT-
BeTcTBeHHO X u Y. J1 mMoXxeT paccmaTpuBaTbCA Kak napameTp, onpe-
OensaWmnin UHTEHCUBHOCTb  WUHIMOUTOPHBLIX  B3aMMOOENCTBUN. Oona
OLleHKN KayeCTBEHHbIX CBOWCTB MOAENW AOCTAaTOYHO MNPUHATL m = 2.

KayecTBeHHble nccnepoBaHus nofdobHbIX Mogenen nerdye BCero Ha-
YMHaTb C onpedeneHns NOMOXEHUS TMNaBHbIX WNW HYNb-W30KMAWH, T. €.
nMHUN B asoBOM MPOCTPaAHCTBE, ANA KOTOPbIX 3HAYEeHWA OJHON U3
Npou3BOAHbIX paBHbl Hynt. WM3oknuHa, ana kotopown y<=0, Ha3biBa-
eTcs M30KNMHOW ropu3oHTanen (cdasoBble TpaekTopuu nepecekawT ee
B FOPM3OHTanbHbIX HanpaBfieHMAX), a W30KNuMHa, Ang kotopom a«= 0,
Ha3blBaeTcs MW3OKNMHOW BepTuKkanen (das3oBble TpaekTopuu nepeceka-
I0T ee B BepTuKamnbHbIX HanpaBneHUsXx).

UT0o6bl NONyyYMTb ypaBHEHWE Ka>XAOW W3OKMUHbI, cneayet npupas-
HATb K HYNIO neBble M NpasBble YacTu ypaBHeHun (3a) u (36). Torpa
ypaBHeHWe W3O0KMNWHbI ropudoHTanen 6yaget umetb Bua (3 36)

= (4a)

a ypaBHEeHUEe MW3OKMUHbI BepTUKanen COOTBETCTBEHHO (u3 3a)
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X = — . (46)
1+YT

MyTem wunccnefoBaHUs MOXHO  ybeAuTbCA, YTO W3OKMWHBLI  Npea-
ctaensT cobow runepbonuyeckme KpuBble C TOoYkow nepernba, nepe-
cekalowme COOTBETCTBEHHO OCb X (M30KNWHa BepTuKanew, npu x=A)
m ocb y (M30KNMHa ropusoHTanen, npu y=A). [naBHblAi BoOMpoc:
B CKONbKMX TOYKax nNepecekyTcsa MexAay Ccobol camMu  U3OKMUHBI?
B cuny cMMMeTpMYHOCTM OHM MepecekyTcs MUHUMYM B OOHOW TOYKe,
pacnonoxeHHoOn Ha OuccekTpuce koopauHaTHoro yrna (puc. 9, a).
Bonpoc noatomy coctouT B TOM, OyAyT nu OHWM nepecekaTbCs elye
B ABYX TOYKax, CMMMETPUYHbIX OTHOCUTENbHO NEpBOW TOYKW nepece-
YeHus.

OueBuaHO, 4YTO NpW yBenUYeHUU A TOYKM nepecedyeHus obenx u3o-
KNMH C ocsaMM KoopauHaTt OyayT caBuraTbCsi BCe danblie OT TOYKM
nepecevyeHns koopauHaTt (npm A->00, x-+A), a NpPOTUBOMOMOXHbIE
BEeTBM WN30KNMH 6yayT Bce Oomee nNpumxumaTbCd K COOTBETCTBEHHbLIM
ocam. [loaTomy npu BoO3pacTaHMm A HENpemMeHHO HacCTynuT MOMEHT,
Korga W3OKMUHbI MepecekyTcs elle B ABYX Toykax. PacyeT nokasbiBa-
eT, 4yto 3to npousongetr npu A*2 (puc. 9, 6). WNccneayem Tenepb
HanpaBneHus a3oBbIX TpaekTOpuhW B pasHbix obnacTtax  asoBoro
npocTpaHcTBa.

Mcxoga u3a dopmynel (46) OnA M3OKNWHbI  BepTuKanem, BO BCeX
Touykax (as3oBOro nNpocTpaHCTBA, PaCMONIOXEHHbIX CchnpaBa OT Hee

(. e. npn Gombwwux *), x> A™m , oTkyga cornacHo (3a) umeem

xt<0. AHanorm4yHo ucxoga u3 dopmynbl (4a) ANA W3OKNWHbI  rOpU-
30HTanen BO BCex Tovykax (a3oBOro NpOCTPaAHCTBA, PaCNONOXEHHbIX

Bblle Hee (T. e. npu Gonmbwux y), y > — — n cornacHo (36)

yi<O0.

Jlerko BuaeTtb, 4YTO 3TW BbIBOAbI HE3aBWCKMMbI OT A M 3HaA4uT cnpa-
BeaNuBbI ANsa Bcex ero 3HavyeHuin. OcywecTBnsAs B KaxaoW Todyke da-
30BOr0 MpPOCTpPaHCTBa BEKTOPHOE crnoxeHuwe dx wn dy, nonyvyaem Ha-
npaBneHns TpaekTopwui, MNokasaHHble Ha puc. 9, a, 6. M3 Hux BMAHO,
4YTO BEKTOpHOe none ypaBHeHun (3a), (36) wvmeeT [Be Ka4yeCTBEHHO
pas3nuyHble CTPYKTypbl: odHy npu A<2, gpyryto npu A>2. [llpu
A <2 @asoBble TpaekKTOpUM UMET OAHY YCTOMYMBYK TOYKY, nexa-
WY Ha MnepeceyeHUM rnaBHbIX M3OKNWH (3Ta ToYka ycToWyuBa, Mo-
CKONbKy B Hell 06e nepemMeHHble UMEKT HYNEBYK CKOPOCTb U K Hen
cTaAruBarwTCcsA Bce Tpaektopuu) — puc. 9, a, O. [JaHHasa To4yka ABnNA-
eTca yctonumsblM y3nom. lMpu A>2 nosaBndawTCcA ABa HOBbIX YCTOW-
YMBBIX y3Mna, COOTBETCTBYWLWMX OBYM HOBbIM TO4YKaM MepeceyveHus
nsoknuH (puc. 9, 6, Oi, 02). Yto KacaeTca NpexHen TOYKU nepeceve-
HUA W3OKNWH, TO Tenepb (as30oBble TPAEKTOPUM CTATMBAKTCSA K HeNn
NUWb NpU ABWXEHUW CTporo no OGuccekTpuce KoopAWHATHOrO yrna;
BO BCEX APYrMX HamnpaBleHWsX B €e OKPeCTHOCTU ¢pa30Bble TpaeKkTo-
pun guBeprupytoT. Todka, B OKPECTHOCTM KOTOPOW TpaeKTopum Tak
cebs BeaoyT, Has3biBaeTCs CeAnoOBUAHOW TOYKOW, unu cegnom (puc. 9, 6,

29



<0). buccekTpuca KMUpOMHaATHOrO yrrna SBNAeTCA B LAHHOM criyyae ce-

napaTtpucon — nuHWEn, pasgenswwen gsa OacceriHa NPUTSXKEHUSNA.
Kakne Guonorn4yecku BaXXHble BbIBOAbl MOXHO caenaTb M3 aHanusa

OaHHbIX BEKTOpHbIX nonen? [lepBbli BbIBOL4 aHanorMyeH BbiBOOY W3

Y y
n
2 2
A
n 2 X

n=2
Puc. 9. ®asoBbii nopTpeT MoAenu NepekpecTHOW WHrMGUUMM Npu 3HaAYeHWsX na-

pametpa A<2 (a), A>2 (6) n A«2 (B).
Kpectom B kpyxke o6o3HayeHa HeycToWuuMBass Toyka CeAMoOBUMAHOrO Tuna

aHanusa ypaBHeHus (1): nNpu onpedeneHHbiX («OOKPUTUYECKUX») 3Ha-
YeHMWsIX MapamMeTpoB cuUCTemMa MMeeT OO4HO YCTOWYMBOE COCTOsiHWE (Nnun-
lWeHa BO3MOXHOCTW Bbibopa), a npu nepexoge napamMeTpoB 4epes
KpuTuyeckoe 3HadyeHume (A =2) 3TO cOCTOsSHME TepseT YyCTONYMBOCTb MU
B3aMeH BO3HWKAKT [ABa HOBbIX YCTOMYUBBLIX COCTOSIHMA: cucTtema npw-
obpeTaeT BO3MOXHOCTb Bbibopa, pe3ynbTaT KOTOPOro Haxo4WUTCS
B CUIbHO BbIPOXAEHHOW 3aBMCMMOCTU OT HayanbHbIX YCIOBWNA.
OpgHako n3 (3a), (36) BbITekalT M AONOMHUTENbHbIE CNEeACTBUS.
PaccmoTpum, Hanpumep, nosegeHue npu A>2 [ABYX OUHaMUYECKUX
NepeMeHHbIX, HayMHawLWwux ABUXeHMe B Touykax Mi m M2, 6nu3kux
K cenapaTpuce, HO pacrnofoOXeHHbIX MO pasHble CTOPOHbl OT Hee
(puc. 9, 6). O4yeBMOHO, YTO CcHavyana 3TU nepemeHHble OyayT ABU-
raTbCA No BecbMma OGNM3KMM TpaeKkTopusM, HO 3aTeM, N0 AOCTUXEHUU
ceana, pes3ko OTKMOHATCS B MPOTMBOMOMOXHbIE CTOPOHbLI. [lpeanono-
XWUM, 4YTO AaHHble MepeMeHHble BblpaxkalwT npouecc AuddepeHLnpoB-
Ku ABYX kneTok. B Takom cnyyae BHavane obe kneTkum pasBumBaloTCHA
CXOAHO, a 3aTemM HanpaBfieHus X AnddDEepeHUNPOBKN pPe3KO pacxopdT-
cqa. Habniopgas Takoe, AOCTAaTOYHO TUNUYHOe ABreHue, Guonor obbIYHO
CKNIOHEeH BMAeTb MPUYMHY pacxoxpeHus nyten AnddepeHLMpoBKN
nu6o B TOM, YTO AaHHble KNeTKNW MMenu pasHoe MpoucxoxpeHue (pas-
NU4YHble HavanbHble ycrnosus), nNubo B TOM, 4TO MNeped pacxoxpe-
HMEM Ha HUX NOAeWCTBOBaNM pasnuyHble M NpUTOM cneumduyeckme
daktopbl. [aHHbI nNpumep nokasbiBaeT, OfJHaKo, 4YTO pe3koe pac-
XOXAeHne nyTenh pasBUTUSA KNeTOK MoxeT HabnwgatbCsd U B TOM Chy-
Yae, Kkorga pasnuyusa B HavamnbHbIX YCIOBUAX UMK Xe B AeWCTBYHOLWUX
Ha HMX dakTopax He BbIXOAAT 3a npefenbl ManblX BO3MYLIEHUN.
OcobeHHO npumeyaTenbHO, YTO B MOMEHT KPYTOro pacxoXAeHus Tpa-
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ekTopuii (gocTuxeHune Tovykamm Mi n M2 oKpecTHOCTU HEYyCTONYMBOTO
y3na) Ha OMHaMu4yeckne MepemMeHHble He HauynHaeT [elCTBOBaTb HUKa-
Kass ocobasd nokanbHas cuna (xoTa nepBbiM nobyxaeHnem Ouonora-
akcnepumeHTaTtopa Oynet uMckaTb 3Ty ocobyw Cuny WMMEHHO B AaHHOM
MecTe M B AaHHoe Bpems). M3 mopoenu BUAHO, YTO Kak camMa BO3MOX-
HOCTb [OMBEPreHUUM paHee CXOAHbIX TpPaeKTopwuih, Tak W MOMOXeHue
TOYKU OMBEpPreHuunM B (pa3oBOM MPOCTPaHCTBE BCeLEeno onpeaensawTcs
3HayeHnssMu napameTpa JI (B obwem crnyvyae — napameTpuUyeckom
perynauunen). OgHako poNnb HayvanbHbIX YCMOBWW He HU3BOOWUTCA OO
Hyna: B KOHEYHOM cyeTe npu Jl- » MMEHHO Ha4vanbHble YCMOBUS, XOTS
n pabotas B 4Ype3BblHAWHO BbLIPOXAEHHOM pexume, OnNpeaenstoT,
B Kakoe W3 OBYX BO3MOXHbIX YCTOWYUBBLIX COCTOSIHUA NpuayT nepe-
MEHHbIE.

HakoHeu, 3HauyuTenbHbIl OWMOMOrMYecKMn WHTEepec npepcrasnsaer
aHanua norpaHuyHoro cnyyaa (J1=2) — puc. 9, 8¢ 0OO6e U30KNUHBI
npuv aToM O6GNM3KO NMpunexaTr K OCAM KOOPAWHAT M Ha OTpe3Ke o o o 2
cnuTel mexpay cobow. Becb 3TOT oTpe3ok obnagjaeT paBHOW YCTONYU-
BOCTbIO M SIBNAETCS aTTPaKTOPOM NO OTHOLWEHWUIO K ocTanbHOW aso-
BOMN NNocKkocTn (npeactaBnsetr cobom kak 6bl xenob Ha 3Tow nnoc-
kocTn). OunHamunyeckas nepemeHHas, ckaTbiBascb B NOOYyl  TOYKY
oTpes3ka, 3ajepxuBaeTca B 3TON TOYKe WNM nepemMmellaetca nog BIn-
SHMEM MarnbliX CryYalHbIX BO3MyLEHWA B NMoby Opyryr TOYKY 3TOro
Xe oTpeska. [loBegeHue Takow cucTeMbl AOJDKHO XapakTepusoBaTbcA
3HAYMTENBHONW «pPa3MbITOCTblO», BapuabenbHOCTbI  (XOTA W OrpaHu-
YeHHOW npefenamu [[aHHOro oTpes3ka cnuBwuKXca Wu3oknuH). OTcloga
npsiMmo criegyeT MPOrHo3 O BEPOSTHOCTM BapuabenbHOro noBeAeHus
pa3BuBawLWeNnca cCUCTeMbl Npu ee nepexode OT HeauddepeHLMpoBaH-
Horo (J1<2) k andpdepeHumpoBaHHomy (J1>2) cocTosHuio. T[lo3xe
(rm. 4) 6ynyT npuBeAeHbl (akTbl, COOTBETCTBYKOLME ITOMY MPOrHO3y.

lMpedenbHbil yukn, asmokosnebaHus, xOyujue U mpuasepHbie pe-
Xumbl. PaccmoTpum elle oaHy cucteMy u3 ABYX AuddepeHumanbHbIX
ypaBHEHWI, KOTOopasi MOMOXET MOHATb, Kak poXAalwTcs nepuoguyec-
Kue npoueccbl, urpawlme BecbMa BaXHYKW ponb B MopdoreHese.
B paHHOM crnyyae guHamuyeckMe nepeMeHHble OyaoyT pesko pasnu-
yaTbCs MO CBOMM XapaKTepHbIM BpeMeHaM: ofHa w3 Hux OyneT uame-
HATbCHA CylLleCTBEeHHO ObicTpee apyrow. Beipasum aTo cnegywowmm o06-
pasom:

dx 1_ P( )
XI E
dt Tx Y.
()
dy 1
Ur- my Q(x,y).
Monoxum Ty<ATx, 1. e. dyldt*>dxldt. (s),

Ecnn BBectn TY/TXx= E-+0, To (5) MOXHO nepenucaTb Kak

. =P(xy). (52)
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roe e HasblBaeTCcd ManbiM napameTpom.

M3 (s) cnepyeT, 4TO BO BCex Toykax (asoBOro MNPOCTPaAHCTBA,
Kpome Tex, rae y =0 (T. e. KpOMe MW3OKMWHbI FOPU3OHTAmNEeH), BEKTOP-
Hoe none 6ydeT cCOCTOATb W3 NPaKTUYECKW BepTUKaNbHbIX BEKTOPOB
(ABOMHbIE CTpenku), Bbipaxawwunx ObiCTpble ABWXEHUS [UHAMWU4YecC-
KMX MnepeMeHHbIX co ckopocTbi y (puc. 10, A). by TOuky, n306-
paxallLly OBMXKEHWE AMHAMWUYECKUMX MepeMeHHbIX (CokpaleHHO —
nszobpaxalLwylo TOYKY) OHM OyayT nNpuxmmaTb K W3OKIUHE TOPU3OH-
Tanen. lNocnegHl HasbiBalT No3ToMy aTtTpakTtopom. Okasas-
Wncb Ha aTTpakTtope, m3obpaxatuwas Toyka OyaeT CTPEeMUTbLCA ABU-
raTbCs FOPM3OHTaNbHO CO CKOPOCTbIO X, HO KaK TOMbKO OHa BblAAeT
3a ero manble (e—) npegensl, TyT Xxe 6yAeT nod AelcTBuemM y BHOBb
K Hemy npwxumaTtbcsa. CneposaTenbHo, ABUXeHWe Touvkm bBygeT npo-
MCXOAUTb B €-OKPeCTHOCTAX aTtTpaktopa. Ecnu ypaBHeHuss TakoBhl,
4YTO crneBa OT W3OKMWHbI BepTMKanew x>,, a cnpaeBa X<o, TO N306-
paxatuwasa Toyka OygeT gBuratbcs kak nokasaHo Ha puc. 10, 1, n
OCTaAHOBUTCS B TOuke mnepeceyeHuss obeux wun3oknuH. OyeBMAHO, 4TO
BpeEMSA ABWXEHUS NOo aTTpakTopy A0 TOYKM NepecevyeHuss M30KMAWH
npakTU4ecKkn He 3aBUCUT OT HavyanbHbIX 3HaYyeHWA ObLICTPOM nepemMeH-
HOM Yy, HO CWMbHO 3aBUCUT OT HayamnbHbIX 3HAYEHWN MeAOSIeHHON nepe-
MEHHON X.

PaccmoTpum KOHKpeTHyK cuctemy ypaBHeHun tuna (5), (5a):

dx/dt =y, (7a)

Edy/dt= — (y*+ay + x). (76)

Wccnepyem ee, T. e. onpedenuM rnaBHble W3OKNWUHbI U NOBeAeHVE AU-
HaMu4yeckux nepemMeHHblx Ana a>0 wn gna a<O0 (puc. 10, 6, B).
Mpexae Bcero o4eBMAHO, YTO MpW MOObLIX @ ypaBHEHUE ANSA W3OKMWHbI
BepTukanen wumeet Bug y =0, T. e 3Ta M30KNMHA coBnagaeT C OCbl
abcuncc. YpaBHeHWe ANA M3OKAWHBI  rOpu3oHTanew uMeeT BUA:
o = —(rlh+tor/+ x); x=—y3—ay=y(—y2—a), 4TO WOEHTUYHO YyXe MuC-
cnejoBaHHOMY Hamu ypaBHeHuto (1). OTcioga npm y=0 x=0, T. e
M30KMNMHa ropusoHTanem nepecekaetr ocb abcumcc B TO4Uke Xx = 0.
Utobbl 6Gonee TOYHO onpeaenutb GOPMY  U3OKNUHbLI  FrOpPU3OHTanemn
B 3aBUCMMOCTM OT & oOnpefenuMm, CKOMbKO pa3 OHa nepeceyeT OCb
opavHaT, AnA 4vero pewum ypaBHeHne 0=y (—y2—a). O4yeBMAHO, 4TO
npum a- o OHO OyaeT MMeTb NUWb OAWH YX€ W3BEeCTHbIA HaMm [eNcTBu-
TenbHbIN KOopeHb y=0 (OCb OpAMHAT nepecekaeTca TONbKO B 3TON
Touke; puc. 10, 5). Ecnu xe a<0, To pobaBnswTca ewe ABa OENCT-
BUTEMbHbIX KOPHA /= % ; 3HA4YNWT,_OCb oOpAuHaT nepecekaeTcs

ewie B ABYX Touykax, oTcTodwumx Ha |[/a | ot O (puc. 10, B). Onpe-
Aenvm Tenepb 3HakuM ¥y U X 8 pasHbix obnactax ¢as3oBOoro npocTpaH-
ctBa. CnpaBa OT W30KMWHbI ropu3oHTanem umeem x >—y3—ay. [lo-
ckonbky B (76) x — BblYMTaemoe, TO MPU €ro BO3pacTaHUW Y YMEHb-
waeTcsa. 3HauuT, cnpaBa OT M3OKNWHbI ropu3oHTanem y<0. CooTBeT-
CTBEHHO creBa OT Hee y>0. 3TOT BbIBOA CNpaBeanuB AN BCEX a.

32



Wccnepyem Tenepb ABWXEHME NO aTTpakTopy, T. €. 3HaAKM AnS X.
Ucxopos mn3 (7a) npu y>0 x>0, a npu y<0 x<0. CnegoBaTtenkbHoO,
Bbllle W3OKMMHbI BepTuMKanem (coBnajawuwen ¢ ocbto abcuucc) aBu-
XXeHne no M30KNMHe ropusoHTanen GygeT HanpaBleHO BMPaBO, a HUXe

y

Puc. 10. ®asoBble nopTpeTbl CUCTEM ypaBHEHWW C Manon nepemeHHon: A — daso-
BbIl nopTpeT cuctembl Tuna (5, 5a). dopma W3OKNUH W HanNpaBreHUUM A[ABUXKEHUNA
GbICTPbIX MEepPeMeHHbIX MPoOu3BONbHble; 6 — ddasoBblii nopTpeT cuctembl (7, 76) npu

c>0; B — asoBbli nopTpeT TON Xxe cuctembl npu a<O0

N30KNWUHbI BepTukanen — Bneso. Mpu a>0 3To NpuBedeT NepPeMeEHHY
13 nwoboN TOYKM NPOCTPaHCTBA B YCTOWYMBOE KOHEYHOE MNONOXEHUE
(yctonumBbln y3en) B ueHTpe koopauHaTt (puc. 10,5). OpgHako npu
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a<0 Mbl nonyyum 3HauMTenbHo 6Gonee uHTepecHblh pesynbTaT. [lpo-
cneavMm ero, NMOMEcCTMB MEepPeMEeHHYI0 BHayane B HeEKOTopykw Touyky M
¢dasoBoro npoctpaHcTBa (puc. 10, B). OTTyga oHa ObICTpO «ynageT»
Ha nexalwyl TOYHO MOA HeW TOYKY W3OKAWHbI FTOpPU3OHTanNen un mea-
NEHHO MonAeT Mo ee HUXHEW e-OKPEeCTHOCTM BreBO [0 TOYKM nepernba
P. Tam, kak BMOHO W3 pUCYHKa, OHa OKaXxeTcs Bceueno BO BRacTtu
ObICTPON nNepemMeHHOW W, yBrnekaemas e, nMepenpbirHeT B TOYKy Q
OTKyAa BO30OHOBWUT MeAneHHoe ABWXEeHWe MO BepxHel e-OKPEeCTHOCTU
aTTpaktopa Ao Touykum P. OTTyga oOHa N0 aHanoruyHow npuymHe
«cnpbirHeT» B S, 3aTem cHoBa nepewngetr B P u 1. 4. Ha atoT xe npe-
genbHbln umkn PQRS un3obpaxawwaa Toyka BbIMAET U M3HYTpU
ero (puc. 10, B). BetBb PR npw pgaHHOM MNOMOXEHWUM  U30-
KNWH npeacTtaBnsieT cobol HeJOCTUXUMYK Anst unsobpaxalwen TOYKK
HeyCcTOM4YMBYI cenapaTtpucy. TakoBbl YCNOBUS He3aTyXalolmnx
yCTOWYMBBLIX aBTOKonebGaHWNW, LWNPOKO pacnpPOCTPAHEHHbIX,
Kak Mbl yBMOAMM no3xe, B Guonornyeckom mopdoreHese.

BaxHo nogyepkHyTb, 4TO aBTokonebaHua yCTOWYMBBLI HE TONbKO
B OMHaMMW4YeCKOM, HO W B CTPYKTYPHOM cmbicne. CTpykTypHas ycTou-
YMBOCTb aBTokonebaHul MposABMSETCA B TOM, YTO OHM HE M3MEHSATCH
B LWMPOKOM JuanasoHe cABWUIOB W paedopmMauuii M3OKINMHbI BepTUKa-
new, nuwb Obl TOYKa ee nepeceyeHUss C W3OKIMHOW TOpM3OHTanemn He
Bbllna 3a npegenbl netnu ROP (puc. 11, A). lpun Bbixoge xe u30-

Puc. 11. ®asoBble nopTpeTbl aBTokonebaTtenbHoro (A), xaywero (5) wu Tpurrep-
Horo (B) pexumos

KNMWUHbI BepTukanew 3a npegensl AaHHOW nNeTnu cuctema nepenpet
B OOVMH U3 AByX crneaywuwnx pexumoB. 1. Ecnn obe wn3oknuHbl nepe-
cekalTCA B OOHOW Toyke (puc. 11, 5), TO yCTaHOBUTCHA TakK HasblBae-
MbIl XAOYWWUNA PEXUM, XapaKTepusywwmnnca Hannuinem ycTon4u-
BOrO y3rna B TO4YKe WX nepecevyeHus A: [uHamu4yeckas nepemMeHHas,
caoBuHyTas B Nobyl TO4YKy BMeBO OT R, nnaBHO npuaeT MO WU3OKIMHE
ropusoHTanen B TOYKYy A, a nepemeHHas, cABuHyTasa Bnpaso oOT R
npuaeTt B TOYKY A nUWb Mocne Toro, Kak COBEPLINT OAWHOYHOE Kone-
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6aHue (Tpaektopua SPQA, pwuc. 11, B). Ona cnepywouwero koneba-
HUS NepemMeHHasi CHOBa [AOJIKHA XAaTb AOCTAaTOYHO CUITBHOTO BO3MY-
LweHnsl, BbIBOASILLErO ee npaBee Toukn R. 2. Ecnu n3oknuHbl  nepece-
KalTcs B Tpex Touykax (puc. 11, B), TO KpallHue u3 3TUX TOYEK ABNS-
I0TCA YCTOMYMBBIMUW y3namMu, a cpegHsasa — ceanom (nogobHbIM Touke
O Ha puc. 9, 6). Takaa cuctema B 3aBUCUMOCTU OT HamMpaBliEHUSA U
BENMUYNHbLI BO3MylWeHMs nubo nnaeBHO, NGO nocne ckayka OCTaHO-
BUTCA B OAHOM W3 ABYX COCTOAHUA L wunu N (TPUITEPHBLIA  pexum).
Takum o6pasom, Mbl BUAWM, YTO MNPW NMAaBHbIX, HO AOCTAaTOYHO 3Ha-
YNTENbHBLIX W3MEHEHUSAX napameTpoB, OMNUCbLIBAKLWNUX MOMOXEHUE WU30-
KNWHbl BepTuKanen (T. e. mapameTpoB, ONpeAensllmx CKOpoCTb Men-
NEeHHON nepeMeHHON), cuctema OyaeT nepexoauTb M3 XAyl ero pe-
Xunma B aBTokonebGaTenbHbIA UK TPUTTepHbIN. BoiBog o 6nn3koi cBasu
BCEX TPex Ha3BaHHbIX PEXWMOB OMOMOrMYEecKM OYeHb BaXeH, U Mbl
K HEMy elle HEeOOHOKPaTHO BepHeMcs.

O6paTMm BHUMaHME W Ha Cneaywlyl BaXHYK 4YepTy aBToKone-
6aTenbHbIX, XAYWWUX W TPUITEPHBIX PEXWMOB: OHW OCHOBaHbl Ha Tak
HasblBaeMblX «+ , —» B3aWMOLENCTBUSAX, BaXHOE 3HaA4YeHWE KOTOPbIX
ana 6uonornmyecknx cuctem oTtmedanoce M. M. 3aBapoBckum  eule
B 1920-x rr. [14). OencTBuTenbLHO, X BO3pacTaeT Npu Bo3pacTtaHuu y
(7a), HO y ymeHbluaeTca npu Bo3pacTaHum x (76). OTO MOXHO Mn306-
pa3uTb Tak:

(0]
x O Y
©
Idpyras ©Guonornyeckn BaxxHas 3aKOHOMEPHOCTb, MNMCTpUpyemas
OaHHbIMWU MoAensmMu, — sBrfieHMe rucTepesnca, UM «NamaTu» Ccucrte-

Mbl. [1eACTBUTENbHO, NPUM OAHMX U TeX Xe 3HAYEHUAX NEepeMeHHOn X
nsobpaxatuass Touka MOXET HaxoauTbCsl Kak Ha BeTBM SP, Tak u Ha
QR (puc. 10, B), pBurascb npu 3TOM B MNPOTUBOMOJIOXHbLIE CTOPOHbI,
npuyeM 3TO 3aBUCUT WUCKIMIOYUTENBHO OT €e «UCTopUux», T. €. OT TOro,
roe oHa Haxogmnacb ucxogHo. OnpegeneHHass 3aBUCUMOCTb MOBEAEHUS
OT MPOLWMOro — XxapakTepHas 4YepTa MHOTMX HENWHEWHbIX CUCTEM, KO-
Topasa Ham ewe Oyaet BcTpedaTbCcAa. Kak yxe MOXHO goragaTtbCd, U
OHa UMeeT BecbMa rnybokne Guonornyeckue aHanoruu.

Pas3obpaHHbIi TONbKO 4TO NpefenbHbld  LUWKN — OAMH U3 caMbliX
npocTeix aBTokonebaTenbHbiX npoueccoB. K  HacTodwemMy BpeMeHM
B MaTemaTuMKe OnucaHbl W WHTEHCMBHO WCCReaylTCA  3Ha4YuTenbHO
bornee crnoxHble nepuoguvyeckne npoueccbl C 3NIeMEeHTaMu CTOXacTu4-
HocTn. K HMM npuBOAUT, B 4YacCTHOCTU, yXe YNOMUHaBLIEECs Bblle
auckpeTHoe oTobpaxeHue  xn+i= >ut,(l—mn). PaccmatpuBas  xn,
Xn+i, ... kak asbl konebaTenbHOro npolecca, MOXHO MokasaTb, 4TO
pPOCT 4ucra YCTOWYUBBIX COCTOSHMIA npu pocte napameTrpa X (cMm.
puc. 7) 6ypneT cooTBeTCTBOBAaTb Bce Ooree CINOXHbIM  KonebaHuam,
BO3HMKaKLWUM MyTEM HaNOXEHUs MocnegoBaTeNbHO YyABauBawLWuxcs
nepvogoB. B KoHLeEe KOHLOB BO3HWKaeT Tak Ha3blBa€Mbli CTPaHHbBIN
aTTpakToOp — MHOXECTBO ONMuM3KUX APYr K APYry nNepuoanyeckux
TpaekTopuw, KOTOpoe B LEeNOM YCTOMWYMBO MNpM TOM, YTO Kaxpasd Tpa-
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€KTopua B OTAENbLHOCTW HeycToWymMBa (TOYHee — cCeafloBUAHO-HEYCTOM-
yuBa). NMogobHoro poga AMHaAMUYECKUE COCTOSIHUS, HECOMHEHHO, OOMX-
Hbl MPUCYTCTBOBaTb B OMOMOrMYECKUX CUCTEMAX: MOXHO AyMaTb, 4YTO
WwMpokas M3MEHYMBOCTb (BapmabenbHOCTb) MHOIMMX ©OUONOrMYyeckmnx
npoueccoB (B TOM 4YWUCRe OHTOrEHETUYECKUX) MMeeT B CBOEN OCHOBe
Kak pa3 yCcTOMYMBbIE CTOXacTUYECKME MHOXEeCTBa Tuna CTpaHHbIX
aTTpakToOpOB.

NMEPEXOO OT TOYEYHbIX K MPOCTPAHCTBEHHO PACMNPEOENEHHbIM
CUCTEMAM. ABTOBOIHbI

PaccMmoTpeHHble Bbille CUCTEMbl ypaBHEHWI OObIYHO WMCMNOMNb3YTCSH
ONA onucaHWA ToYeuHbiX (He pacnpefeneHHblX B MPOCTPaHCTBE) MNpo-
ueccoB. lpaBaa, MOXHO paccmoTpeTb puc. 4, B, 5 B, 6, B kak pas-
BEpHyTble B OAHOMEpPHOM MpPOCTPaHCTBE BAOMb OCWU Kk, HO Torga npwu-
XO0OUTCA MNPUHUMAaTb COOTBETCTBEHHYI rpagMeHTHY MNpOCTPaHCTBEH-
Hyl0 HeogHOpPOAHOCTb nNapameTpoB k. Bo3amoxHO nu, ogHako, pasBep-
HYTb Mpouecc B NPOCTPaHCTBE W MONYYUTb HEKOTOpble HeTpuBUanbHbIE
NPOCTPAHCTBEHHble HEO4HOPOAHOCTW, WCXOAA U3 MOJSIHOW MPOCTPaHCT-
BEHHOW OAHOPOAHOCTM napamMeTpoB W (B KayecTBe HayanbHOro Yycno-
BMA) OWHAMUYECKUX nepeMeHHbix? OuyeBupHO, AnNs Teopum camoopra-
HU3auuun >xenaTeneH MMeHHO Takow pesynbtat. OkasbiBaeTCsl, YTO ero
MOXHO NONYYUTb, UCMONb3YA OOMOMHUTENBLHO K yXe€& BBEAEHHbIM paHee
«TOYEYHbIM» HENUHEWHbIM cxemam noHATne Auddysnm B e€ro camom
oblem MaTeMaTU4YeCcKOM CMbIChe.

lMpeactaBum cebe ogHOMEpPHBLIN cOCyd, B KOTOPOM NpoTekaeT XUMMU-
yeckas peakuus, onucbiBaemass ypaBHeHuem (2) npu 0<a<y./43.
B aTux npepgenax 3agaaum Takoe a, 4Ttobbl obnacte NpUTAXEHUA Yyc-
Tonumeoro coctosHua X\ 6bina O6bl  Gonbwe obnactm  NpUTAXeEHUs
X3 (puc. 12). OyeBUAHO, YTO MNpM ITOM BAONb BCEro cocyda yCTaHO-
BMTCA OfHa W Ta Xe cTauMoHapHas KoHueHTpauus Xi nnn X3 B 3aBu-
CMMOCTU OT TOrO, KaKyl HayvyamnbHYK KOHUeHTpauuio Bewectsa X Mbl
3ajgagum, T. e. B 3aBUCUMMOCTW OT HauvamnbHbIX YycrnoBui. Pasgenum
Tenepb COCyA HeMNpoOHWLaeMoW neperopogkon aa (puc. 12) Ha ABa
oTceka (NnpumeM WX [ANAS MNPOCTOThbl PaBHOWM ANWHBLI) M cOo3dagum
B JIeBOM OTCeKe HauvallbHYl0 KOHLEeHTpauuio, Bxoaswyio B bGacceiH
npuTsXxeHns Xi, a B npaBoM OTCeKe — KOHLEHTpauuio, BXOAALLYIO
B OaccentH nputsxeHna X3 coxpaHuB Ana oboux OTCEKOB OAHO U
TO Xe MCcxogHoe 3HayeHue napameTpoB (puc. 12). Torga B nesom OT-
CeKke yCTaHOBMTCH KOHUeHTpauusa Xi, a B NMpaBOM OTCEKe — KOHLEeHT-
pauus X3 Tenepb ybepem neperopoaky. HauHeTcs nepemelwnBaHue
cogepXmmoro oboux OTCEeKOB: B fEeBOM OTCeKke 3HavyeHue KOHLUeHTpa-
umm O6yneT caBuratbcsa B CTOpoHYy X3 B npaBom — B cTopoHy X\
Ecnn 6bl xumunyeckas peakuma He npoTekana (7. e. cpega 6bina 6bl
HeakTMBHOW), npousowno 6bl BbipaBHMBaHWE KOHLEHTpauuin no Bcemy
CoCyAly Ha HEKOTOPOM MPOMEXYTOYHOM 3HayeHWu (CTyneHbka m Ha
puc. 12). Ho ecnu peakuusa npoTekaeT (cpefa akTuBHa) — pesynbTar
6yaeT uHbiM. Tlockonbky no ycnosuto 6GacceliH nputaxeHua X3 mMeHb-
we 6accenHa nputsxeHna X\, B npouecce nepemelinBaHUA KOHLEHT-
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pauus Xe noTtepsieT YCTOWYMBOCTb paHblie, 4Yem KoHueHTpauus X\
OTo 03HavyaeT, 4YTO B HeKoTopol obnacTM npaBoro oTceka, NpPUMblKa-
lowen K neBOMY OTCEKYy, YCTaHOBUTCHA KOHUeHTpauuma X\, u Takowm
npolecc 3axBaTa KoHueHTpaumeh X\ Bce HOBbIX Yy4yaCTKOB cocyja
OyneT npoponxaTbCsi OO Tex MOp, MOKa 3Ta KOHUEeHTpauus He pac-
npocTtpaHuTca no Bcemy cocyay (dppoHTtol f\, f2 /3 Ha puc. 12). lNepen
HaMn —npuMep ABUXEHUS KOHUEeHTPauWOHHOro BOJIHOBOrO nepenaja,

- X

X
Puc. 12. Cxema ob6pasoBaHua W ABUXEHWUS BONMHOBOro nepenapga. Cneea — Buj
cooTBeTCcTBylOWeEeNn dyHKkunum x=f(x), cnpaBa — pacnpegeneHHas cuctema,
2 — npocTpaHCTBEHHaAs KoopaWHaTa aa — MNONoOXeHuWe Bnocneacteuu ybupae-
Mol nepebopku, m, fi—fs — nocnepoBaTenbHble a3bl ABUXEHUA BOMHOBOIO

nepenana. CTpenKa Haa m YyKa3blBaeT HanpaBleHue caBura KOHUEeHTpauuunm x

npoctenwero cnydas Tak Has3blBaeMblX aBTOBOMH (TepMWH BBeAeH
P. B. XoxnoBbIM).

Mpexage yem NO3HAKOMUTbLCS CO CBOWCTBaAMM aBTOBONH Gonee noa-
po6Ho, obcyamm ponb Anddy3Mm B MX pacnpoOCTPaHEHMU U paccMoT-
pPUM OOMNOSNIHUTENbHbIE MPUMEPHI.

Ons npoTekaHus aBTOBOMH HEOOXOAMMO MepemellnBaHWEe BELLECTB
unu, B 6Gonee LWMPOKOM CMbICMe, B3auMOAEWCTBME pa3fUYHbIX COCTO-
AHWA BAOOMb HEKOTOPOW MorpaHM4YHOW nosepxHocTu. Bce npoueccol
Takoro popga ¢opManbHO onpegensarTca Kak AnddysnoHHble. YTOObI
npu Hanuuum guddysnm maMeHanacb nokanbHas KOHUEHTpauus Be-
wecrtea, TpebyeTcss He TONMbKO OTNINYHBLIA OT Hynsa kKoadhduunmeHT and-
dy3mn Dx, HO U pasnuune CKOpoCcTenW OTTOKa U MNpUTOKa BellecTBa
yepe3 HEKOTOPYH MNOBEPXHOCTb pasgena /. Ecnu BblgennTb creea wu
cnpaBa OT NOBEPXHOCTU / MPOCTPaAHCTBEHHbIE AYEWKN i K t+ 1, TO Heob-
X0AUMOE YycCroBuMe BO3pacTaHMA KOHUEHTpauuum y MNOBEpPXHOCTU MOXHO
3anucatb B BuAe HepaBeHCTBa

ax Aoax |
oz |/ de |«+T

Ho HepaBeHCTBO Hymni pasHOCTM MepBbIX MNPOM3BOAHbLIX O3Ha4daet
HanMuve B JaHHOW ob6macTM MNpocCTpaHCTBa OTMAWYHOW OT HyNns BTOPOW
NpPON3BOAHON:
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Ecnn npouecc pasBopayuBaeTcss B TPEXMEPHOM MPOCTPaHCTBE, [0
Heob6xoaAMMo, 4YToObl OTnM4Yyanacb OT Hyns CymMMa YacTHbIX Npou3BoOf-
HbiX (Tak HasblBaeMblli nannacMaH — [1) no BceM TPeM HanpaBneHu-
AIM MpocCTpaHcTBa:

A= _a*\ M 0
nx2 ny2 or2
{U — pAWHamMun4yeckaa nepemMeHHad, X, Yy, Z — MNpPOCTpaHCTBEHHblE KO-

opAuvHaThl) .

B cooTBeTCcTBMM CO CKasaHHbIM Haubonee oOWWA BuA ypaBHEHUS,
onucbiBalWero OAHOKOMMOHEHTHbIN (3aBUCALWMA OT OAHOM NepeMeH-
HOW) pacnpegeneHHbIi npouecc, B TOM 4YUCre W ABUXEHWE BOJTHOBOIO
nepenaga, TakoB:

Xi=\{x)+Dx\x, (8)
rae f(x) — HenuHenmHas @yHKUMA (B pacCMOTPEHHOM Hamu npume-
pe — Kkybudyeckas), xt — CKOpPOCTb M3MEHEHWUS KOHLEeHTpauuu B HeKo-

TOPOW TOYKe pacnpefeneHHow cucTembl. JTO ypaBHeHue Obimo npea-
noxeHo A. H. Konmoroposbim, WN. I. MetpoBckum n H. C. MuckyHo-
BbIM, @ Takxe He3aBUCMMO OT Hux P. ®uwepom B 1937 r. n HasbiBa-
etca no nepsbiM GykBam wux damunuii ypasHeHuem KMNMo.

Bonee cnoxHble BuAbl aBTOBOMIH MOXHO MNONy4YUTb Ha OCHOBE
OABYXKOMMOHEHTHbIX TOYEYHbIX cucTem (ypaBHEHWM C ABYMS MNepeMeH-
HeIMW Tuna (7)), ecnMm n B HWX 3agaTb HEepaBHOW BenuyuHbl GaccelHbl
NPUTSXKEHUS anbTepHaTUBHbLIX YCTOMYUBBLIX COCTOAHMW. [lpn aTOM Ha
OCHOBE XAYLLero pexwuma BO3HUKHYT OAWHOYHbIE, @ Ha OCHOBE aBTO-
konebatenbHoro — nepuoaudeckne Oeryuwme wumnynbcbl. MexaHusm
UX BO3HUKHOBEHWSA MNosicHAeTcs puc. 13.

MycTb B cucteMe co «XKAywen» To4yevyHoW AuMHamukon (puc. 13, A)
CHayana MNOBCEMEeCTHO Obina KoHueHTpauus Y). 3atem y neBOW CTEHKM
BO3HWKMNO NOKanbHOE KOHLEHTpaLWOHHOE BO3MylleHWe, nepebpocusliee
Y 4epe3 HeKOTOpyl Y3Ky 30HY Y:Y: B obnactb nNpuTaXeHusa Ys.
Torga KoHuUeHTpauusa 6ObicTpo gocTuraeT ¥Ys (cTpenka Y:¥Y3). 3artem
OHa MeAJieHHO HavyuHaeT MOoHMXaTbCHA A0 ToYkMm R («oOpbiBa» netnu
M3OKNNHbI TOPM3OHTanemn), nocne yero OGbICTPO nagaeT Ha 5 n cHoBa
MeaNneHHoO BO3BpawaeTcsa B McxodHykw Todyky Y. Ecnu Bpems aToro
OBUXEHUSA (3a cyeT «MearneHHbix» oTpe3koB Y3? u SEi) gocTtaTtoyHo
BENWKO, U BenuKa TaKXe CKOPOCTb NepemMelinBaHWs, TO KOHUeHTpa-
uma Ys ycneeT 3a 9TO BpeMsl 3axBaTUTb onpefeneHHyw obnactb npo-
cTpaHcTBa ¥ dopMupyeTcss OAWHOYHAs BOMHA MOBbILIEHHONW KOHLEHT-
pauuu, KoTopas npojonxaeT [ABUraTbCs BMpaBO 3a C4yeT 3axBaTa
BCe HOBbIX obnacTeii. COBepLWIEHHO aHanornyHo aBToKonebaTenbHbIN
pexum nopoxpgaeT nepuopgunveckne sonHel (puc. 13, b).

O6cyaum Tenepb BkpaTue obwue cBoKcTBa aBTOBOMH. ABTOBOJ-
Hbl — 3TO BOMHbI, pacrnpocTpaHsiloliMecss B akTUBHbIX cpepax. Ecnu
9Heprus O06blYHBIX — MEeXaHUYEeCKUX WM 3NEeKTPOMArHUTHbIX — BOJSH
cocpefoToyYeHa B WMCTOYHMKE HavanbHOro BO3MyLleHWs (Hanpumep, BO
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BHELWHEN MEeXaHW4YecKoW cune unm B WUCTOYHWUKE WU3Ny4YeHusd), TO aBTO-
BOMHbI 4YepnawT JHEeprui K3 TOW cpedbl, B KOTOPOW OHM pacnpocTpa-
HAKTCA: HayanbHOe BO3MYyLleHMe wurpaeT ANA HUX NUWb Ponb TPWUT-
repa, CnyckoBOoro wmexaHmama. B cBA3M c 3Tum oOHM oTnmyarwTCca OT
06blYHbIX BOMH psSAoOM (U3NYECKMX CBOWCTB: Hanpumep, OHUW He OT-
paxalwTcs OT npensaTcTBui (HO orvbatT MX NOCPeaAcTBOM MeXaHu3ma,
CXOAHOro ¢ Audpakunen), npu BCcTpeye APYr C APYroM He WHTepdepwu-

A

Puc. 13. Cxema o6pasoBaHuss oguHouHbix (/1) n nepuoguyecknx (6) aBTOBOMH Ha
OCHOBE COOTBETCTBEHHO XAYLiero u aBTokonebaTenbHOro pexnmMoB

pylT, a B3auMHO YHu4YTOXakTcA (aHHurunupywT). Bonee nogpobHoe
onucaHue CBOWCTB aBTOBOJIH MOXHO Hautm B pabotax (1—4, 15].
Ona npobrnembl camoopraHm3auMm OCOBGEHHO Ba)XHO TO, YTO aBTOBOI-
Hbl — «3TO HOBbIA TWUN OWHAMWYECKUX TMNPOLECCOB, MNOPOXAAKLMX
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MaKpOCKONMUYECKUN NUHENHbIW MacwTab 3a cyeT foKanbHbIX B3aMMO-
OEeWCTBUIA, Kaxgoe U3 KOTOopbiX NUHENHbIM MacwTtabom He obnagaeT»
[15]. OencTtBuTENbHO, MAaKPOCKOMMYECKMN NUHENHbIn MacwTab, Ha-
npumep AnvHa @QpoHTa BOJMHOBOrO nepenaja wunu xe (ANa OBYXKOM-
MOHEHTHbIX CUCTEM) [AJIMHA CaMOW BOJIHbl, BO3HMKAeT Kak Obl «u3
Huyero», 6e3 BCAKOW npeacylwecTBylOWeN NPOCTPAHCTBEHHOW HeoOHO-
pPOAHOCTW, W 3aBUCUT WCKIOYUTENBHO OT XapakTEPUCTUK  TOYEYHbIX
npoueccoB. «PoxaeHue» aBTOBOMH B WCXOOHO OAHOPOAHOM cpege —
SPKUA NpuMep camMoopraHusauuu.

Monckn n un3yyeHue aBTOBOMIH B pas3BMBalOLWMXCHA CUCTEMAX —
OAHa M3 caMblX WHTEPECHbIX W eABa MULWb HavaTbiX cTpaHuy 6Guodu-
3UKU pas3BuTUA. EQMHCTBEHHast WUMPOKO M3BecTHas M Goree unu meHee
M3yyeHHass BOMIHA — 3TO CNMpanbHble CKoMnneHus Mukcameb cnuauc-
Tbix rpuboB, BO3HMKAKLME B XOO4e MX arperayuu B MNceBnonnasmMoguii.
OpaHako nonynauma Mukcameb — 3TO CKOpee 3Koformyeckas cucrtema,
panekas OT TUMUYHBIX 3apoAbllle MHOrOKMeTOYHbiX. YTO KacaeTcs
nocregHux, TO yXe cellyac o4yeBMaHa BaxHelwas pofib B HUX MpoOC-
Te/lwen aBTOBOMHbI — ABWXEHUs (poHTa BOMHOBOro nepenapga. Takas
aBTOBOMHA MpPOSIBNSAETCA, Kak Mbl yBUAMM B M. 2—4, B BUAe Tak Ha-
3blBaeMOM KOHTAKTHOW Monspu3auuMu KrneTtok, caMoorpaHuynmBaemomn
B MpocTpaHcTBe. [BYXKOMMOHEHTHble BOSMHbI TaKXe MpeAcTaBlieHbl
B pa3BMBAKLWUNXCA CUCTEMAX, XOTS OHWU u3yyeHbl crnabee. Mbl BepHeMm-
cAd K 3TMM nMnpoueccam [Mo3Xe, Ha KOHKpeTHOM 6uonormyeckom ma-
Tepunane. A ceivac obpatuMmca K Apyromy Tuny pacnpefeneHHbixX
CTPYKTYp, CBOWCTBAa KOTOPbIX TaKXe WKUPOKOo obcyxaalwTcs B CBA3N
c npobnemamu mopdoreHesa.

CTauymoHapHble aBTOBOJIHbI (,D,VICCI/II'IaTMBHbIe CprKTypr]

B 1952 r. aHrnuincknin matematuk A. ToopuHr B pabote «O xumu-
Yecko OocHoBe MopdoreHesa» BMepBble YeTKo MOocTaBun U pelwwun
BONPOC O TOM, MOXET NN BO3HWKaTb YCTOWYMBAA MPOCTPAHCTBEHHO
HeogHOpoAHAA CTPYKTypa U3  MUCXOOHO OOHOPOAHOIO  COCTOSHMS.
B panbHenwem paborta TelopuHra Obinma pasBuTa U yCOBEPLUEHCTBO-
BaHa wkonon W. MpwuroxuHa B bptoccene [1]. PaspaboTaHHasa 3Ton
WKONON MoAenbHas cucTemMa nonyyuna HasBaHue «bptoccenaTop».
[daHHaa Mogenb MCXOAUT U3 COBEPLUEHHO TMNOTETUYECKOW CXeMbl CUH-
Te3a u pacrnaga BewectB A 1 Y NpuM HanuMuuuM aBTokaTanmaa BellecTBa
X. BoT ypaBHeHus peakuunm u kubepHeTtmdeckas cxema no [16] 6proc-
censTtopa:

A->A
B+ X-*Y+D
2X+Y-+3X
X-+E
MpuHumaeTtcsa, 4To D M E — KOHeYHble MPOAYKTbI, KOTOpble HeMea-
NIeHHO ypanswTcs U3 TOro cocyaa (peakTtopa),rae npoTekalT AaHHble
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npoueccbl. VIMEHHO WX HenpepbiBHOE yJaneHWe U BblpaxaeT TepMOo-
OVHaMW4YeCKyld HepaBHOBECHOCTb [fAaHHoW cuctembl. KoHueHTpauwuu
Bewecte A u B npuHMMalTCa 3a NOCTOSIHHblE BENUYMHBLI (NapameT-
pol), X u Y — 3a pguHamuyeckue nepemeHHble. B cooTBeTcTBUM
C MpuBEdEHHOW cxemon peakumm paboTa Optoccensitopa onucbiBaeTcs
cnepywwmmn anddepeHumnanbHbiMM YpaBHEHUAMMN:

— = A+rty— (s + DNx +D
” y—( )
9)

roe Dx v Dy — koadpduumeHTel Anddys3nnm COOTBETCTBEHHO BELLECTB
X n Y. B cBoen npoctenwen dopme OGptoccenatop noppasymeBaeT
npoTekaHue peakuui B ogHOMepHOM cocyne nubo B cdopme Topa, nubo
anuHon L c¢ Topuamwn. B nocnegHem cnyvae 3ajaltTca  rpaHUYHbIe
YCNOBUS HEMNPOHMLAEMOCTUM TOpPUOB (HYNeBbiIX MOTOKOB peareHToB
yepes TopLbl):

02z r=o oe r=L

B kayecTBe HavyanbHbIX YCMOBUWA NPUHMMAaETCs NOMHas O4HOPOAHOCTb
KOHUeHTpauumn peareHToB X M t/ no Bcew AnuHe peaktopa. [NapameTpbl
B MPOCTENWNX Cnyyasax Takxe npeanonaratTca MNPOCTPAHCTBEHHO OA-
HOPOAHBLIMU.

Ecnu Ha Takyw cuctemy HaknagbiBaTb (B MOAEfbHbIX 3KCMepu-
MeHTax) «LWyMOBbIE» KOHLUEHTpPaALWOHHbIE BO3MYLIEHUS, T. €. Bbl3blBaTb
(ogHOBpEMEHHO unu nocnepoBaTenbHO) xoTa 6bl Hebomnbwue koneba-
HUS KOHUEHTpauun C pas3nuyHbiMW ANUHaMW BOMH, TO npowusongert
(ToyHee, MoXeT ObITb paccyMTaHO aHanuTudeckn wunm Ha OBM) 3ame-
yaTenbHOe fABMeHWe: B onpegerneHHon obrnactm 3HayYeHWn napameTpoB
konebaHua HeKOTOpOW onpefeneHHOW ANUHbI BOSMHbI YCUNATCA U npe-
BpaTATCA B YCTOWYMBBLIE K MNOCNeAylLlWMM BO3MYLEHUAM CcTauuoHap-
Hbleé KOHLUEHTpauWOHHble BOMHbI — AUCCUNATUBHbIE CTPYKTYypbl (OT na-
TUHCKOro cnosa dissipatio — paccesHue; Tak HasblBalOT CTPYKTYphI,
BO3HMKaAKOLWME W CYLWECTBYKOLINE UCKIHOYNTENbHO B TEPMOAMHAMUYECKMN
HEpPaBHOBECHbLIX YCMOBUAX, T. €. NpUW MOCTOSSHHOM pacCestHUM 3IHEpPruum
BO BHeWwHw cpedy). WHbiMn crnoBamn, cuctema kak 6ol cama BbiGu-
paeT «uM3 WymMa» XxapakTepHykw Aana cebs (onpegensemyl 3Haye-
HUAMMW napamMeTpoB) ANMWHY BOSHbI, YCUNIMBAeT ee U AenaeTr ycTon4u-
Bon. Unwn, apyrummn cnosamn, 6Gproccenatop cnocobeH K CNOHTaHHON
(He onpepensemol OOQHO3HAYHO BHEWHWMWU BO3MYLLEHUSMW) TpaHCnsA-
UMOHHOW AnMccuMMeTpusaumu.

Paccmotpum 6Gonee nogpo6Ho Apyrne cBOWCTBA 3TOW  CUCTEMBI,
uMmewwmne ocobeHHO UHTepecHble Guonornvyeckume napannenu.

1. 3aBMcMMOCTb KOnuM4yecTBa BOMH OT AMWHbI peakTopa; rmcrepesuc.
KonnyecTtBo KOHULEHTpPaUMWOHHbIX BOMH, YyKnagblBaloWMUXCss B peakTop,
3aBUCUT OT €ro ANIMHbI, OAHaKO 3Ta 3aBUCUMOCTb PE3KO HENWHeWHas.
Ecnu peakTop MeHblle HEKOTOpPOW KpuTuyeckown AnuHbl (/Kp, cwm.
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puc. 14, A), TO €AUHCTBEHHO YCTOWYUBbLIM COCTOSIHMEM OCTaeTcs OAHO-

poaHoe: HUKakKue BO3MYLWEHUA He
*

)

Puc. 14. Tnctepe3anc u MoAabl pasHOro
cTapwuHcTBa B Mogenu Opioccenstopa:
A — ructepesucHble nepekpbiBaHus
AnccunaTUBHbBIX CTPYKTYP, obpaso-
BaHHbIX pasHbIM YMCNOM  MOMYBOIH;
b — nepeBog cTapwen YHUNONAPHOWN
mMoAbl mn B Mnajwyl 6GunonspHyto
MOAY pgr NyTemM HanpaBneHHbIX BO3MY-
weHun (ctpenku). Abcuncca Ha A 7]

b — pnuHa peakTopa; oOpAuHaTta Ha
A — amnnutyga AUCCUMNATUBHOW CTPYK-
Typbl Pn (01 — 4ucno nonyBOfH); Op-

avHata Ha b KOHLUEeHTpauuns Bele-
ctBa X. Crtapwwue moabl (C HauMeHb-
WWUM AN AaHHOW ANUHbI peakTopa 4uc-
NIOM NONYBOIH) o0603HayeHbl Besae
XUPHBIMWU KPUBBIMU, MNagwue moAbl (C
BABOe 6GONbWMM YWCNOM MOMYBOMH) —
NyHKTUpaMu

B COCTOSIHUM reHepupoBaTb YCTON-
YMBble AUCCUMNATUBHbIE CTPYKTYpHbl.
370 CBOWCTBO  MoAaenu MOXeT
MMeTb OTHOLWIEeHWE K [OaBHO u3Be-
CTHbIM B aMbGpuonorum cakram oT-
cyTcTBUA AnddpepeHUUpPOBKN B Kre-
TOYHbIX CKOMMEHUSIX UMK KyCco4vKax
TKaHW OYeHb ManbiXx pa3MeposB.
Mpn npeBbIWEHUN KPUTUYECKON

AONWHbI OTKpbIBA€TCA BO3MOXHOCTb
ana BO3HUKHOBEHUA YCTONYUBbLIX
BOJIH, npunyeM uUX YUCNo pacTeT

C yBeNnuyeHwem pANUHbI peakTopa,
no Tak, 4TO MO AnuMHe peakTopa
Bcerga yknagbiBaeTcs Lenoe 4uc-
no nonysonH. OrTcioga cnepyer,
4YTO NpPU YANUHEHUU peakTopa He-
KOTOpPOEe BpEeMSA cOXpaHsaeTcsa npex-
Hee 4Yucno mnonyBOfMH, ANWHA KOTO-
pbix pacter. Takum obGpasom, B
HEKOTOPbIX BeCbMa OrpaHUWYeHHbIX
npegenax Optoccenstop obnapaet
CBOMNCTBOM CcKennuHra (cm. c. 43).
OpHako 3aTeM CKaykoM Mpoucxo-
OVUT nepexod K HOBOMY Yucny nony-
BOMH M T. A. (puc. 14, A). Bo3Hu-
KalT uenoykum un3s 1, 2, 4, s, 16,
nONyBONMH MWK Xe u3 3, 6, 12,
NOMNyBOJIH, MpU4YeM nepenTu OT of-
HOM  LEenoYkMm K APYron «MOXHO
TONbKO B pe3ynbTaTe [OCTaTO4YHO
CUNbHBbIX BHELWHUX BO3OENCTBUN
cneunanbHon dopmbi» [17].

Mpn un3MeHeHWM A[NuHbI peak-
TOopa B MPOTWBOMOJNIOXHbLIX Hamnpas-

neHuax (ero yanuvHEHUM U YKOpoO-
yeHun) HabnwpaeTcs yxe 3HaKo-
MbIA HaM no aBToKkonebaTenbHOMU

cucteme apdekT rucrepesumca: mme-
I0TCA TakMe NpPOCTPaHCTBEHHble MNo-
nocel (Hanpumep, nonoca ab, pwc.
14, A), B KOTOpbIX MPU OBUXEHUU
B CTOPOHY YANWHEHUS peakTopa

COXpaHdaeTCAaA HeKOoTopoe npegbigyuiee 4umcro nonyBOJiH Pi, a npun gBu-

XeHuun B CTOPOHY YKOpO4YeHUAa peakTopa

HO

Takxe npegbiayuiee,

Gonbllee 4ucno nonyBoOJH Pr. Takum o6pa30M, cuctema kak Obl «nom-
HUT» CBO€ HenocpeacCctBeHHOEe npouwsnoe, CTpeMACb COXpPaHWUTb npeglle-

cTByrouiee 4Mcrno nonyBOJIH.
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2. Crapwwue u mnagwwue moAbl. [BY3Ha4YHOCTb 4ucna MoOMyBOJSIH
npu onpefeneHHbIX ycnoBusax Habniwogaetcsa u BHE MONoOChbl rMcTepesu-
ca: Ty BOIIHy, KOTopas BO3HMKaeT Npu AaHHOW ANWHE peakTopa CMoH-
TaHHO (a TOYHee, M3 WYMOBbIX BO3MYLIEHWI) M Ha3biBaeTCs cTapliew
MOZOW, MOXHO «WCKYCCTBEHHO», T. € C MNOMOLWbI YyXe [OCTaTOYHO
CUNbHbIX HamnpaBlIEHHbIX BO3MYLlEHWN, MpeBpaTUTb B BOSMIHY BABOE
MeHbllen ANuHbl (MNagwyi MoAay), KOoTopas W nocrne CHATMS nopo-
OVBLIMX €e BO3MYLEHWA COXpPaHWUT CBOK YycTonymsocTb (puc. 14, 5).
Mpwn aTtom, kKak BMOHO W3 pUCYHKa, MOfca crapwen Moabl pasnuya-
I0TCA MO 3Ha4YeHWAM MepeMeHHOW X (3Ta Moda no JaHHOMY MNpU3HaKy
obnapaet Ha L cummeTpuel nopsgka 1), a nonwca Mnagwen moabl
npakTu4yecku He oTnu4yarTcs (oHa GunonspHa wnu, ToYyHee, UMeEEeT Ha
L cummeTpuio nopsgka 2-T1). [OaHHbid akT HaxoguT npsAMble aHa-
norum B MopdoreHese: 3apoblliN PasfIMYHbIX XUBOTHbIX (HAaCEKOMBbIX,
UIMOoKOXKuX), obnagawuwme B HOpMe BAOMb MOMAPHOW OCU CUMMET-
puen 1, MOryT ObiTb nepeBeAeHbl pas3fnUYHbIMW BO34EWCTBUSMU B OU-
nonsipHole GOpPMbl CUMMETPUN 2 -T.

3. BnusiHne npocTpaHCTBEHHOro pacnpefeneHns W 3Ha4vYeHun na-
paMeTpoB Ha KOHLEHTPaUWOHHble BONHbI. lyTem pacyeToB nokasaHo,
YTO Kak npuM HeoaHOpPOOHOM pacnpederneHun kakoro-nubo napameTtpa,
Tak U Npu M3MeHeHMM ero abComnTHOro 3Ha4YeHUs PUCYHOK KOHLEHT-
PaLMOHHbIX BOJIH 3aKOHOMepPHO wuameHsaeTca. OCoOeHHO UMHTepecHo
cnepywouiee: npu onpefeneHHblX 3HavYeHUax napamMeTpoB paHee BO3-
HUKWINE [UucCcUnaTMBHbIE CTPYKTYpbl MOTFYT paclennaTbCa Ha CTPYK-
Typbl cnepywuwero nopsgka, YTo MMUTUPYET CTOMb XapaKTepHyw Angd
OMonorM4yeckoro pasBuTUS NoOCrefoBaTeNbHYIO AU dHepEeHUNPOBKY.

4. bpioccenatop MoxeT obecneunTb MacwWTabHY WMHBAPUAHTHOCTb
(ckennuHr) B NObIX nNpegenax BenUYUH, €CNU MPUHATb, YTO KOIPDU-
uMeHT auddysumn D pacTteT nNponopumoHanbHO KBagpaTty JIMHENHbIX
pasvmepoB peakTtopa [18]. OgHako Guomorvyeckue paHHble, NOATBEPXK-
Jawuime Takoe npeanosiokeHue, OTCYyTCTBYHOT.

HecmoTpss Ha Becb MHTEpec MnepeyncrneHHbiX CBOWCTB OploccensaTo-
pa, OH He MOXeT paccmaTpuMBaTbCsl Kak peanbHass Mogenb KaKoro-
nmbéo MopdoreHesa. MaBHOe 3Ha4YeHWe 3TOW MOAENU B TOM, YTO OHa
noapobHO uNNCTpUpyeT TUMNUYHbIE CBOWNCTBA M BO3MOXHOCTU camo-
opraHmusywuuxca cucteM. MaTtepuanbHble Xe 0COOBEHHOCTU YyCTPOMUCT-
Ba MNOCNeAHMX MOTYT CUMbHO OTNMYaTbCs OT ycTponcTBa mogenu Tblo-
puHra. Hanpumep, B rn. 3 Mbl o06cyaum BecbMa NepCneKkTUBHbIE
Moaenn mopdoreHesa, OCHOBaHHble Ha MPUHLMNAX MEXaHWUKU U TakxkXe
nposBnfAwWMe B MNofmHOM obbeme cnocobHOCTM K camoopraHuM3auuu.
Moatomy Tenepb 6GyaeT none3Ho oOObeAWHUTb BCe y3HAHHOE HaMMu
0 MpuHUMMIax camoopraHusauum U NOoCMOTpeTb, YTO MOXeT AaTb O6uo-
normn takast ob6obuwieHHas kapTuHa.

CBOWCTBA CAMOOPIAHU3YIOWEIroCA MUPA. NOHATUE YPOBHEW

ConocTaBuM elle pa3 Ha OCHOBE BCEro, YTO Mbl y3Hanu, CBOWCTBA
MUpa, OpPraHWM30BaHHOIO MO 3aKoOHaM OJHO3HA4YHOro AeTepMUHU3Ma,
CO CBOWCTBaMM HENUHENHOro «CaMOOpPraHM3ylLWerocs Mupa» CcuHep-
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retukn. Mpn 3aTom Mbl Gyoem uMCXoAuTb U3 NpepcTaBneHWn, pasBuBa-
eMblX B KHuUrax [i1—4, 16), ¢ HekoTopbIMK MoAucUKaLMAMM U OONOS-

HEHNUAMMN.

Mup odHo3HayHo2o OdemepmuHu3mMa

I. OpHa npuunHa uMeeT He 6Gonee 4em
Of4HO cneacTBue; CNeAcTBUSA copasMep-
Hbl MNpPUWYMHAM; NOPSAAOK CUMMETPUU He
noHuxaeTcs.

Il. Mpouecchl nonHocTelo oGpaTumbl
M KOHCEpPBATUBHbI: npouecc MOXHO
06epHYTb BCNATb W BEPHYTbLCH TOYHO
K HavyalnbHOMY COCTOSIHUIO  CO BCEMM
ero cBOWcCTBaMMu.

Il. Mwunp HeorpaHu4yeHHO npeackasyem.
HoBoi wWHpoOpMauum B HEM He BO3HU-
kaeT. TONbKO OrpaHUYEHHOCTb  HaLWUX
3HaHMN npensaTCcTBYeT MNOMHOW npepcka-
3yemocTun. CoOTBETCTBEHHO BCce COGbITUSA
npefeTepMUHUPOBaHbl U BcAkas cBOGO-
na Bbibopa OTCYTCTBYeT.

IV. Mup He umeeT uctopuu, ecnum no-
HMMaTb ee kak HeobpaTumyk  nocne-
[0BaTeNbHOCTb HEMOBTOPUMbIX cobbl-
MR,

V. Mup sasnsetcsa HerpybbelM (B CMbiC-
ne A. A. AHapoHoBa, cMm. [4]): B Hem
cywecTByeT HENpepbiBHbIA CAEKTP CO-
CTOSSHUI, NNaBHO  NepexoAslWmx OAHO
B Apyroe (obpa3 rmagkol nNnockocTwu).
VI. CBo#cTBa CUCTEMbl MOMHOCTbI OfM-
pefenawTCa MHAWBUAYaANbHBIMW  CBOW-
CTBaMMN ee 3MeMeHTOB, Ha KOoTopble Mno-
3TOMY ¥ AONXHO O6bITb ob6paweHo oc-
HOBHOE BHUMaHUe. Yem OGnuxe no
YPOBHS OTAElNbHbIX 31EMEHTOB pose-
[EHO pasfnoXeHWe CcuUcTeMbl, TeM non-
Hee Halwe 3HaHWe O Hen.

VII. BHewHne wymbl (xaoTuyeckue
npouecchbl) SABMSATCA HexenaTenbHbIMU
noMexamu, HapylalwWwnMmm 3akoHOMep-
HblA X044 COGbLITUIA.

V Ill. Bce nepemeHHble umelT 6nuskue
XapaKkTepHble BpeMeHa, a ecnu 93Tu
BpeMeHa W pasnuyalTcs, TO AaHHble
pasnnyns He3akOHOMEPHbl W HecywecT-
BEHHbl ANs QYHKUMOHMPOBAHUA CuUCTe-
Mbl.

CamoopeaHusywulicsa mMup

MpuynHa moxeT umeTb 6Gonee 4yem of-
HO cneacTBue. Manble NPUYUHBI MOTYT
nopoxpaTtb Hecopas3mepHo 6onbline
cnencteus U Hao6opoT. lMopsgok cum-
MEeTPUM MOXEeT CMOHTAaHHO MOHMXaTb-
cs.

Mpoueccbl HeobGpaTuMbl M HeKOHcepBa-
TUBHbI. M X nocTtynatenbHoe [ABUXeEHUE
COMpoOBOXAAaeTCA pacCessHneM 3Hepruu.
TOYHO K HayanbHOMY COCTOSIHUIO Bep-
HYTbCS Henb3s.

Mup npepackasyem NUWb OrpaHUYyeH-
HO — pfAo 6nuxanwen HeyCTOWYUBOCTHU.
B obnactax HeycTOM4YMBOCTW BO3HMKA-
eT npuHuUMnNuanbHO HoBas nHdopma-
umMs, kotopass He Morna 6bITb 3apaHee
npeackasaHa. CoOOTBETCTBEHHO B Mupe
cyujectByeT  onpeaeneHHas csobopa
Bblbopa, x0T O0ObIMHO ¥ Mexay or-
paHWYeHHbIM KONMWYECTBOM [AUCKPETHbIX
BapuMaHTOB (CM. HUXe).

Mwup uvMeeT yHWKanbHyl MWCTOPUIO, KO-
Topas He MoXeT ObiTb npeABblYUCHEHA,
HO OKa3blBaeT MOLLHOe, XOTA W HeofHOo-
3HayHoe BNUsiHMEe Ha 6Gyayuiee.

Mup saBnsetca rpy6biM: B Hem cyuie-
CTBYIOT [OWUCKPEeTHble YCTOWYUBbIE co-
CTOAAHWUA, pasfefneHHble HeyCTONYMBbIMU
npomexyTkamun (ob6pas ropHon cTpa-
Hbl).

Cuctema nposiBnseT B CBOeM noBepje-
HUN ©Gonee unNM MeHee SACHble yepThl
uenoctHoctn. [loBepeHune 3NeMeHTOB
onpepensieTcs B 6Gonbwen cTeneHun
CTPYKTYpOW# 9TOW cCUCTEMbl B LENOM U
NONOXEHNEeM ONeMEeHTOB B 3TOW CTPYK-
Type, Hexenu NX WHAMBUAYaNbHbIMU
cBoncTBamu. NoaTomy, pasnaras cucTte-
MYy, Mbl pUCKYyeM YyTpaTuTb WHpopma-
unto o0 ee (PYHKUMOHUPOBAHMUMU.

Wymb — HeobGxoaumoe ycrnoBue 3ako-
HOMepHOro yHKUMOHMpOBaHMA. N3 xa-
oca MOXeT BO3HWKHYTb MOPSAAOK.

CyuwecTtByeT u4eTkass uepapxus xapak-
TepHbIX BpeMeH (ypOBHWU MepeMeHHbIX
cuctembl). OTO COBEPLIEHHO Heobxoau-
MO Ans ee (PYHKUMOHUPOBAHUSA.

3ameTum, uTO nNpu Bcex rMyBOKUX pasnMuMax OAHO3HAYHO AeTep-
MWHUPOBAHHOIO W CaMOOpPraHW3ylLerocs Mupa nepBbli MOXeT pac-
cMaTpuMBaTbCA Kak YacTHbIA crnyvaw BToporo (Ho He HaobGopoT). lMpwu
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3TOM B CamMoOOpraHusypuwemMcss Mupe npoueccbl MOryT Ka3aTbCs OLHO-
3HAa4YHO AeTepMUHUPOBAHHbIMM NMBO B OYEeHb Manbix obnacTtax npocT-
paHcTBa-BpeMeHn, nubo, HanpoTuB, npu o04YeHb rpybom o0630pe
Gonbwunx obnacten. B obBoux cnyyasix «ropHbelin penbed» MOXET Kak
Obl He npocmaTpuBaTbCsi, O0COBEHHO ecnu 3TO COOTBETCTBYET CO3Ha-
TENbHbIM UMW NOACO3HATENbHLIM XenaHuam uccnegosatens. Ho, ko-
HEYHO, TakMe OLEeHKM He MOryT AdaTb WUCTUHHbIX NpencTaBlieHui
0 camoopraHusywwmxcsa cuctemax. Ecnum BCNOMHMTL Tenepb TO, 4TO
roeopunocb o Tunax 6Guonornyecknx ob6bLACHEHUN MopdoreHesa, Mbl
MoXxem ybeamTbCs, UYTO OHU OTpa)xanu MHTYUTUBHbIE OLWYLIEeHUS MbIC-
NUTENAMMU pPasfIMYHbIX 3NOX OTAENbHbIX CBOWCTB Kak pa3 TOro camo-
opraHusylueroca mupa, obpas KOTOpPOro Mbl TOMbKO 4YTO Habpocanwu.
UTo KacaeTcs LUENOCTHbIX WU WUCTOPUYECKUX OOBSACHEHUA — 3TO SCHO
6e3 panbHenwero. 3amevyaTenbHO MpU 3TOM TO, YTO B CBOE BpeMs
OaHHble Tunbl 0O0bSICHEHWA BbLIMMAZENUM efBa N He aHTaroHucTuyec-
KUMU 1 nuwb 6nuxe k Hawemy BpeMmeHu (Tpyaamu U. U. Wmanbra-
y3eHa, K. YopgavHrtoHa wu psaga Apyrux aBTopoB) cTanu cbnuxkaTtbes.

Tunonornyeckun NpuHUMN o6BACHEHUA MOXeT OblTb CErogHsa MOHAT
Kak BMOINIHE 3aKOHHOe u HeobxoauMmoe cTpemrneHue co3gatb 0606 eH-
HYI «KapTy» TFOpHOW cTpaHbl, 6e3 koTopow 6GecnonesHo WU 3HaHWe
UCTOPWUU, W 3HaHWE MOJMOXEHUA 3fnemMeHTa B cucTemMe uenoro. Jaxe
LeneBon MPUHLUWMN, NpUM BCEM CBOEM apxan3me, TMOHATEH kak mnepsas
WHTYUTUBHAsA MNOMNbiTKAa OTpa3nTb KaTeropuiw YCTOWYMBOCTM, npeacTa-
BUB €e Kak LeNneHanpaBneHHoe [OBWXEHWe K OAHOMY KOHEYHOMY cocC-
TOSIHMIO.

Mepexoas HenocpencTBEHHO B obnactb Guonornum pasBuUTUS, Mbl
C YyOOBNETBOPEHUEM YBUOAWM, YTO U 30eCb BO3MOXEH TOYHbLIA U copep-
XKaTenbHbll NepeBof Ha A3blKk CUMHEPTreTUKU TakMX KOHKpPeTHbix pabo-
YUX MNOHATUN, KaK KOMNeTeHuus, getepmuHauus, anddepeHUnpoBka U
uHaykums. OcobeHHo rny6okMum u©  cofepxaTenbHbIM  OKa3biBaeTcs
NnOHATME KoMNneTeHUuUM. Ee MOXHO onpepenntb kak nosBNe-
HWe B NOTeHUManNnbHOM penbede CUCTEMbl HEKOTO-
poro 4wucna 1 HOBBbIX YyCTOWYUBbIX COCTOSHUMN
npwu TOM, 4TO ONHaMu4yeckune nepemMeHHbl e ewe
ocTawTCAH B UCXOAHOM cocTosaHun. Ecnun obpaTtutbes
K pUC. s, TO MOXHO cKa3aTb, 4YTO npu a>4p/y cucrema HEKOMMNETEHT-
Ha (YCTOMYMBO §NUWb WCXOAHOE COCTOsSIHUE =0), a npu a<4ply
cuctema KOMNeTeHTHa (MMeTCs OOHO WMU ABa APYrMX  YCTONYMBBLIX
coctosHma X2, X3). Takum o6GpasomM, nepexon OT HEKOMMNETEHTHOCTU
K KOMMNETEHTHOCTM AuckpeTeH. Ha 3aTom xe npumepe mbl ybexpaemcs
B CITOXHOW, rpaayanbHO-OUCKPETHOW CTPYKTYpe CaMOW KOMMETEHTHOC-
TM. C oOQHOW CTOpPOHBI, NpW a->—00 OHa MNNaBHO pacTeT (4nS nepexo-
Ja B HOBOE YCTOMYMBOE COCTOsSIHME TpebyeTcs BCe MeHbllee BO3Mylle-
Hue). C gpyron cToOpoHbl, umeetca obnactb 0<a<4p/y, korga Takoe
BO3MYLLEHNE elle MMeeT KOHEeYHYK BenuW4nHy, u obnacte a<o., rge
UCXOOHOE COCTOSIHME MOMHOCTbIO TepseT YCTOMYMBOCTb M ANs nepexona
B OQHO M3 HOBbIX YCTOWYMBBIX COCTOSHUA [OCTAaTOYHO HUYTOXHO Ma-
noro Bo3myuleHus. lepBas COOTBETCTBYET TaK Ha3blBAEMOMY XeECTKO-
My, BTOpas — MSArKOMy pexumy paboTtel. MoXHO gymaTtb, 4TO pas-
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BUBawLMECa cuctembl (PYHKLUOHMPYIOT B OCHOBHOM B XECTKOM pe-
Xume.

Ha <Aa3blke [BYXKOMMOHEHTHbIX Mogenen [ypaBHeHua (7a, 06)|
XOYWUA pPEXUM COOTBETCTBYET HEKOMMNETEHTHOMY, TPWUITEPHbIA —
KOMMNEeTEHTHOMY coCcTOsfiHUI. OnATb-Taku BO3HUMKHOBEHWE U HapacTa-
HUWE KOMMEeTeHUWU LenukoM onpeaenseTcd napameTpamu, perynupyto-
WMMN B OAHHOM criydae MOJIOXEHUe W3OoKNWHbl BepTukaneh. LW wupoka
npeAcTaBfieHHble B 3TMX MoAensix aBTokonebaTtenbHble peweHus Obinu
HEN3BECTHbl KMaccu4eckor aMOpPMONOrMM U He HawnM Mecta B CUCTEME
ee noHatun. OgHako B nocrnefHee BpeMsA Takue npouecchl obHapyxeHbl
BO MHOMMX pas3BMBaKOLWMUXCA cuUcTeMax U mMerT Gonbwoe mopdgoreHe-
Tuyeckoe 3HauyeHue (cm. M. 2). Nx Hanuume ewe pas3 nogyepkuBaer
€ANHCTBO 3aKOHOB W cnocoboB camoopraHusauuu.

O6cyoum BKpaTue elle OA4HO MOHATME Knaccuyeckon amMb6Gpuono-
rmm — noHATME noTeHuUuuMn. Kak M3BecTHO, nog MOTEHUUAMU B 3M-
Opvonorum noHMMarTCa BO3MOXHOCTU pas3BUMTMA [AHHOrO 3avatka —
TO, BO 4TO OH MoxeT AuddepeHunpoBaTtbcs. B Takom cnyvyae noveH-
UMW — HEe YTO WHOe, KaK nepeyeHb TeX, elle He AOCTUTHYTbIX YCTOW-
YMBbLIX COCTOSIHWM, KOTOPbIMM pacnonaraet KoMneTeHTHass pasBuBalo-
wasca cucrtema. HekoMneTeHTHble CUCTEMbl JNULWIEHbI TakXe U MOTEeH-
UMA, a SKBUMOTEHUManbHbIMW cneayeT HasbiBaTb Takue CUCTEMbI, KO-
Topble obnagalT OAUMHAKOBbBIMM HabopamMu MOTEHUMNA.

Hapo, ogHako, MmMeTb B BuAy, YTO MOHATUE TNOTEHUMWA, a Takxe
npou3BogHble OT Hero (TOTMMOTEHTHOCTb, 9KBUMOTEHLUMANbHOCTb)
MMelT B Knaccuyeckonm ambpuonoruu, Tak ckasaTb, KYMYMNATUBHO-
NepcrneKkTUBHbIN CMbICI, OTHOCSICb, Kak MpaBWilO, HE K MOMEHTanbHOMY
COCTOSIHMIO CUCTEMbI, @ XapakTepuaysi BCHO COBOKYMHOCTb ee Oyayuimx
BO3MOXHOCTel. [1o3ToMy, €ecnuM HeKOTOpbI HaxOoOAWMNCHA Ha cTaguu
A 3a4yaTOK XxapaKTepu3ylT Kak TOTUMOTEHTHbIW WNU HeKOoTopble [Ba
3a4aTka TOW Xe cTagum — KaK SKBUMNOTEHUMaNbHble, 3TO MOXEeT
HWKaK He xapakTepu3oBaTb camy ctaguio JI: oHa BnonHe MoxeT ObiTb
N HEKOMMNETEHTHOMN, a KOMMNETEHTHOCTb MNposABUTCA Ha nwbom Gonee
nos3gHeM oTpes3ke pasBuTuUs. B aTol Xxe cBA3M cnegyeT NOHMMAaTbh U
YacTo BCTpevallleecss YTBEPXAEHUE O MNPOrPecCcUpyrolieM CyXeHun
NoTEHUUN NO Mepe pas3BUTUNA: JaHHOe YTBepXAeHue cnpaBennumeBo (HO
M NOYTW TpUBMANBbHO) TOMbKO B KYMYynsaTMBHOM cmbicne. OHO, ogHako,,
HWUKaK He MCKM4vaeT TOro, YTO B HeEKOTopble nepuoabl pa3BUTUS YUCIO
HanuW4yHbIX NOTEHUUNA MOXeT Bo3pacTaTb MO CPaBHEHUI C NpeablayLun-
MU (MeHee KOMMETEHTHbIMWU) MNepuogamu.

Mpoponxkaa 3Ty Xe NUHUIO, AeTepMUHaAUMI K AaHHOW Aud-
depeHUMpOBKE MOXHO onpegennutb kak nepexoag B 6GaccewnH
NPpUTSAXeEeHUSA HOBOF0O YCTOWYMBOTO COCTOSAHUSA, a
camy aunddPepeHUMPOBKY — Kak OKOH4YaTenbHOe pJoc-
TUXEHUEe ITOro CocTosHusA. YTo Kacaetca MHAOAYKUUN, TO K HAUM
B Haubomnee LWWUPOKOM CMbICIE, MOXHO OTHECTUM nbble BO3LENCTBUS:
KaK napamMeTpuyeckue, KOTOpble W3MEHSIOT COCTOSIHWE  KOMMNEeTeHuuu
CUCTEMBI, Tak U OUHAMUYecKue, MepeBOAsLINE KOMMETEHTHYK CUCTEMY
B AeTepMUHMpOBaHHOe U AuddepeHunpoBaHHOE COCTOSHUE.

B 3aknio4veHne rmaebl obcyaum 6Gonee nogpoGHO, nNpuUMeEHUTENbHa
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K npo6bnemam 6uonoruy pasBUTUS, MOHATME YPOBHEW MNepeMeHHbIX
W BO3MOXHble OTHOLIEHUS MeXAY NepeMeHHbIMU pasHbiX  YPOBHEW.
B o6wem Buae 3aTu Bonpockl ob6cyxpatTca B paboTtax [19—22].

TUMNbl MEXYPOBHEBbLIX OTHOLWEHWA B OHTOMEHE3E

Kak yxe roBopunocb, NOHATME YPOBHA Mbl pewnnnm CBA3bIBaTb
C BeNMWYMHOW XapaKTepHOro BpeMeHu npouecca. Takoe npeactaBreHne
HeTpagAMLMOHHO: XOTs B BGuonormm oTCyTCTByeT CTpOroe onpegeneHve
WMPOKO WMCNOMb3yeMOro MOHATUS YPOBHS, OHO BCE Xe Yallie CBSA3blBa-
eTCsi C NUHeWHbIMW pasMepaMu: MMEHHO B 3TOM CMbICrie roBOpsAT 0O
ypoBHe cybOkneTo4yHbIX MNpOLEeccoB, KMeTku, opraHa, opraHu3ama, 6uo-
ueHosa u T. A. B uenom Takom noaxon HeaocTaTOMHO CTpOr W Beder
K HEHACHOCTAM W MpPOTMBOPEYMAM, OCODOEHHO ecnu BKMAKYUTL B pac-
CMOTpeHne akTopbl BHELWHeW cpefbl (MMelwme camble pasnuyHble
pasMepbl MMM BOBCE TaKOBbIX He MMeloWwwue) WAW, Hanpumep, reHetu-
yeckne. OgHaKo ecnu 3a XxapaKTepHblll pasMep AaHHOrO YPOBHS Npu-
HATb pas3Mep 30HbI, B npegenax KOTOPOW MepeMeHHble OaHHOro YypOBHS
ocTalTca Npubnu3nTenbHO MNOCTOSHHLIMM (Ha30BEM €ero pasmepom Of-
HopogHocTh — PO), TOo, KaKk Mbl YBUAWM HWXE, BPEMEHHas n pasmep-
Has uepapxumy npakTUYeckn coBnagyT.

Oagum ans opueHTMPOBKM BecbMma rpybyto knaccudukauui ypoB-
HEel OHTOreHeTMYeCcKM 3HAYMMbIX MEPEMEHHbIX COrMacHo BpPEeMeHHOMY
KpuTepui. B nocnepgywwmnx rnaBax Ha OCHOBAHWW KOHKPETHbIX OaH-
HbIX 9Ta Kknaccudwukauua bygeT geTanusmpoBaHa.

K BbiClWMM ypoBHAM (ob6nagawowumMm HaMboNbWUMKU XapaKTepHbIMU
BpeMeHaMu) cnegyeT OTHeCTM Kak Hambonee KOHCTaHTHble abuoTu4vec-
Kue akTtopbl BHelWHen cpedbl (Hanpumep, reonornyeckne n KnumaTtu-
YyeckMe yCnoBMS), Tak M TeHOM [aHHOro Buga uWAW nNonynauuu.
lMocnegHuii BbIBOA OCHOBaH Ha TOM, 4YTo AnA OonblKWHCTBA  KNeTOK
aykapuoT obpaTHas 4acToTa MYTUMPOBaHWA Ha HECKOMbKO NOPALKOB
BbllUE BPEMEHW XW3HEHHOro uukna ocobu. PO 3TOro ypoBHA MOXHO
cuynTaTh paBHbIM CyMMapHOMY pa3mMepy reHeTU4ecku OAHOPOAHOW mno-
nynauum, 4to 3aBefOMO MNpeBbillaeT pasMepbl OTAENbHOW 0ocobu.

Takum ob6pasom, yxe Mo 4ucto dopmManbHblM MpU3HAKaM [eHOM
nonagaeT B paspsj napameTpoB OHTOreHesa. OTOT BbIBOA4 He HOB:
C pasHbiXx cTopoH ewe B 20—30-x rr. k Hemy noaxoaunu P. Tonba-
wmmnat [23], A. A. Nlwobuwes [24], B. J1. Actaypos [25], K. Yoa-
avHrToH [147, 148]. B dABHoOM dopme 3Ta uges BbiCKaszaHa B KHUTe
[4]. Mo3xe Mbl HeofHOKpaTHO OyaemM K Hel BO3BpawaTbCA M MPUBO-
OUTb KOHKpeTHble AoBoAdbl B ee nonb3y (rn. 5, ¢ ). OgHako yxe cendac
cnegyeT nNOJYepKHYTb, YTO MPU3HaHWE napameTpuyeckon  PyHKUMK
reHoma cpasy ycTpaHseT BCe TPyAHOCTM W NPOTUBOPEYMH, HAKOMWB-
lwuneca npuv nonbiTKax NOHATb MopdoreHetTnyeckue (T. €. MPOCTPaHCT-
BEHHO HeofHopoAHble) addekTol reHeTuveckux akTopos, pacnono-
XEHHbIX, 3@ peAYanwuMMy WUCKMIOYEHUSMU, MpPakTUYEeCKn O[HOPOAHO
B npocTtpaHcTBe opraHumama. CTaHOBUTCA MOHATHLIM TakXe W OTCYTCT-
BME OAHO3HAYHbIX CBA3EN MeXAY OTAENbHbIMWU reHamum u mopdonoru-
*4eCKMMU MpU3HaKamu.
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Ha npoTuBONOMOXHOM KOHUE Mepapxum nepeMeHHbIX OHTOoreHesa
criegyet pacnonoxXxutb Hambonee 6GbicTpble ero npoueccbl (QUHamu4yec-
KMe nepemMeHHble). OTO CyOKNneToYHble MexXaHOXUMU4Yeckne npoLecchl
C XapaKTepHbIMWU BpeMeHaMn nopsigka CekyHO — [OEeCATKOB CeKyHa W
PO nopsinka HaHomeTpoB. OHM paccmaTpuBatoTcs B M. 2

N3 paHee cka3aHHOro B 3TOW rnase cnegyeT, YTO B CaMOOpraHu-
3ylOLWNXCS CUCTEMaAxXx Ha OCHOBE B3aMMOAEWCTBMSA nNapaMeTpoB U Au-
HaMW4YeCKNX MNEepPEeMeHHbIX MOTyT BO3HMKaTb HOBble, MPOMEXYTOYHbIE
YPOBHU. VMIMEHHO TakoBbl aBTOKONeOaHWsA, TPUITEPHble MNepeKiYeHuns,
aBTOBOJIHbl U AUCCUNATUBHbLIE CTPYKTYpPbl: UX XapakTepHble BPEMEHHbIE
M nHenHble MacwTabbl NPOMEXYTOYHbl MeXAYy TaKoBbIMU nNapameT-
poB (NpMHMMaeMbix B ypaBHeHUsaX (7)—(9) KOHCTaHTHbLIMW W NpPOCT-
PaHCTBEHHO OAHOPOAHBLIMW) W AUMHaAMUYECKUX NepeMeHHbIX. MopobHblie
BO3MOXHOCTM LWNPOKO UCNOMb3YHTCSA B OHTOreHese, M B rn. 5 6ygyr
noapo6GHO onucaHbl HOBble, BO3HMKalLWKME MO XoOy Pas3BUTUA Npome-
XYTOYHblE YPOBHMU.

Kaxabli nNpoMexXyTOYHbIl YpOBeHb NoABepraeTcs napameTpuyec-
KAM BO3OEWCTBUAM Bblllenexawmnx M AnHaMUYEeCKMM — HUuxenexa-
wux. lMepBble BO3gencTBMA 3apawT Habop noTeHUMn (BO3MOXHOCTEW
pa3BuUTUA) W, Tak ckasaTb, OOWUNA CTUNb MOBEAEHUS AAHHOTO0 YPOBHSA
(Hanpumep, O6yayT NMM Ha HEM MPOUCXOAUTb OCUMUMMSALUU UMKN XKe TpuUr-
repHble MepekyYeHuns); BTOpble — HavallbHble U FrpaHUYHble YCNoBUS,
onpegensawwme BbIbop M3 yncna noteHumn. Kaxabll ypoBeHb [OMXEH
Takxe obnagaTtb xapakTepHblM HabGopom HeycTonWyMBOoCcTen (Heobxopu-
MbIX Ansi o6pa3oBaHUs HOBbIX CTPYKTYpP) M YCTOWYUBBLIX PEXMMOB,
pa3feneHHbIX BO BpeMeHU u (MoxeT ObiTb) B npocTpaHcTBe. B Takom
cny4yae BCTaeT BOMPOC O BO3MOXHbIX COOTHOLIEHUSAX YCTOWYMBOTO W
HEYyCTOWYMBOrO PEXMMOB Ha pas3HblX YPOBHAX. PaccMoTpuM HeEKOTO-
pyl npocTeiwyl OBYXYPOBHEBYK CWUCTEMY BO BPEMEHHOM paspese.
B Takoh cucteme MbICIMUMbI crneaywlwime KOMOWHaALMM pPEXMMOB:
1) npoueccbl BEpPXHEro ypoBHS YCTOMYMBBI K HEKOTOPbIM BO3MYLIEHU-
M, B TO BpPEMSI KaK HUXHEro — HeyCTONYUBbLI; 2 ) MPOLECCbl HUXHErO
YPOBHA YCTOWYMBLI, TOrga Kak BepxHero — HeycTtonymsbl; 3) oba
YPOBHS yCTOMYMBHI; 4) 06a ypOBHHA HEYyCTONYMBHI.

XOoTa pgeTanbHOe pacCMOTPEHUE BCEX MEPEYUCIIEHHBIX TUMOB MeEX-
YPOBHEBbLIX OTHOLWEHWN BO3MOXHO TONbKO Ha KOHKPETHOM MaTtepwuane,
yXe cenyac ymMecTHO faTb BceM UM 0603HayeHuMs M obobuieHHble Xxa-
pPakTepUCTUKN, a TakXkKe YCNOBUTbCA O TOM, YTO Mbl MPUMEM 3a «CTaH-
JapTHble Bo3MyweHuUsa». MMOCKOMbKY Hac MHTepecylT MOpdOnpoLecchl,
cocTosiMe BO B3aUMHbIX MepeMelleHnsaX MaTepuanbHbiX 3NeMeHTOB
3apojblllen, npumemMm 3a CTaHAapTHble BO3MYLIEHUS «He3anmnaHWpoBaH-
Hble» CMELlEeHUs TexX Xe 3MEeMeHTOB (Hanpumep, KNeToK wunu rpynn
KNeTok), nNubo BbI3BaHHble WCKYCCTBEHHO, NGO npoucxopsuive ChnoH-
TaHHO B pe3ynbTate BapuabenbHocTuM npouecca. Kak pas nogobHble
BO3MYLLEHUS UCMONb30BaNUCb B 3KCMEPUMMEHTAX, MOCTABMEHHbIX AN
BbISIBNEHNSA pEerynsumMoHHbIX cnocobHocTel 3apoablwein. CBAXEM HUX-
HUA YpOBEHb C OTAENbHbIMU KNeTkaMu 3apogbila (U COOTBETCTBEHHO
C npoueccamu, onpegenswWUMu cyabby OTAEenbHbIX KNEeToK), a Bepx-
HUA — C 3apodbllueM Kak C LuenbiM (M COOTBETCTBEHHO C MpoLeccamu.
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onpegenswowmmn cyabby uenoro). B takom cnyyae 1-n Tun MexypoB-
HEBbIX OTHOWeHUNn OGyaeT COOTBETCTBOBATb APULIEBCKAM  perynaumam
(cyabba oTaenbHbIX KNeTok HeycTouWuymBa, cyabba «uenoro» ycTtonym-
Ba). O6o3HauyMmM nNO3TOMY TakoOW TUM MEXYPOBHEBbIX OTHOLIEHUA Kak
OPUILEBCKY CUCTEMY.

B panbHeliwem mbl Oygem roBOpuTb O APULIEBCKMX OTHOLUEHUAX
He TONMbKO MPU HanmW4yuum 3aBUCUMOCTM Ccyabbbl 4acTu OT ee nornoxe-
HUSA, KaK 3TO HEenocpeacTBEHHO cnefyeT M3 3akoHa [puwa, HOo Takxe
M B crnyyYyae 3aBUCMMOCTU ee cyabbObl OT npoTekwero BpemeHu. ocnea-
Hee ByaeT oCcOOeHHO BaXHO ANs MNpoLeccoB paHHero passuTus (rn. 5).

BTtopo Tun MeXypOBHEBbIX OTHOLIEHWA OTpaxaeT Takue cuTya-
umMu, korga Hebomnblloe KONMUYECTBO MEPEMELLEHHbIX 3NEMEHTOB He
TONMbKO YCTOMYMBO COXpaHAET CBOK WUCXOA4HYH cyabOy, HO U MU3MeHseT
cyabby uenoro. Mbl npepgnaraem HasbiBaTb Takue CUTyauunm amep-
reHTHboIMU (OT MAaTMHCKOrO emerge — BbIXOAUTb M3 rMyOuWHbI, Bbl-
HblpuBaTb), MMes B BMAYy, YTO B HWX Marnoe BO3OeNCcTBME KaK Obl «Bbl-
HblpBaeT» C HWXHero ypoBHsA JI Ha BepxHWhA ypoBeHb B. T[loguyepk-
HeM, 4YTo obecneuymBlias 3TO «BblHbIpUBAHME» HEYCTOWYMBOCTb YPOBHS
B He moxeT ObiTb pe3ynbTaToM BO34eNCTBUS OT A, MOCKONbKY noTeps
YCTOWYMBOCTN MOXeT ObiTb Bbl3BaHa TOJNIbKO CABUIOM MapaMeTpoB, a
npoLeccbl HUXHEro ypoBHA A He MOryT ObiTb mapametpamu gnsa Gonee-
BepxHero B. [lo3ToOMy amepreHTHasi cucTemMa B NpencTaBleHHOM [ABYX-
YPOBHEBOM BWAE HE MOXET CcYMTaTbCs 3aMKHYTOW (MOMHOCTbI ONu-
caHHon). YTo6bl caoenatb ee TakoBOW, Haad BEPXHUM YpOBHEM B Heob-
X0OUMO pa3MecTUTb MapameTpu3ylwmin ero ewe bGonee BepxHUN ypo-
BeHb C, mameHeHusa Ha KoTopoMm u obycnosnuBalwT HEYyCTOWYMBOCTb B.

B
MHbIMKM cnoBamu, aMmepreHTHas cuctema | AomkHa ObiTe gna non-
A
C
HOTbl «CLUMT@» C HEKOTOPOW JPULIEBCKON CUCTEMOMN | . Bnpouem,.
B

MOXHO npeactaBuTb cebe Takom cnyyan, korga yposBeHb C nokanuso-
BaH BO BHELIHeW cpefe; Torga B npegenax 3apopbiwa Oynet cyuwiecT-
BOBaTb YMCTO AMEpreHTHasa cucrema.

Cuctema 3-ro poga oTpaxaeT cuTyauuu, Koraa npu nepemele-
HUAX 3MeMeHTOB YCTOWYMBO COXpaHsaeTcd Kak ux cyabba, Tak n cyabba
«uenoro». OTo BO3MOXHO B cregywuwux cnyyasax: 1) korga xop pas-
BUTUA Ha ypOBHE LEeNoro MOXHO paccMaTpuBaTb Kak CTaTUCTUYECKYHO
CYMMY 3feMeHTapHbiX MPOLECCOB: TakoB, Hanpumep, CUMMETPUYHBLIN
pocT 3ayaTka, COCTOsAWero M3 [OCTaTovyHO OOonblWOro yucna  KneTok
n pactywero 6narogaps ux AeneHWsM — nepecTaHOBKA OTAENbHbIX
KNEeTOK He OKaXeT CYLeCTBEHHOro BAUAHUA Ha opMy Lenoro, xots Obl
nepecTaBneHHble KMeTKW W COXPaHSANW CBOW WCXOAHbIA PUTM AefNeHun;
2) B yXe YyNOMWHaBLIWUXCS rofnbTdpeTepoBckux perynauusax (c. 17),
Korgaa OAHO W TO Xe Luenoe, npasga BecbMa MPOCTON, «CNOUCTON»
CTPYKTYpPbl, YCTONYMBO BOCMPOM3BOAUTCH MNOCMe MepemMelinBaHnsa Kne-
TOK MMeHHO 6narogaps TOMy, 4TO KaxAas M3 KMNeToK Takxe YCTOM-
YMBO COXpaHseT cBOW cneuudunyveckuin Tmn guddepeHunposkn. MoaTo-
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My cuTyauum 3-ro poga Mbl npeanaraem Has3BaTtb ronbTdpeTe-
POBCKUMMW.

HakoHey, cuctembl 4-ro poga B Haubonbluei CTeneHn COOTBETCT-
BYIOT KIlaCCUYECKMM npeacTaBneHnssM 3mMOpMONOroB O paBHOMPaBHOM
B3aMMOOEWCTBMUN [BYX OAMHAKOBO NabunbHbIX ypoBHeW. Mcnonb3sys
aMOpuronornyeckyro TEPMUHONOMMK, TakKMe CUCTEMbl MOXHO HasBaTb
anureHeTmnyeckmmm. OHU, KAK N dMEpreHTHble CUCTEMbI, O ONX-
Hbl ObITb ANS MOMHOTHI CWWUTLI C ApulleBCkUMU. B panbHenwem  Mbl
yBUAUM, 4YTO B OENCTBUTENbHOCTU 3MUTreHeTMYecKkne CUCTeMbl BCTpeva-
I0TCA pefko, Tak Kak ux gencrtesve bygetT npuBoauTb K BeCcbMa Bapua-
6enbHbIM pesynbTaTtam. Yawe OygyT BCTpevyaTbCsd «CBHA3KM»  ObICTPO
AeNncTBylOWMX APYr 3a APYrOM APULWIEBCKUX U 3MEPreHTHbIX CUCTEM,
KOTOpble B W3BECTHOM BPEMEHHOM MPUOBAMXKEHUN MOXHO paccMmaTpu-
BaTb KakK anureHeTuyeckue.

Ecnu npuBneyb npepcraBneHuMs O TOM, YTO B MOMEHTbI MOTEpPM
YCTONYMBOCTU TFeHepupyeTca HoBaa uHpopmauusa, a B nepuoabl yCTOM-
YMBOCTU COXPaHSAETCs yXe HakonneHHas [26], TO OpuLIEeBCKUE Ccuc-
TEMbl MOXHO paccmaTpuBaTb Kak COXPaHAKLWME HAKOMMEHHYI WH-
dopmMauuio Ha ypoOBHE LENoro v reHepupylwlmne HOBYH UWHPOpMaLuio
Ha ypOBHE 3rEMEHTOB, 3MEpPreHTHble — KaK coxpaHswwue uHpopma-
LU0 Ha YpPOBHE 3MEMEHTOB W FeHepupylliMe HOBYH Ha ypOBHe LUe-
noro, ronbTpeTepoBckMe — KaK COXpaHAwLWMUe HaKoNmneHHyw uHdop-
Mauuio Ha 0OOMX YpPOBHAX W 3NUreHeTUYecKUe — KaK reHepupyrlime
HOBYH MWHpopmauuto cpasy Ha oboux ypoBHSAX. M3 ckasaHHOro ode-
BUOHO, 4YTO rONbTPETEPOBCKUE CUCTEMBLI SABNSATCA Hanbonee Hapex-
HbIMWU B CMbICME€ rapaHTUM OT HakonneHusa «ownboyHow» MHpopmauuu,
HO BMecTe C TeM W Haubonee wuHepTHbiMW. OHU He MOryT co3gaTb HU-
4Yyero HOBOro, HO MpUroAHbl ANA  YNOPSAAOYEHUS  YyXe  UMMeloLerocs.
B 4yacTHoCTW, OHM noBbLIWAKT (HO HUKOr4a He MNOHWXalT) nopsiaok
cuMMeTpun cuctembl. MexaHu3mbl, NoAoGHble B HUX [AEWCTBYHLUM,
MoryT pabotaTb U B TEPMOAMHAMUYECKM PaBHOBECHbIX YCNoBUsX (pac-
CNnoeHne 3aMynbCuin). ONUreHeTU4Yeckne CcCUCcTeMbl SABNSAIOTCHA, HaNpPOTUB,
Hanbonee WHPOPMAaALMOHHO-NPOAYKTUBHBIMW, HO W HauMeHee Hapex-
HblMn. OHU MoryT paboTaTb NuUWb B TakMme MOMEHTbl pas3BWUTUSA, KOrga
3apofbllly «Heyero TepATb», T. €. KOrga CKonbko-HUbyab 3akoHoMep-
Haa opraHusauusa ele He BO3HWKNA unM novyemy-nnbo paspyleHa.
3apaHee o4eBMAHO, 4TO Haubonblyl ponb B PasBUTUM OOJDKHbI WUT-
paTb OpPULIEBCKME W 3MEPreHTHble CUCTEMbI, COeAMHEHHble nocnenoBa-
TeNbHO UNWU «napannenbHO» (Mepapxm4vHo).

B 3akniw4yeHune 3ameTMm, 4TO MHOrOypoBHeBbI noaxon, 6esycnos-
HO, HeobxoaMm npu gocTtaToyHo rMyboKoOM uMccnefoBaHUM MPakTUYECKU
Bcex Oumomnornyeckmx npoueccoB: Bedb (PakTOpbl MX perynsauum Bceraa
pacnonoXxeHbol Ha ypOBEHb BbilWe perynupyemMbix cobbitun. BwmecTte
C TeM [JaHHbIM noaxopd nopoxgaeT psAn TPYAHbIX TeopeTuMKo-no3dHasa-
TeNnbHbIX W MeTogonorunyeckux npobnem, koTopble TpebywT cneunans-
Hon paspaboTku. TakoBa, B 4YacTHOCTW, nNpobnema MNOMHOTbHI ONUCaHus
MHOIFOYpPOBHEBOW CUCTEMbBI; HA3bIKOB OMWCaHUS, MNPUCYLWUX, pa3HbIM
YPOBHSAM; OTHOWEHWA AeTepMUHM3Ma M HeofHo3HayHocTm [19—22].
Mporpecc B nx noHumaHun O6yaet mmeTb obuieHayyHOe 3Ha4YeHue.



Mnasa 2. CTPYKTYPHO-OMHAMWYECKWNE
OCHOBbl MOP®OTIEHE3A

OAWH M3 OCHOBHbIX BbIBOLOB MpeablAylwen rrnaBbl COCTOAN B TOM,,
yTo N6GON CKONbKO-HUOYAb copepXxaTenbHbln  MopdoreHe3s [OJKeH
npeacTaBnATb COOOW MHOTOYpPOBHEBbLIN MPOLLECC, HWXHUWA YPOBEHb KO-
TOporo npeacTaBneH AUHAMWYECKUMWU MNepeMeHHbIMWU C HauMeHbLIUMU
XapakTepHbiMu BpemMeHamu. CyulecTBylOT NM B LEWCTBUTENbHOCTU Ta-
Kue [oCTaToyHO ObICTpble M BMECTe C TeM YyHMBepcamnbHble MNpOoLecCHl,
KoTOopble Mbl ObiMu 6bl BNpaBe cyuTaTb AMHAMUYECKUMU MNEPEMEHHbI-
Mu Guonormdeckoro MmopdgoreHesa? Ewe 10— 15 neT ToMy Hasapg
camMa nocTaHOBKa Bonpoca O pasgeneHun MopdonpoueccoB MO Xapak-
TEpPHbIM BpeMeHam W Tem 0Oornee O BblAeNeHUN ObICTPbIX KOMMOHEHT
MopdoreHe3a nokasanacb ©Obl cTpaHHoW KM GecnodBeHHon. [ocnog-
CTBOBANoO MHEHMe, 4TO pasfnuyHble Mopdonpoueccbl BeCbMa pasHo-
poAHbI MO CBOEW BHYTpPeHHeW npupoae, Ho Gonee wmnu meHee 6MU3KK
no xapakTepHblM BpeMeHam, NpuyeMm 3TWU BpPeMeHa AO0CTaTOYHO Benu-
Ku (Hanpumep, nopsagka BpeMeH KINeToYHbiX uuknoB). CoBeplleHHO
HOBasi cuTyauus BO3HWKNA Mocne TOro, Kak MNpMMEepHO ¢ Havana
1970-x rr. ctan OTKpbiBaTbCA Uenbll MUp «OBbICTPbIX» Mopdonpouec-
COB, CNOCOOHbBIX 3a CYMTaAHHbIE MWHYTbl U3MEHWUTb HE TOMbKO OopMYy,
OBUXEHWE WM KOHTaKTbl OTAENbHbIX kNneTtok [27—31], HO gaxe wu npo-
UMUTUPOBATb TakuMe CroXHble M B MOpMe Oonee meaneHHole Mopgo-
npoueccel, Kak ractpynauua wu Henpynauusa [32, 33]. Tpynamu 6onb-
Woro KonuyecTBa uccrnegoBaTenei ObiNO NokasaHo, YTO ObICTpble Kre-
TOYHble peakuun BbI3bIBAOTCA B OCHOBHOM MepecTporMKaMu KOMMOHEH-
TOB Tak Ha3blBAaeMOro KrneTO4YHOro ckeneta (uuMTOCKeneTa) M KIeTou-
HOM (MnasmaTnyeckon) membOpaHbl, a Takxe CBA3aHHOro ¢ membpa-
HOM BHEKNeTo4YHOro MmaTpukca. Bce aTu npoueccbl TecHO nepenneTeHbl
Mexay cobon. Mx Hanunuue nokasbiBaeT, UYTO «B XMBbIX CUCTEMax B
MOMNEKYnApHON o6nacTu MNOHATUE CTPYKTypbl Henb3s MNpOTUBOMNOCTAaB-
NATb NOHATUMIO npouecca. EAMHCTBEHHO npaBunbHbIM 6bINO 6Gbl rOBO-
pUTb O CTPYKTYPUPOBAHHbLIX Mpoueccax, NpoTekawwmux B MOJeKynsap-
HbIX KOMMIIeKCax OYeHb Pa3fMUYHOW CTeneHu ycTonymBoCTU»  [34].
PaccmaTprvBaemMble B 3TOW rnaBe «CTPYKTYpPUPOBaHHbIE MPOLECCHI» Mbl

0603HauYum Kak uMTockeneTHo-membpaHHble npeobpasoBaHus
(LCMTIM). B HacTosiwee BpeMs MOXHO C AOCTATOYHOW YBEPEHHOCTbIO
ckasatb, 4yto LUCMIT — yHuMBepcanbHble AMHaAMUYeCKNE NepemMeHHble

npakTuyeckm Bcex MopdoreHe3oB. Ha ux ocHoBe BO3HuKalT 6Gonee
CTOWKMEe Wn3MeHeHus (rmaBHbIM 00OpasoM KMEeTOYHbIX MOBEPXHOCTEN),
KoTOpble crnegyeT OTHECTW B pas3psaj napaMeTpoB.

LleHTpanbHoe mecto B LJCMI1 3aHumaloT npoueccbl Tak HasbiBae-
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Mon camocbopku, T. e. HedpepMeHTaTuBHOro obpa3oBaHMss HaaMONekKy-
NApHbIX OEenKoBbIX, NMUNUAHBLIX W CMELWaHHbIX CTPYKTYp pasfnuyHoro
nopsgka cnoxHoctu. B perynaumm pasnuuHbix atanos LUCMI1 onpe-
OeneHHy ponb urpakwT depMeHTaTuBHbIE MNpoLecchbl, B YacTHOCTU
cdochopunmposaHme u gedochopunmpoBaHne Kak COKpaTUTENbHbIX,
Tak u perynupywwmnx mx dyHkumm 6enkoB. O6Gpas3oBaHHble nNyTeMm ca-
MOCOOpKM CTPYKTypbl LUMTOCKeneTa u MmembpaH o6nagawT OTHOCU-
TENbHO HWU3KOW 3Heprven cBaA3uM. MHOrMe M3 HUX MOXHO paccMaTpu-
BaTb Kak MonMmMepbl CO CTPYKTYpPOW TPETUYHOro M 4YeTBEPTUYHOro no-
psiaka, CBs3aHHble rMAPO(POOHLIMU W MOHHBIMM cunamu. AT nonume-
pbl 06beAMHATCA B CTPYKTypbl ewe 6onee BbICOKMX MOPSAAKOB, Npu-
YyeM MO KpanWHen Mepe YacTb M3 HUX MNPOsBNsSeT CBOWCTBAa BeCbMa na-
OunbHbiIX 06OpasoBaHU XuAKOKpUucTannuyeckoro Tuna. HakoHeu,
ucxoas u3 MNPUHUMNOB CUHEPreTUKU, B XXUBOW KINEeTKe Ha Morekynsap-
HOM YpOBHE [OJIKHbl CyLW,ecTBOBaTb YWCTO HEpaBHOBECHble CTPYKTY-
pbl, 'NoAAepXnBaeMble HeNnpepbiBHbLIM MNPUTOKOM 3Hepruu: kak Oery-
e aBTOBOSHbI, TakK W CTauMoHapHble AUCCUMMNATUBHbIE CTPYKTYpbI.
BnepBble HepaBHOBECHble CTPYKTypbl Obinmu noctynupoBaHbl A. . lNyp-
Bnyem n 3. C. bayaspom ewe B 1930-x rr. [34, 35]. XoTa npsimble 3KcC-
nepumeHTanbHble daHHble 006 WX Hann4yum B XWMBbLIX  KneTkax moka
OTCYTCTBYIOT, OnpefeneHHble yKasaHUs Ha MX BO3MOXHYK ponb Nony-
YeHbl Ha MoAefNbHbIX cucTemax (CM. HMXe O Tak HasbiBaeMblX MOTO-
kax Wwumunuy).

B nwb6om cnyvyae npu obGpasoBaHWM HagMOMEKYyNApPHbIX CTPYKTYp
umMTockeneta M membOpaHbl pelatliee 3HayeHue -uMmeeT KoHdopmauus
(NnpocTpaHCTBEHHbIE XapaKTepUCTUKN) B3aMMOLEWCTBYKOLWNUX CYyOb-
-eanHuy. OTcropa cnepyeT, yto Ha LU CMI 6yayt BnuMaTbL Kak cneuu-
punyeckne 6GenkoBble akTopbl (NpMYeM Hepeoko — annocrepuye-
CKM), Tak W HuskocneumdudHble dakTopbl (TemnepaTtypa, WOHHbIN
cocTaB cpefbl, 3aneKkTpuyeckMe Monsd) W Uenbli KOMMNEKC YCNOBUNA,
KOTOpble MOXHO 0603Ha4yMTb kak MexaHuko-reomeTpuveckue. K aTo-
My TpyAHOPaCYNeHMMOMY KOMMIIEKCY MOXHO OTHECTU pacnpepeneHune
MEeXaHWYEeCKUX HanpsxXeHu’hn u reomeTpuio Tex obracten KkneTku, rae
npoucxogaT daHHble LLCMIT. B xuBbix knetkax u TeM Oonee kne-
TOYHbIX accouuaumnsax Bce YyNnOMSAHyTble (akTopbl AEWCTBYHT He no
OTOENbHOCTN, @ B COCTABE MHOMOCTYMNeH4YaTbiX PEerynsitTopHbiX Lenen u
KOHTYPOB, KOTOpble NUWb HayMmHawT pacwudposbiBaTbcd. HeTpygHo
npeaBuaeTb, 4TO B MNOAOOHBIX KOHTypaxX [OMXHbl BO3HWKATb Henu-
HEelHble B3auMMOAEWCTBUS, KOTOpble OyAyT NpUBOAUTL K BblAENEHU0
HEKOTOPOro OrpaHWYEHHOro 4ucna [AUCKPETHbIX YCTOMYMBBLIX NPOCT-
paHCTBEHHO-BpeMeHHbIX pexumoB LICMT. MopgobGHbie pexunmbl nerye
o6HapyXnTb Ha UenbiX KneTkax W Jaxe MHOrokneTo4YyHbIX accouuna-
uMax, Hexenu npu cybknetodyHom wuccneposaHum LICMTI. HekoTtopebie
M3 Hux 6yayTt obCcyxaeHbl B KOHUE AaHHOW rnasbl.

O6nactb 6uonoruun, wuccnegywowas LCMI, pasBuBaeTca 0YeHb
MHTEHCMBHO. [103TOMY M3naraemble HUXE CBeOEeHUS CKOPO MOTyT OKa-
3aTbCH B 3Ha4YWTeNnbHOW Mepe ycTapeBwumu. Hago mmeTb B Buay u To,
YTO UMTOCKeneTHO-MmeMmbpaHHble CTPYKTYpbl U MX NEpPecTpPOVKu usyda-
I0TCA Ha pasHblX 9KCNEepUMEeHTanbHbIX MOAENSX, MNPenMyLecTBEHHO
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WH BUTPO, Ha KneTkax, obpaboTaHHbIX T[MULEPUHOM W PasNUYHbIMMU
AeTepreHTamMmu, a TakXe Ha OAWHOYHbIX, CPaBHUTeNbHO BbicOokoaudde-
peHUMpOBaHHbIX kneTkax. Henb3sa 6bITb A0 KOHUA YyBepeHHbIM, Kakas
YacTb MOJMIYYEHHBIX TakMM 0Opas3oM AaHHbIX MNpunoxuma K Mopdo-
reHeTUYeckn akTUBHbIM 3MOPUOHANbHLIM KNeTkaM W TKaHAM, KOTopble
Hac 6onee Bcero uMHTepecytT. OAQHAKo HeMpepbiBHbLIN Nporpecc B AaH-
HoM obnacTu no3BonseT HagesaTbCsA, YTO CBA3M MeXAy OTAelNbHbIMU
LCMIM w»n mopdoreHe3om LENOCTHbIX CUCTEM Bce Xe OyayT ycTaHOB-
neHsbl.

K uutockeneTy MPUHATO OTHOCUTb TybynsapHbie n dubpunnsapHbie
CTPYKTYpbl LUTOMNasmbl: MUKPOTPYBOUKM, MPOMEXYTOYHbIE dunameH-
Tbl, MUKpodMNaMeHTbl, a TakXe OMWCaHHyl B nocnegHee Bpemsi He-
KOTOpbIMW aBTOopaMu MukpoTpabekynsapHyto cetb [36]. W3 nepeunc-
NEeHHbIX KOMMOHEHTOB UuuTOCKeneTa Haubornbliee 3HavyeHue AnNa Mop-
doreHesa MMeT MUKPOUNaMeEHTbl U MUKPOTPYBOYKN.

CTPYKTYPA MUKPOOUNAMEHT

MwukpocdunameHTbl OOHapyXuMBalTCA MNOA 3NEKTPOHHBIM  MUKpPO-
CKONOM B BUAE 3MEKTPOHHO-NMOTHbIX HUTENW TOMWMHON 5—7 HM. X
CTPYKTYPHYH OCHOBY cCOCTaBnsieT OenoK akTUH, acCOUMWPOBAHHbLIA C
OCHOBHbIM COKpaTUTENbHbIM OEenkoM — MWO3MHOM W BONMbLWKWM KOMU-
YEeCTBOM Tak Ha3blBaeMblX aKTMHCBA3biBaloWMX OenkoB, perynupyto-
WKUX Kaxabll war CTPYKTYpHbIX NpeBpaweHun aktuHa. PaccmoTtpe-
HMEe CTPYKTYpbl 3Tux 6enkoB uenecoobpa3Ho HayaTb C MUO3UHA.

B HeMmbllWwe4yHbIX KkneTkax (KoTopble TONbKOo M OyayT Hac MHTepe-
coBaTb) Ha [OJIl0 MUO3MHA NpUXOAUTCA OKono 1% cymmapHoro Gen-
Ka. MWO3MH cOCTOUT U3 KPYMNHbIX Monekyn (MonekynsipHas Macca
MWO3MHa MblwL kponuka — 470000), kaxpas u3 KoTopbix ob6paso-
BaHa [ABYMS [AJIMHHbLIMW MONMUNENTUAHBIMU LUEnsiMu, nepenneTeHHbIMU
Ha OCHOBHOM CBOEM MNpPOTsXeHuu. Ha ogHOM KOoHUE MOonekynbl (Has3bl-
BAaeMOM TONIOBHbIM) Kaxjas M3 3Tux uener obpasyeT rnobynsipHy
CTPYKTYpPY, C KOTOpPOW CBSi3aHO NO [Be TaK Ha3blBaeMble ferkme amu-
HOKUCNOTHblEe UeHU. OgHa M3 3TUX uUenen ocyuwecTBnsSeT CBs3b MWUO3U-
Ha C aKTMHOM, a Aapyras oTBeTcTBeHHa 3a AT®da3Hy aKTUBHOCTb
MuosnHa. Muo3nH pacliennseTcs TPUNCUHOM Ha ABa (parmMeHTa, KO-
TOpble Ha3blBalOTCA JNEerkMMm U1 TsXenblM  MepoMuMO3uHOM. B cBow
ouyepenb TsXenbll MepOMWO3WH pacliennseTcsa nananHoMm Ha dpar-
MeHTbl S: u Si; nocnegHUM Kak pa3 M COOTBETCTBYET akTUHCBSA3bIBAlO-
LWemMy rofloBHOMY KOHLY MMO3MHA.

AKTUH npepctaBnseTr cobon He oauMH 0Genok, a CeMencTBO U30ak-
TUHOB, KOTOPbIX B KIeTKax MITeKOnuTawWwmx HacuuteiBaeTca pf[o 7
pasHoBuaHoOCTeW. Bce uM3yvyeHHble W30aKTUHbI LOCTAaTOYHO 6nM3kM no
NepBUYHON CTPYKTYpe W CpaBHUTENbHO Marnow MOMeKynsapHoOW macce
(~42000). OgHako C MOpPMOreHeTU4EeCKON TOYKW 3PEeHUs BaxXHO TO,
YTO MO Mepe pas3BUTUS OpraHnuamMa MNpPOUCXOAUT YacTUYHAs 3aMeHa
OQHUX M30aKTMHOB ApyrMmMmu. B 4yacTHoCTM, MO XoA4y pasBUTUSA MOBbI-
WwaeTca AonA akTuMHa, koTtopas OGonee merko nonumepusyetca [37].

M30aKTnHbl — O0OHW M3 caMblX pacnpocTpaHeHHbix GenkoB. B He-
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MbILIEYHbIX KIeTkax OHW MoryT coctaBnatb 15% u Gonee ot obuwero
fbenka, a B TakMx akTUBHO ABUXYLIMXCHA KneTkax, Kak amebbl u mak-
pocdharn, — u 30%. lNpuBepeHHas Bbille MOJIEKYNApHas Macca OTHO-
CUTCA K Tak HasbiBaemomy rnobynapHomy (G)-aktuHy. pwu pocTta-
TOYHOM KOHUeHTpauuu, Hanuumm ATP, noHoB Mg n psaga cneuudu-
yecknx 6GenkoB G-aKTWH nonumepusyeTtcs, obpasys HUTEBUAHbIE MO-
nekynel ubpunnapHoro, unu fF-aktuHa. B cBoe TunuyHom copme
F-akTuH npeactaBnsetr cobow ABYXxTsxeByw cnupanb. OgHako nony-
YeHbl AaHHble O MPUCYTCTBUMM B KOPTMKANbHOM  CINoe 3UroT MO0~
CKOB ogHoTsbkeBoro f-aktmHa [38]. lMpouecc nonumepusaumm akTu-
Ha MOXeT npoTekaTb yaAuBMTENbHO ObICTpO. Hanpumep, B xogoe akpo-
COMHOWM peaKkuuu cocTosilas M3 akTUHa aKpoCOMHas HUTb TFOnoTypuu
Thyone ypnuHseTca nyTeM MonMMMepu3auuum 3a HECKONbKO CEKyHA Ha
90 Mkm [29]. Y cnepMaTo30MOOB MOPCKUX €XeW CKOPOCTb MonMmepwu-
3auumMm akpoCcoMHOW HuTM pgocTturaet 180 MKM/MUH. B kannax uUuMTO-
nnasMmbl cnuamctoro rpuba dusapym akTMH nonuMmepusyeTcs  3a
1—3 Mwun [39]. Co ckopocTaMM TOro Xe nopsgka nonuMmepusauyns
aKTMHa npoTekaeT B 3MOpPMOHaNbHbIX MOP(OreHeTU4YEeCKNn aKTUBHBIX
kneTkax. IMeHHO cTonb BbiCOKasi CKOPOCTb MO3BONSIET OTHECTU MOMM-
Mepu3auu akTuHa K OAHON M3 OCHOBHbIX AMHAMWYECKUX MepeMeHHbIX
MopgoreHesa.

Monumepusauma akTUHaA — CITIOXHbIA MHOrocTyneH4yaTbld Mpouecc,
OH HauymHaeTca ¢ aktTmBauum monekyn G-akTuHa, B pe3ynbTate KOTO-
pon OT HuUX oTAensetcd ONOKMPyKLWWUA NONMMEpPU3aunio  CBA3aAHHbLIN
c Humu 6enok (QHKasa-1 unn npodwunuH), a Takxe aKpaHupyeTcs
NONOXWUTENbHbIN 3nekTpuyeckun 3apan G-akTuHa, NpPenATCTBYIOLWNNA
nonuMmepunsauun. OToeneHue 6Gnokupyrwwmnx ¢GakTopoB OCyLW eCcTBNAeT-
Ca NpuW yyacTuum akTUHCBA3bIBawwWwmx 6enkoB: 5-HykmeoTugasbl wnu
a-akTuHuMHa. Cnegywowas crtagua nonumepusauummn (Hykneaums) co-
CTOUT B 0ObeaMHEHWU Heckonbkux Monekyn G-akTuHa. [Ons aTtoro
TpebyloTCca Apyrue akTuHCBA3biBawwue 6enkm, B 4YacTHOCTM B 3Nu-
TenuanbHbIX KNeTKax M oouuTax — BUNNUMH. [locne Hykneauuu Hayu-
HaeTCcsd CMNOHTaHHOe yAnWHeHWe (3NOoHraums) akTUHOBOW Uenu nyTem
pobaBneHna HOBbIX MOHOMepoB. Takum o6pa3oM BO3HWKaAeT HUTb
fF-akTuHa.

Hutb /"-akTuHa obnagaet NONSAPHOCTbI: €e pPOCT NyTeM npucTpau-
BaHMa Monekyn G-akTmHa umaget ¢ Haumbonblien CKOpPOCTbI OT OJHOrO
KoHUa (HasbiBaemoro 6bicTpbiM). C NMPOTMBOMOMOXHOIO (MEANeHHOoro)
KOHUa Mpu onpederieHHbIX, He CIMUWKOM OOonbWNX KOHUEHTpauusx
G-akTuHa npoucxoauT, HaobopoT, oTnajeHwe MONekyn u, crneposa-
TenbHO, Aenonumepusauuns HuTM. [lodTOMy MOMEKYyNnsApHbLIA cocTaB
["-akTuHa HenpepbiBHO 0OHOBNAETCA B pe3ynbTraTe nNpucTpauBaHus
mornekyn G-akTMHa c ObICTpPOro KoHUa, WX NPOABMXEHUSA K MeAreH-
HOMY KOHLY M MO AOCTUXEHWU NOCNefHero yxoAdy B pacTBop. Takown
HanpaBNeHHbIN NPOUEcC MONEKYNApHOW Murpauuym nonyvymn HasBaHue
«nepemansiBaHusa» (treadmilling). Ero ckopocTb WH BUTpPO — nopsg-
ka 1—3 mkm/mMuH [40].

MonsapHocTb /"-akTuHa wMoxeT ObiITb BU3yanu3upoBaHa nyTem p[o-
6aBneHnss Kk HeMy (MH BUTPO UM Ha «OTKPbITbIX» FMULEPUHUINPOBAH-
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HbIX KkrneTkax) cybdparmeHToB S, MMO3MHa, obnajawwumx, Kak yxe
roBopunocb, CpefacTtBOM K akTuUHy. [lockonbKy Si-dpparMeHTel MUO3u-
Ha NPUKPENnsaTCA KOCO K chnupansM akTuHa, obpasylumecss akto-
MWO3MHOBbLIE KOMMMEKCbl MMewT Bug cTpen. Mx Tynow koHey obpa-
lWweH k ObicTpoMy KOHLUY uenu F-akTuHa, a OCTpblA KOHel — K Mef-
neHHomy (puc. 15).

Ha nongapHoctn Ff-akTMHa OCHOBaHO W [encTBue LUTOXanasu-
HOB — LUMPOKOM3BECTHbIX (PaKTOpPOB AenonuMepusaunum akTuHa, OTHO-
cAWMUXCa K rpynne ankanompgos. 3T MoOmeKkynbl, Kak n pag 06enkos,
6nokupyrwmnx nonuMmepusaumio ak-

TUHa, NMPUKPennawTca K ObicTpomy
KOHUY /*'-akTuHa, npenaTcTBys no-
cajke Ha Hero crnegywuwmx mone-
Kyn rnobynspHoro akTuHa. [deno-
numepusauuna akTuHa npojonxaet
MATW NpWU 3TOM CNOHTaHHO. Bechb-
Ma ObicTpoe p[encTBMe uUuMTOXana-
3MHa Ha XwuBble kneTkum (okono
MWHYTBl WM Jaxe MeHblue) CBU-
AeTenbLcTByeT 0 ObICTPOTE CMOHTaH-
HO npoTekawlewn penonumepusa-
UMM aKTMHa, kKoTopass B HOpMe
KOMNeHcupyeTcss cTonb Xe ObicT- puc 15 Cxema BbiSBNEHUS MOMSPHOCTU
pou nonumepusauunen. opHoTsikeBoro  (J1) M ABYXTsKEBOro

B dusnonornvecknx ycnosusax (b) F-aktuHa npu nocagke Ha Hero

nmetoTcss 6enkoBble akTopbl, Ael- 5SrdparMeHTOB MMO3VHA  (3a4EPHEHDI).

CTByWOLWMNE MNOJOOHO uMTOXamnasuHy, ~ AE-lY , BHEPALNON,
T. €. NMpekpalwatwuwune nonmmepusa-

UM akKTnHa nyTtem 6J'IOKI/IpOBaHI/IF|
ero 6bICTp0I'O KOHUA: TakoBbl Genku CbpaI'MVIH n ceBepuH, BblaeneH-

Hble u3 MukcomuuetoB. CywecTByOT M Oenku (p-akTUHUH M3 MNOYeu-
HblX KNEeTOK, aKyMeHTWH M3 KNeToK KpOoBW), Onokupywwue MeaneH-
HbIl KOHeLl uenu /*'-akTuHa.

YCcTaHOBNEHO, YTO aKTUHOBbIE HWUTU MNPUKPENMSATCA K KINEeTOYHOM
MeMOpaHe CBOUMM «ObICTPbIMU» KOHUAMW, NpUYeM 3TO NpUKPENseHue
OCyLLEeCTBNSeTCA 4epe3 nocpeacTBO MoNnekyn 6enka BWHKynuHa wunm
Xe aKTUH HenocpeiCTBEHHO CBA3blBaeTCAd C TaK Ha3blBA€MbIMW  UH-
TerpanbHbiMn Genkamu kneTto4yHom membGpaHbl. Bo3HukaeT Bonpoc, kKa-
KUM 06pa3omM MOXeT aKTMHOBasl HUTb pacTu, ecnn ee ObICTPLIA KoHel,
3abnoKkMpoBaH KOHTakTOM C MeMOpaHOW. BOMbWMHCTBO aBTOPOB CYU-
TalT, YTO TEM He MeHee POCT HUTU MAeT OT ee «MeMOpaHHOro» KOH-
ua u perynupyetcss KakumMu-TO MepecTporikamm camon MeMOpaHbl,
BPEMEHHO AeNnawnlWmMmu NpUMbiKalLWMN K Heln koHel F-akTUHOBOW HWU-
TW [OCTYMHbIM Anga uuTonnasmaTtmyeckoro G-akTuHa. Hekotopble Oy-
MalT, OAHAKO, 4TO Npu 3akpenneHnm Ha membpaHe «BbICTPOro» KOH-
Ua poOCT HMUTM MOXEeT MATU U CcO CBODOAHOro «MeOfIeHHOro» KoHua
[41].

f-akTnH MoxeT B cBOKW o4epeab 0Opa3oBbiBaTb CTPYKTYpbl BbIC-
WKNX NOPSAKOB, M3 KOTOPbIX OCHOBHbIMU SIBNSIETCA aKTUHOBbLIA refb U
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ny4ykn MukpodunameHtoe. AKTMHOBBLIN renb [42, 43] npeacTasnser
cobori TpexmepHoe nepenneTeHne akTUHOBbIX HUTEN, Hepenko pacno-
NOXEHHbIX APYr K Apyry nog yrnamu, 6nu3knmum Kk npambiM. dua-
MeTp si4ell aKTUHOBOrO renss MOXeT OblTb [JOBONMbHO  Gonbwum (4o
100 HM), T. €. gonyckawwum Anddy3no JOCTATOYHO KPYMHbIX Moe-
kyn. Ecnu uwncteli /“-akTUH obGnapgaeT CBOWCTBaMM BA3KO3MACTUYHOTO
30Nn4, pacTarnBalLWerocs nog MexaHU4YecKMM HamnpskeHuem, TO npwu
o6pa3oBaHUM MonNepeyHbiX CBA30K MEXAY HUTAMMU akTUHa MOCNeaHun,
CTaHOBACb renem, kak Obl cobupaeTcsas B €OUHYH TUTaHTCKYK Mone-
Kyny, obnapgatowyto ynpyrocTtbet. XenaTuHu3daumsa akTuHa WH BUTPO
Bbl3blBaeTca noHmxeHnem pH po 5,0 n Bo3pacTaHueMm KOHUeEeHTpauun
ABYyXBaneHTHbIX KaTuoHoB. WH BMBO, oAHako, Haubonbliee 3HavyeHue
MMeeT HanMume W akTUBHOCTb psha aKTUHCBA3bIBawwmx 6Oenkos.
M3 Hmx cnekTpuH (B aputpounutax), doapuH v psg Apyrux 6Genkos
obpas3yloT nonepeyvHble CBA3KM MexAy Hutsamum F-akTuHa, a ppyron
BaXKHbll aKTMHCBA3bIBawWMN 6enok — renb3onnH, Kak crnegyet wu3
ero HasBaHus, HanpoTuMB, paspywaeT aKTUHOBbLIN renb, NepeBOAs €ero
B oTAenbHble Monekynbl f -akTuHa, HO He genonuMepusys nocnegHue.
OH oTHocuTCca Kk uyncny Ca2+3aBuUcuMbiXx OGENKOB M akTMBEH NMUWb Npwu
3HAYUTENbHOW BHYTPUKNETOYHOW  KOHUEHTpauum cBobogHoro Ca2+
(>2-10-7 M). lMoatomy BbicOKME KOHUeHTpauun Ca2+ cnocobcTByOT
nepexogamMm renb—a30Mfb, a HU3KMEe — obGpaTHbIM.

Myykn napannenbHO pPacnoyiOXEHHbIX aKTUHOBBLIX HUTEW MOryT
pgocturate B TonwuHy 100— 150 HM. HekoTopble M3 HWUX, BO3HUKLIME
B KNeTkax, onpegeneHHoe BpeMs HaxXOAUBLUUXCS MO4 HaTAXEHUueM,
HasbiBalOT cTpecc-dubpunnamu; npu obpaboTke dnyopecueHTHbIMU
aHTUTeNnaMmn K akTUHY WX MOXHO BMAETb B ONTUYECKUX MUKpPOCKOMax.
My4ykn mMukpodunameHT MOryT ObICTPO «CLUMBATbCS» U3 aKTUHOBOTO
rens. 3Tomy cnocobcTByoT 6enku dacuuH, GUMOPUH U, NO-BUAUMOMY
NMOBCEMECTHO pacnpoOCTPaHEHHbIN a-akKTUHWH, a B LWETOYHbIX KaemkKkax
KMNeTOK KMLWEeYHOro anutenunsa Takxe 6enok BunnuH. PyHKUMA nocnej-
Hero 3aBucUT OT cogepxaHus Ca2+ B uutonnasme. Jluwb ecnu
[Ca2{] < 10.¢ M, BMNNWH cwmBaeT MUKpPOMNaMeHTbl B My4Yku, a npu
bonee Bbicokon [Ca24] BuNNMH, HanpoTuB, crnocobcTByeT pacnagy
MukpodunameHT. MHTepecHo, 4TO B nocnegHeMm cryvyae HapyllaeTcs
LEeNnoCTHOCTb NnasmaTtuyeckon MembpaHbl: OHa pacnagaeTcda Ha OT-
AernbHble Ny3bipbkn. 3TO nogyepkuBaeT pofb akTUHOBbLIX MUKpoduna-
MEHT B NoAAepXXaHWW LenoCTHOCTU KrneTo4yHon MembpaHbl  (cMm. 06
3TOM HuXe). 3ameTum Takxe, 4TO cbopke Ny4yKOB MUKpOUNaMEHT B
NOBEPXHOCTHOM Croe AWLeKneTkn MOPCKOro exa cnocobcTtByeT MOBbI-
weHne pH (3awenaymBaHue) [44].

MN3BeCTHbl TakXe HeKOTOpble WHTEepecHble TpexMepHO ynopsaao-
YeHHble OpMbl OpraHuM3auuMu akTuHa. Hanpwumep, renuokouganbHO
3aKpyYeHHble aKTUHOBble cnupanu, B6bICTPO (3@ HECKONbKO  MWHYT)
dopmupyowmecs n3 csoeobpasHbix 3Be3gyaTbiX accoumauuil HEeCKOIb-
KUX aKTMHOBBLIX HUTEN, onucaHbl B cnu3uctom rpube Physarum [45].
B cybkopTMkanbHOM crnoe sWLEKNeTOK MOIMICKOB OOHapyxeHbl 06-
nactu € napannefnbHbIM  pacrnorfioXXeHMeM akKTUHOBbIX MuKpoduna-
MEHT — MuUKpounnameHTapHble gomeHbl [46]. B pagunanbHOM Han-
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paBneHun (OT KNeTOYHOMW MeMOpaHbl K UEeHTPY KNeTKku) npocnexuBa-
€TCA HECKOINbKO «dTaxen» TakuxX AOMEHOB, B KaXAOM W3 KOTOPbIX
MUKpOUNaMeHTbl MNOBEPHYTbl Ha HEKOTOPbIW  Yron  OTHOCUMTENbLHO
CMEXHOro ataxa. TakMe CTPYKTypbl CXOAHbl C Tak Ha3blBaeMbiMU XO-
necTepuyeckMMm XugKkuMu Kpuctannamu.

MOP®OFEHETUYECKUE ®YHKLUWUWN AKTUHA

OnopHasa ponb

AKTMHOBBLIN renb B paAge cnydaes, 6Gnarogapss CBoen PUTMOHOCTM,
BbIMOMHAET NpaAMYy YHKUUIO uuTOCKeneta — onopHyt. Kak pas ¢
3TMM CBHA3aHO BbLICOKOE COAEepXaHue akTuHa B KOpTUKanbHOM  (nopg-
NOBEPXHOCTHOM) cCroe Kak SWLEeKNneToK, Tak U coOMaTU4YeCKUX KIeTOoK.
BepoaTHo, cTpecc-pubpunnel Takxke urpakwT cTabunuavpyroLly porb.
Mpu Bcem 3TOM He creayeT 3abbiBaTb O BbICOKOW NabunbHOCTU BCeEX
dbopm akTMHa M O TOM, crieaoBaTesflbHO, YTO U MexaHM4YecKkue CBOWCTBA
akTMHa MOTyT 'M3MeHATbCA OyKBanbHO 338 MUHYTHI.

[OBuratenbHble yHKUUK

OcHOBHast (yHKUMST aKTMHa — 3TO TpaHCMoKauuss BHYTPUKMIETOY-
HblX OpraHens, y4acTKOB nfa3MaTuyeckux MemOpaH M LEenbiX KNeToK.
MonekynapHble MexaHW3Mbl 3TUX MNPOLECCOB PacCKpbITbl ele He Ao
KOHUa, W npeactaBneHns B 3Toh obractm 3a nocnegHee BpeMms Cy-
W ecTBEHHO BuAouaMeHunucb. CornacHo kKnaccuyeckum npepcrasne-
HUAM, ABuUratenbHble @QYHKUUM  BHYTPUKNETOYHbIX COKpaTUTENbHbIX
6enKkoB OCYLLECTBNAKTCA TeM Xe cnocobom, 4YTO M COKpaleHue CcKe-
neTHbIX Mblwl: Gnarogapss NoBOpoTaM TOSIOBOK MMWO3MHA, CBA3AHHOTO
C aKTMHOM, npu rugponunse ATP aKTOMUO3MHOBBLIM KOMMIekcom. Oen-
CTBUTENbHO, Takum o06pa3om MOryT OCyLWecTBNATbLCA KaK TpaHCnoka-
LMW OpraHenn, MNPUKPENJeHHbIX K TONIOBKaM MONEKYn MUO3MHa, Tak
n cbnmxeHne y4acTKOB KNeTOYHOW MemOpaHbl, ecnu 3TW y4yacTku
npukpenneHbl K KOHUaM ABYX napannefibHblX NMPOTUBOMNONAPHbLIX HUTEN
akToMnosuHa. HanomMHMM, 4YTO cam aKTOMWO3MHOBLIA KOMMekc obpa-
3yeTcsa nuwb B NpuUcyTcTBMM MOHOB Ca2+, KOTOpble CBA3bIBATCA C
6enkom TponoHnHom C m oceBoboxpgatT 3abNoKMpoBaHHOE WM MECTO
CBSAI3bIBAHUS aKTUHA C rONIOBKOW MWO3UHA.

Ewe HepaBHO Takol cnoco® (yHKUMOHUMPOBAHWUSA BHYTPUKNETOY-
HbIX COKpaTUTesNbHbIX OEnKoB cuyuMTancad eAWHCTBEHHO BO3MOXHbIM.
B yacTHOCTWM, OH paccmaTpuBancs Kak OCHOBa UMTOTOMUWU (AeneHusd
KNeTo4yHoro tena) u Boobuie MopdOreHeTUYeckMx WM3MeHeHuh opmbl
knetok. OagHako B HacTosillee BpeMs BbIABAAKTCA W Apyrve, NpuHUU-
nManbHO HOBLIE CMOCOOLI WX AeATenbHOCTU. TakoBbl MOTOKM MWO3MHA
Ha MMMOOMNN3OBAHHOM aKTUHe, onucaHHblie X. Wumuyy un . XakeHOM
[47] Ha mopenbHoW cucteme. [NocnenHsss npepctaBnsiet cobol Aea
KOHLUEHTPUYECKUX UMNuHApa, .Ha obpalleHHbIX ApPYr K ApYry MNoBepx-
HOCTSIX KOTOPbIX ObINM MNoca)XxeHbl UMMOOWNN3OBaHHbIE W OPUEHTUPO-
BaHHble B OOHY CTOpPOHY MOnekynbl akTuHa. [lpocTpaHCTBO Mexay
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NOBEPXHOCTAMW 3anONHANOCbL pPacTBOPOM YacTuy MepomuosduHa (cy6-
parMeHTOB MONiekyn MWoO3uHa), a Takke ATP. Mo gocTmxeHunm on-
pefeneHHON MNOpPOroBoM TemnepaTypbl B pacTBOpe BO3HMKaNW YCTOW-
YMBbIE KPYFrOBble MOTOKW 4YacTuy MepoMWo3vMHa BAOMb HUTER MMMOOGM-
NM30BaHHOro akTuHa. WMHTepecHO, 4YTO BOBreYeHMe B MOTOK MOAUDU-
uMpoBarno CBOWCTBA OTAENbHbLIX YacTUL MepoMUo3MHa TakMm obpasom,
4TO MPU TOPMOXEHUW MOTOKA MEXAHUYECKMM NPENATCTBMEM MNOHMXA-
nacb AT®asHaa aKTUBHOCTb Mepomuo3nHa. B aTon cBA3M HagQo Ha-
NMOMHUTb, YTO M3MeHeHWe (EePMEHTATUBHOW akKTUBHOCTU MUO3MHA U aK-
TOMWO3MHA B rMAPOAUMHAMMUYECKOM nore Obio noka3aHo 3HAaYUTENbHO
paHbwe [48]. Bce paHHble paboTbl MOXHO paccMaTpuBaTb Kak MoO-
AENnW HepaBHOBECHbIX HAAMOMEKYNSAPHbIX CTPYKTyp, MoAuduUupyto-
WKMX CBOWCTBaA BXOASAWMX B MX COCTaB MOIEKyn. XOTsS B XWBbIX KneT-
Kax ABwxeHus, nopobHble notokam LWumwuuy, noka 3apernctpupoBaTb
He yJdanocb, BbICKa3aHO MHEHWE, YTO CKOJIb)XEHWEe MUO3MHa No UMMO-
Ounn3oBaHHOMY aKTWUHY — OCHOBHOM cnocob TpaHcnokaumm BHYTPU-
KNeTOYHbIX CTPYKTyp [49].

C Apyron CTOpPOHbI, BMOSIHE BO3MOXHO, YTO BO MHOMMX BMAax
BHYTPUKNETOUYHbIX ABWXEHUN y4yacTBYeT YUCTbIN akTuH, 6e3 mMuosuHa.
OTo cneayeTt, B 4aCTHOCTM, M3 OTCYTCTBUMS MMO3MHaA B Takux [ABura-
TEeNbHO-aKTUBHbLIX CTPYKTypax, Kak nuaupywwmnn kpawn cpubpobnactos
UnNnM akpocomHas HuTb cnepmatosompgoB. O6cyaum BkpaTue BO3MOX-
Hble MeXaHW3Mbl TaKUX ABUXEHUN.

Monumepunsauma — genonumepunsauunsa akTuHa

Haunbonee 4yeTko ABuratenbHas QyHKUMA NonuMepusauuu akTuHa
NposiBNsieTCA B yXe OMWCaHHOW Bbille akKpOCOMHOW peakuuum cnepma-
TO30MOOB WIMOKOXUX U psga APYrMX XWBOTHbIX: 34eCb WMEHHO NOmnu-
Mepu3aumsa akTUHa NPUBOAUT K Nopas3uTenbHO ObICTPOMY BblITankuBa-
HUIO aKpOCOMHOW HWUTK. [lpouecc nonumepusauMnm akTMHa WHTepeceH
TEM, YTO OH MOXET OCYLECTBNATb «TOSIKAHWE» KINETOYHbIX OTPOCTKOB,
a TonkaHue Hapsily C COKpalweHWeM-noaATArMBaHWEM SBMSETCH Henpe-
MEHHBIM KOMMOHEHTOM KINEeTOYHOro ABMXEHWS U Heobxoaumo Ans cme-
Hbl TOYKM MPUKPENNeHuss nocTynaTenbHO ABUXYLWUXCA KNeTok. Beic-
Ka3aHO MHEHME, YTO MMEHHO MONMMEPMU3aLNOHHOE «TOJIKaHUE» SABMSAET-
Csl CpeACTBOM BbIABWXEHWUS Bhnepen Beaywero kpass d¢ubpobnacrta
[41] (puc. 16, A—B). OpgHako Oonee nofnHoe MOHWUMaHWe poONu MNonu-
MepusauumM akTMHa B KNeTOYHbIX ABMXEeHUusax TpebyeT panbHenwux
nccnenoBaHUm.

B cBow ouyepeab genonumepu3aums akTUHa MOXET NPUBOAUTHL K
CoKpalieHUt TOro y4yacTka KneTo4yHon membpaHbl, NOA4 KOTOpPbIM OHa
npoucxoguTt. 3To 'MMeeT MecTo, NO-BUAMMOMY, B npoueccax LUTOTOMUM
N COKpaLleHMSA anukanbHbIX KMNEeTOYHbIX CTEHOK, KOTOpble paHee 00b-
SAICHANIUCb CKOJMbXXEHUEM aKTOMMWO3UHOBbLIX HUTEN. Takoe cokpalweHue
CBSA3aHO, BO3MOXHO, C MOHUXEHWEM MeXaHW4YEeCKOM YCTOWYMBOCTU OaH-
HOro y4acTka kneTto4yHouW MembpaHbl B pesynbTtate pas3bopkm akTUHO-
BOro uUMTOCKeneTa M C nocrneaywlen anuMmmHaumen 3TOro yvacTtka ny-
TemM aHpgoumTo3a (cM. Huxe). M30ToOHMYeckoe cokpalleHue uumTOonnas-

58



MarM4eckom HWUTWU, CBsI3aHHOE C AenofniMMmepusaunen akTtuHa, Habnto-
Janocb Takxe Ha dusapyme [50].

HakoHeu, MOXHO NpeanonoXuTb, YTO aKTUHOBas HWUTb OyaeT C
3aMeTHON (MO BHYTPUKNETOYHbIM MaclwTabam) CKOPOCTbiO  nepeme-

A G-akmuH B B

b-akmuH

PHc. 16. Bo3MoOXxHble cnocobbl (YHKLUMOHMPOBAHUSA aKTUHOBBIX CTPYKTYyp B ABU-
xywemca dubpobnacrte:

A — cbGopka nyyka MukpodunameHT U3 OTAENbHbIX HUTEN M U3 G-akTMHA Ha Be-
aywem kpat ¢ubpobnacta; b — pacTywunn nNyyvyok MuUKpoduUaMeHT, OocCyL ecTB-
NaWNi TonkaHne nepegHero kpas dwubpobnacrta (cTtpenku); B — 10 Xe, dub-
pobnact nokasaH B npodunb (no [41])

waTtbCa B XOA4e OMWCAHHOrO Bbille «NepemanbiBaHusA», ecnu KaxAabli
npucoeanHSaLWNNCa K HelW mMoHomep OyaeT OAHOBPEMEHHO BCTynaTb B
CBSI3b C kakon-nmbo membpaHon. AHanormyHelm obpa3om MoOXeT nepe-
MelwaTbCa opraHenna, npukpenneHHas K OAHOW M3 cybbeauHuy «ne-
pemanbiBaemMon» MUKPOMUIaMEHTHI.

[OeuratenbHas ponb refb — 30/1b NepexonoB akKTUHa

CospgaBanu MopenbHble CUCTEMbI, COCTOSWME M3 TOHKMX TpyboK,
3aMoOMHEHHbIX aKTOMUO3MHOBbLIM renemMm B MNPUCYTCTBMU  renb3onuHa
[42]. Ecnun cos3paTb B Takux Tpybkax rpaguMeHT KOHLUEHTpauuum MWOHOB
Ca2+, To renb Ha4yHeT coOKpalwaTbCA B CTOPOHY MEHbLIEN KOHLEHTpa-
umn Ca2+ 3710 0ObsACHAeTca Tem, 4To Ca2+ kak roBopunocb Bblile,
CTUMYNUpPyeT aKTMBHOCTb Trenb30fnHa, OT4Yero B 00NnacTM  BbICOKOWN
KoHueHTpauum Ca2 akTOMMO3WH nepexoguT B COCTOsHME 3ons. Becb
ocTawLWMACA renb CcoKpaliaeTcs, nepemelasicb B CTOPOHY MeHbLUeWn
KoHUeHTpauum Ca2+. 3TOT MoAEeNbHbIN ONbIT COOTBETCTBYET HEKOTOPbLIM
HabnwaeHUsaM Ha OBUXYLWWXCA KneTkax: y amebbl Hanbonbwas KOH-
ueHTpauma csobogHoro Ca2+ 3aperncrtpupoBaHa Ha 3agHeM  KoHUe
[51]. MoXxHO npegnonoXuTb NO3TOMY, 4YTO B MNepeaHe-3agHEM  Han-
paBneHun ABmxyuiencs amebbl MmeeTca rpagueHT renb— 30fb COCTOSA-
HMA akTuHa. B pgaHHOM cnyyae 30nMb—aKkTUH 3afHero KoHua [AOJIKeH
npucyTcTBoBaTb B MNOMUMEepu3oBaHHOW ¢opme, T. €. B BuMAE MUKpO-
OUNameHT.

Heckonbko wnHaa wMogenb, yyuTbliBawllas KakK renb—a3ofb nepe-
XoAbl aKkTWHa, Tak M OCMOTUYECKOe (TypropHoe) [aBlieHWe BHYTpHU
KneTku, npeanoxeHa Ans  obbsicHeHMs OBUXeHUn pubpobnacTa
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[132]. Mpepnonaraetcsa, 4YTO BbINAYMBaHWE €ero nepefHero kKpas Bbl-
3blBaeTCq pPacnopom KMeTOYHOMW CTEHKW BHYTPEHHUM  OCMOTUYECKUM
pasrieHnemM. AKTUH, HaxoAdAWMUWCA B COCTOSHUM Tend, MexXaHW4yecku
npoTMBOAENCTBYET TakoMy pacnopy, a Mpu ero O030NeHMW ITO Npo-
TuBogdencteme wucyesaetr. OcmoTuveckoe [JaBrieHMe B COYeTaHUM Cco
CTPYKTYPHbIMW nepecTporikamu 6enkoB — BaXHbIA, XOTHS W Manousy-
YeHHbI dakTop Aedopmaumin U OBUXEHUNA kneTok. Mbl ewe obpatum-
Ci K HeMy B CBA3M C MOpPdOreHe3oM rMApPOUAHbLIX MOMMNOB.
OxapakTepusoBaHHble Bbille (QYHKUMW akTuHa TpebywT, 4YTOOHI
pasnnyHble ero CTPYKTypbl (My4Ykn MukpodunameHT, renesas akTu-
HoBas ceTb, OTAEMbHble HUTW, Myn MOHOMEpOoB W T. A.) 6bimn 6bl goc-
TaTO4YHO 3aKOHOMEPHO pasmelleHbl B Lenon knetke. MHbIMU crnoBamu,
KMNeTKNW AONXHbl OblTb NPOCTPAHCTBEHHO AnddepeHuMpoBaHbl No
CTPYKTYPHBIM COCTOAHMSM akTuHa. Takas guddepeHunmpoBka — nubo
KpaTKOBpeMeHHass W AuHamuyveckasd, nubo 6Gonee ctabunbHaa — pgen-
CTBUTENbHO HabniogaeTca Ha MHOrMX npumepax. YAMBUTENbHO TOYHas
perynauma ¢GOpMbl U pacnofioXeHWs akTUHcodepXalwWux CTPYKTYp
(4yBCTBYIOWMX BOMOCKOB) OMMWCaHa B XOA4e pPasBWTUA KMETOK YNUTKK
BHYTPEHHEro yxa KypuHbIX 3apopbiwen [52]. B atux knertkax pery-
NUPYIOTCS YUCMO MYYKOB MUKPOPMUNAMEHT, YUCNO MUKpOPUIaMEHT B
nyyke, ANMHa MUKpPodMNaMeHT M XapaKTep WX YyNnakoBKW BHYTPM MNyu-
Ka. Bce aTu akTbl CTaBAT BaXXHEWLWWN, €lle He pPEeLleHHbIn BOMNpPoOC
0 akTopax MnPOCTPaHCTBEHHO-BPEMEHHON perynsauum  CTPYKTYPHbIX
npeobpa3oBaHU akTUHA, TaK Xe Kak W APYrNX LUTOCKENETHbIX CTPYK-

TYp.

MOP®OIrEHETUYECKAA POJIb MUKPOTPYBOYEK

MwukpoTpyboukm npepctaBnawT cobon TpybyaTble CTPYKTyphl
anametpom 20—30 HM u TonwMHOM cTeHOK 4,5—7 HM. OHM nocTpoe-
Hbl M3 rnobynapHoro rnuvkonpoTtemnpga TybynmHa, MOmneKynbl KOTOPOro
obpasoBaHbl ABymMsa cybbeguHuuamu. C TyGynmHom cBA3aHa [TO,
npuHumatruas yvactme B cbopke MukpoTpybouek, a Takxke 6enok
OVHenH, obnapawowun ATdasHoM akTUBHOCTbIO. Monekynbl AguHeuHa
06pasyoT KOPOTKNE CBA3N MEXAY COoCegHUMU MUkpoTpyboukamu (Tak
HasblBaeMble AWHEWHOBbLIE PYYKM), OpMEHTaUUs KOTOPbIX W3MEHsieTCs
npun rngponnde AT® (nogobHo TOMy, KaK WU3MEHseTcs opueHTauus
rofloBOK MMWO3MHA Ha aKTUHOBBLIX HUTAX). 3TO BbI3biBAaeT B3aMMHOE
ckonbxeHne MukpoTpyboudek. [JaHHbIN MexaHU3M NeXWUT B OCHOBe
OBUXEHUN XIYTUKOB M pPECHUYEK, a Takxe, BO3MOXHO, onpeaenset
OBWXEHUA BHYTPUKNETOYHbIX YacTul BOOMb MUKPOTPyboOuyek.

WH BUTPO npu nonoxuTenbHOW Temnepatype W B MNPUCYTCTBUMU
Mg2+ npoucxoguT nonumMepusaunsa AumepoB TyOynuHa B MUKPOTpPY-
6ouyku, a B npucytctBum CaX — ux genonumepmusauus. HekoTopblie
Kateropum MukpoTpyboyek paspywarwTca npu TemnepaTtypax, 6nus-
Kknx k 0°.

B XuBbIX KneTkax CyWecTBYHT ocobble LLEHTPbl OpraHusauum Muk-
poTpyboyek, cocTosiliMe M3 CKONMeHun («obnakoB») 3NEKTPOHHO-
NNOTHOrO MaTtepuana, pacnofioXeHHbIX BONW3M ueHTpuonen  (nepu-
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ueHTpuonsipHo). Crtposiwmnecs MUKPOTPYOOUKM MNOrpyxeHbol  O4HUM-
KOHLOM (Tak Ha3blBaeMblM MWHYC-KOHLOM) B 3TO CKOMfeHue, a K CBO-
6ooHOMY nntc-KOHUY pobaBnsioTcs HoBble cybbeauHuubl TyOynuHa.
lMocne 3aBepweHns cBoero hopmMmpoBaHMa MUKpoTpybouyka oTaenseT-
CA OT LeHTpa M MOXeT nepemMecTUTbCsA B APYroe MecTO KneTku, a ee
MecTo 3aHumaeT crnegywouwasa. LeHTp opraHusauumm paboTtaer, Takum
obpasom, kak koHBeunep [53].

B pasHbIXx Tunax KNeToK LEeHTp opraHusauum B pas3HOW CTeneHu
BMUAET Ha pacnonoxeHue un opueHTauuio mukpotpybodek. Ansg mop-
doreHesa BaxHO, YTO OTAENMBLUMECA OT LeHTpa opraHusauum MUKpO-
Tpy6oukn MOryT BcCKOpe «3abbiTb» CBOH WCXOAHYH OpMEHTauuw wu
NMPUHATbL HOBYI, OWKTYEMYK MECTHbIM OKpyxeHuem. MukpoTpybou-
KaM npunucbiBaloT crnepylowmne mopgoreHeTnyeckme @yHKUUN:

1. MukpoTpybo4ykn nonapmayT KneTku unu, TovHee, cnocob-
CTBYIOT 3aKpenneHuio onpeaeneHHON KNeTOYHOM MNOMSAPHOCTU U COOT-
BETCTBEHHO [ABWXEHWIO KNeTOoK B ofnpedenieHHoM HanpasneHuu. [lpu
3TOM BaXHO, 4YTO MUKPOTPYBOYKM YacTo accoumMMpoBaHbl C MUKPODU-
namMmeHTamMmu, C KOTOPbIMWU OHU CBHA3aHbl ocobbimum Genkamu. [loaTomy
cuctema MukpoTpyboyek nopgaepxuBaeT AUHAMUYECKYlD  cTabunb-
HOCTb MUKpOUIaMeHTapHOW CuUCTeMbl, Hanpumep, B OTPOCTKax AOBU-
Xywunxcsa kneTtok. Ecnu knetkm obpaboTtaTb KonmxuuumHom  (MpensaT-
CTBYWOLWMM nonMmepmusaunm MukpoTpybouek), ToO OHW, Kak npasBuno,
okpyrnsiTca. Bnpoyem, B kneTkax, COXpaHMBLIMX AOCTAaTOYHO MPOY-
Hble KOHTakTbl C cybcTpaTomM unM C COCeAHMMM  KneTKamu, nonsp-
HOCTb W HanpaBNeHHOCTb [ABWXEHWS MOryT noapepxumBaTbCs M B ycC-
nosuAx genonumepusauun MukpoTpybouek.

2. MukpoTpyboukn opraHu3yloT (BEepOATHO, NpU y4yacTUM KUHE3U-
Ha) HanpaBneHHble OBWXEHWS BHYTPUKNETOYHbIX 4acTul, OMUCaHHbIE
PebraHom [54]. Hanpumep, BaBmxywemcsa ¢pubpobnacte MUToXoHOpPUM
cMellalTcs K ero Beaywemy kpakw |[Bgonb nyykoB MukpoTpybouek.

3. MukpoTpyb0o4kM, pacnofnioxXeHHble BAOMb KMNEeTOYHON MemOpaHsbl,,
CTabunusnpyoT ee CTPYKTYpY.

4. Becbma cBoeobGpasHyl (YHKUMIO NpUMAUCBIBAOT MUKPOTpPybou-
KaM, obpasyloWwnmM XryTUKU KNeTOK BbICTUNKW amMHMOHA 3apodblluen
NO3BOHOYHbIX XWBOTHbIX. [leno B TOM, 4TO MWUKPOTPY6OUYKM COCTOAT M3
cnupanbHbIX NpoTOoPuNnameHToB, KOTOpble MOryT uMeTb (y4YuTbiBasd
NoONApHOCTb MUKpOTpybouek) ABe 3HaHTUOMOpPMHbIe MoAaudukauunu,
T. € OblTb «neBbIMU» UNU «npaBbiMM». COOTBETCTBEHHO U MOCTPOEH-
Hble Ha WX OCHOBE XFYTWMKU MOTYT cOBeplaTb «JNeBble» UMM «npa-
Bble» OueHnsa. Brbicka3daHo npepnonoxeHue [55], 4TO AuccummeTpusd
XKIFyTUKOB OMNpeaeneHHoro 3Haka Bbi3biBaeT npu ambpuoHanbHOM pas-
BUTUM BBICWUMX MO3BOHOYHbIX OTTOK a@MHWOTMYECKOW XMAKOCTU numbo
K npasou, nubo K neBoW CTOpPOHe Tena 3apodbilia, YTO U Bbi3blBaeT
WX HEepaBHOMEPHbIA POCT W, 3HAYWUT, MOSABNEHME NeBO-NpaBoOW AUCCUM-
MeTpun Tena (B3pOCnoro opraHusma.

Ckonb HM KaxeTca NPUYYANUBLIM Takoe nNpeanonoxeHue, OHO
efBa NN He efMHCTBEHHOEe, KaK-TO YyKasbiBawlwee Ha MOMeKynsapHble
OCHOBbI JIeBU3HbI-NPaBU3HbI MO3BOHOYHbIX.
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CTPYKTYPA N MOP®OIrEHETUYECKWE ®YHKL NN
NMNASMATUYECKOW MEMBPAHbI KNETKW

Kak u3BecTHO, OCHOBY nmasmaTuyeckon membpaHbl obpasyeT OBOW-
HOW CMoW NUNWAHBLIX MONEKyrn, MONSApPHbIe TPynnbl KOTOPbIX pacnono-
XEHbl Ha BHYTPEHHEN U HapY>XHOW MNOBEPXHOCTAX MeMOGpaHbl, anonsap-
Hble — BHYTpM MembpaHbl. B coctaB membpaHbl BXxoAAaT Takxe b6en-
KW, B OCHOBHOM TMpeACTaBfeHHble T[MnuMKonpoTemHamu. YacTb W3 HUX
pacnonoxeHa nn6o Ha BHewHeW, MO0 Ha BHYTPEHHEN CTOPOHe MeMOb-
paHbl, Apyrne xe (MHTerpanbHble) 6enkn kak Obl «npowunBawT» memb-
paHy HackBO3b M Takxe obpalweHbl NOMAPHbLIMWM Fpynnamu K ee no-
BEepxHOCTAM. B atmx obnacTtax cobpaHbl MOHM30BaHHbIE OCTaTKW aMu-
HOKMUCMOT, a TakKkxe YrneBOAHble OCTaTKu, obpalleHHble BO BHELIHIOW
cCpedy W uvrpawowme BaxXHYH Pponb B BOCAPUATUM KNETKOW  BHELWHUX
XUMUYECKUX CcuUrHanos. [IOMMMO  BbIMOMHAKWMX 3Ty  PeLenTopHYIo
ponb FAIMKOMPOTEUHOB K WHTerpanbHbiM 6enkam KneTo4yHOW MembpaHbl
OoTHOCATCA Takxke 6enku, ocylwecTBNAWME aKTUBHbIA TpaHcnopT
WOHOB NpOTUB rpaguMeHToB KoHueHTpauunm (Na+—K+ATdasza, ocy-
wecTBnAlLWan akTMBHbIN nepeHoc Na+ M3 KNeToK B HapyXHyk cpeay
n K+ BHyTpb kneTku; Ca2+3asucumas ATdasa, perynupyrouwasa BHYT-
PUKNETOYHYI KOHUeHTpauuio unoHoB Ca2+), u 6enKkun MOHHBIX KaHa-
noB, 4epe3 KOTOPble WOHbl TPAHCMNOPTUPYIOTCHA MO HanpasleHWto rpa-
OVEHTOB KOHLEeHTpaLuunu.

Ocobble, cneunann3npoBaHHble B XUMWYECKOM W CTPYKTYPHOM OT-
HOWEeHUW y4acTKu nnasmatmyeckonn membpaHbl yyacTBylT B obpaso-
BaAHUM pa3fMYHbIX TUNOB MEXKMNEeTOYHbIX KOHTaKTOB, KoTopble 6onee
nogpobHO paccmaTpuBaloTCs B PyKOBOACTBax Mo uutonoruun [56, 57,
133]. Mbl kocHemcsi nuWwb Tex TUMNOB U CBOWCTB MEXKIETOYHbIX KOH-
TakToB, KOTOpble MMeloT ocoboe 3HayeHue AnsA mopdoreHesa. B nep-
BYlO oyepefdb crnegyeT MOAYEPKHYTb, YTO B OAMHOYHbIX KreTkax u Mop-
doreHeTNYeCckMx akTUBHbIX TKaHAX (Hanpumep, B 3KCnNnaHTatax amb6-
puoHanbHbIX TKaHen amdpubuin [33]) HOBble MEXKNEeTOYHble KOHTaKThb
MOTyT BO3HUKaTb W AerpaguposaTtb OykBanbHO 3a MWHYTbl. Haunbo-
nee nabunbHbl Tak Ha3blBaeMble TOYeYHble (POoKamnbHble) KOHTaKThl,
XapakTepHble OnfA «Begyllero kpasd» ABuxywuxca ¢ubpobnacTos,
TOMbKO 4YTO Npukpenuswuxca k cybecrpaty. B dpubpobnacrtax 6onbimnx
CPOKOB KynbTMBaUMKU, a Takxke Mnobnm3octu oT OOHaXeHHOro npu u3o-
nAaumMn Kpass ambpuoHanbHbIX 3KCNMaHTaToOB BO3HWMKalT 6Gonee mouy-
Hble M yCTOW4YMBbLIE KOHTakTbl (‘MHOrga HasbiBaeMble 30Hamu cnuna-
HMUa — zonulae adhaerentes), accounmpoBaHHble C NMy4yKamMu MUKPO-
dunameHT 4Yepes MOCPeACcTBO yXe M3BECTHOrO HaMm BUHKYynuHa  (cBS-
3aHHOrO C BHYTPEHHWMW cTOpoHamu MembpaHHbIX peuenTopoB). Cuu-
TaeTcs, 4YTO 3T KOHTaKTbl (PYHKULMOHMPYIOT KakK LeHTpbl cOopkn (HYK-
neauyun) mukpodunameHt. Bnpouyem, B nocnegHee BpeMs MOSABUINCH
AaHHble 0 cneunduyecknx rMUKONPOTEMHAX KNeToYHOoW MembpaHbl, He
CBAI3@aHHbIX C (POKaNbHbIMW KOHTAKTaMu, KOTOpble CMOCOGHbI He TOnNb-
KO CBSI3blBaTb aKTWUH, HO U ObITb Takke LeHTpaMu ero Hykneauuu
[58].

dokanbHble KOHTaKTbl, BEPOATHO, TakXe NPsSiMO WX ONOCPEACTBEH-

62



HO accouMupoBaHbl C akTMHOM, HO B 3TOM Cfyyae aKkTWUH npeacTaBrieH
OTOENbHLIMU He COOpaHHbIMKM B NyYKU HUTAMU. NmeTcsa gaHHble O
TOM, 4TO Anga GOpMMPOBaHUA (OKaNbHbIX KOHTAKTOB KNeTKa AOSXHa
OblTb pacTAHyTa; C APYroW CTOPOHbI, UMEHHO 3TU KOHTaKThl, 3akpen-
nasce 3a cybecTpat wmnu cocegHue KNeTKU, nNogAepXuBalT LaHHYH
KNMeTKy B pacTAHYTOM cocTosHun. C BHELWHEW CTOPOHbI K (poKanbHbIM
KOHTakTaM MOryT npukpennateCsd (UOPOHEKTUHOBbIE BOJIOKHA  BHe-
KNneToYHOro maTtpukca, obpasys Tak HasbiBaemble ubpoHekcychl (cMm.
HUXe).

3a Bpemsa TOro xe nopsgka (MWUHYTbI) MOTyT BO3HWKaTb M Tak
Ha3biBaeMble MMOTHble (3aMblkalolWwme) KOHTaKTbl, OMoOsicbiBaloLne-
KNeTKM CnnowHbIMW KOoNbLaMu W co3pawwune OGapbepbl, oTropaxuBa-
IOWNe MEXKNEeTOYHble MPOCTpaHCTBa OT MPOHWKHOBEHUS  MONEKyn MU
WOHOB M3 BHELIHEW cpefbl. OTW KOHTaKTbl pasgensitoT membpaHy anu-
TennanbHbIX U 3NUTENUOUAHLIX KNETOK Ha ABa CTPYKTYPHO U YHK-
UMOHaNbHO pasfnuyarlmMxca ydacTka: anukanbHbli KM OasonaTtepanb-
Hbll. OHM OTAMYaKTCA MO KOHLEHTpauuu BCTPOEHHbIX B MeMOpaHy
WOHHBIX KaHanoB M HAacoCOB — TMepBble COCPefOTOYEHbl MpeuMyLlecT-
BEHHO Ha anukanbHOM Yy4yacTke. JlaTepanbHas NOABUXHOCTb KOMMO-
HEHTOB MemOpaHbl (CM. HUXe) orpaHuMvyeHa npegenamu Kaxgoro us
yyacTkoB. Takad KoOMMapTMeHTanu3auums KneTtoyHoh membpaHbl —
BaXXHbI KOMMOHEHT KreToyHon nongapHoctu [133].

Opyron BaXHbIW TUN KOHTAKTOB 9MOpPMOHaAmNbHbIX KMNETOK — Lie-
neBble KOHTAaKTbl, 4Yepe3 MOCPeACTBO KOTOPbIX M3 KMEeTKW B KNeTKy
MOryT NepexoauTb WMOHbl U HU3KOMOMEKYNSApHble BelecTBa. OTU KOH-
TaKkTbl TakXe MOTryT ObICTPO BO3HMKaTb WM Xe yTpayuMBaTb MPOBOAU-
MocTb. CTONnb AUMHAMMWYHOE MNOBEAEHWE MEXKMETOYHbIX KOHTAKTOB B
3HAYNTENbHOW Mepe OCHOBaHO Ha AWHAMWYHOCTUM CTPYKTYpbl nnasma-
TUYyeckon memOGpaHbl B UenoM. ITO NpPOSABMASAETCA Kak B MOABUXHOCTU
KOMMNOHEHTOB MeMOpaHbl B ee MNMNOoCKOCTW (natepanbHas MNOABUX-
HOCTb), Tak M B npoueccax obmeHa MemOpaHHbIX KOMMOHEHTOB C LM-
Tonnasmon (9HAO- U 3K30LMTO3).

JlaTepanbHad NOABUXHOCTb

OOWH n3 MeTO4OB €e U3yYeHWs OCHOBAH Ha CnocobHocTu MHormx"
MeMOpaHHbIX TNUKONPOTEMHOB CBA3blBaTb CBOWMMW BHELHUMW YrineBOA-
HbIMW oOcCTaTkaMu ocobble 6enku pacTUTENbHOrO MPOUCXOXAEHUS —
NeKTUHbl (Hanpumep, KoHkaHaBanuH A, cokpaweHHo KoHA). Ecnu
cBsizaTb gobaBnsemMbll K KNeTOYHOW KynbType NekTUH C dryopecum-
PYOLMM BeLWECTBOM, MOXHO MO M3MEHEHWI0 BO BPEMEHW KapTUHbI
dryopecueHUMN Ha MNOBEPXHOCTU XMBOW KMETKW CyAuTb O naTteparnb-
Hon nogBuxHocTn KoHA-peuentopoB. Ha noBepxHOCTM HOpManbHbIX
KNeToK yXe 4Yepe3 HeCKonbko MUHYT nocne gob6asneHuss KoHA, cBA-
3aHHOro c drnyopecLueHTOM, MOXHO HabniogaTtb obpasoBaHue obWwUp-
HbIX CBETALWMXCS «Wwanok». Tak, Ha NOBEPXHOCTW NnuMmdounToB «Lwan-
kn» obpasywTcsa yxe 4epe3 4 muH nocne pobasneHus KoHA [59].

OT0 sABneHue ob6bsAcHseTcAa cnegywwum obpasom. [lockonbky
00blYHO Mcnomnb3yemble B AaHHbIX OnbiTax Monekynsl KoHA gByx- unu
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bonee BaneHTHbl, KaxAaas Takas MoIeKyna cBa3biBaeT 0Oonee ogHow
Monekynel peuenTopHoro 6enka KneTtoyHbix MembGpaH. [lpu 3ToMm
CcBfi3aHHble Oenku TepsitoT NOABMXKHOCTE (MMMoOOMNu3yTcs). Takum
obpasom, Monekynbl NIEKTUHOB MrpakwT poOfib «MOBYLIEK», 3ajepXuBa-
Wux cnyvyanHo 6Gnyxpawuwme monekynel 6enkos-peuentopoB. Konwu-
YecTBO MOMeKyn MeMOpaHHbIX peLenTopoB, COTHAHHbIX B OAHY Takylo
NOBYLIKY, 3aBUCUT OT aMNnUTyAbl WX OABUXEHUN: ecnu Genku moryt
nepeMellaTtbCs NUWb Ha OrpaHWYeHHOW nnowagun KnetodyHon membpa’
Hbl, OHW 0Opa3ylT MHOr0O MEfKUX MSATEH, a eCNM OHWU NepemelLatnTCs
B MacwTabax uenow kneTku, To obpasyT oAHY OonblUyl «LAMKY».
Mo wmmewowmmcsa oueHkam [60] cKOpOCTb OBWXEHWUS peuenTopoB Mnpwu
aTom nopsgka 10 mkm/MuUH. Hapo, npaBga, umMeTb B BMAY, YTO MHOT-
fa KoHA-«wanku» He o0Opa3yloTcs He M3-3a HU3KOW MNOOBUXHOCTHU
peuenTtopoB, a u3-3a ObLICTPOro MOrMOWEHUA KMNEeTKOW  COrHaHHbIX
BMECTe peuenTopoB (CM. HUXe o0 aHgouunTo3e).

Bo mHorux pabotax [61, 62] 6bino noka3aHo, 4To obGpasoBaHue
KOoHA-«Wwanok» — aKTUBHbIA NpoUecc: OH He npoTekaeT Npu yrHete-
HUW 3HepreTmyeckoro metabonusama, a Takxe npu pgenonuMmepusauumu
MukpodmnameHToB noa pgencrenem uutoxanasuHa. O6pasoBaHue ns-
TeH, no-emauMmomy, 6Gonee naccuBHbiM npouecc. A ecnu obpaboTaTb
KNEeTKYy C YyXe TOTOBOW «LWankoWy KOMXMUWHOM, OEMNONIMMEPUIYIOLWUM
MUKPOTPYOOYKM, TO AOBOMbLHO cTabunbHas B APYrMX YCNOBUAX Llianka
paspywaeTtcsa. 3Tu pesynbTaTbl MNoka3anu, 4TO natepanbHble OBUXe-
HMS mMembGpaHHbIX 6enkoB 3aBWCAT OT LEMNOCTHOCTU uuTOCKeneTta: ANS
CYLLeCTBEHHON naTepanbHOW NOABUXHOCTU Heobxoguma paboTa MMUK-
podunamMeHT, a Ansg crabunusauum yxe yCTaHOBMEHHOro pacnpegene-
HMUsi GernkoB-peLenTopoB — Hanuyme MukpoTpybouexk.

MexaHusmbl nNpuBeAeHUs B OBUXEHUE WHTerpanbHbix OenkoB kne-
TOYHbIX MeMOpaH TeM He MeHee SiICHbl He A0 KoHua. HekoTopbie aBTO-
pbl AOMNycKalT, YTO aKTUHOBble MUKpOodUNamMeHTbl HernocpeacTBEHHO
«TAHYT» 3Tu Genku. Opyrue [60, 63] nomaratT, 4YTO Takas TpaHC-
MembpaHHas TAra HEBO3MOXHa W YTO UHTerpanbHble Genkn ABUXYTCSA
Kak nonnaBku Ha «BOonHax» MembpaHbl, a cybmembpaHHble MWKpO-
dvnameHTbl nNopoxaawT 3TW BoOMHbl. [lpumepHas AOnuvHa TakoW BOnN-
Hbl — OKOIIO 0.2 MKM, a CKOPOCTb €e pacnpocTpaHeHus — nopsiaka
1 MKm/c [60].

Ha saBneHun «wankoobpasoBaHWsA» OCHOBaH HauGornee TOYHbLIA Me-
TO4 onpejeneHvuss natepanbHOW MOABMXXHOCTU KakK NUNUAHBIX, Tak U
6enkoBbIX KOMMOHEHTOB MeMOpaHbl — Tak HasbiBaeMblil mMeTon (OTO-
otbenuBaHua — BoccTaHoBneHus (photo-bleaching recovery). [lpwu
3TOM (NnyopecumpyoLylo MeTKy, CBsi3aHHYI C MeMbOpaHHbiM 6enkowm,
BbIXKMralT Ha Manow nnowaau CWUIbHbIM Jy4yoM fasepa, a 3aTeMm
n3MepstoT Bpemsi, HeobxoaumMoe [ONs BOCCTAHOBIIEHUSI CBEYEHUA  Ha
«oTbeneHHomM» y4dacTke [64]. [lockonbKy Takoe BOCCTAaHOBIMEHME BO3-
MOXHO INUWb 3a cYeT naTtepanbHbiX ABUWXEHUW MeMOpaHHbIX 6Genkos
C cocefHWX y4acTKOB, €ro CKOpPOCTb MOXET CMYXWUTb Mepou nartepanb-
HOW MOABMXHOCTMU.

B obnactu KoHA-«wanok» MoOBbIWIAETCH CPOACTBO KIETOYHOW MeM-
6paHbl K akTuHy [67]. N3BecTHbl M gpyrne Tunbl BO3AEWCTBUA «Lian-
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KoobGpa3oBaHMA» Ha 9NeMeHTbl uuTockemneTa. Tak, y nuMdoumToB nm-
mobununsauymm 6GenkoB-peuentopoB ¢ nomowbid KoHA cnocobecTByeT
nonuMmepmnsauua mukpoTpybovyek u genonummepusauum  muepoduna-
MeHT [65, s6]. ABTOpPbl AaHHbIX paboT npeanonaratT, YTO KneTka
MOXeT CylwecTBoBaTb B ABYX afnbTepPHaTUBHbLIX LENOCTHbIX COCTOSA-
HMaX — Obonee «Teky4YeM» COCTOSHUW, XapakTepusyllwemcs aKTuB-
HOCTbIO MWKpPObuNameHT, BbLICOKOW naTtepanbHOW NOABUXHOCTbIO 6Gen-
KOB-peLenTopoB UK genonumepusauven mMukpotpyboyek, wu B bOonee
CTabunbHOM COCTOSIHUM, OTAuYawlwemcs O60NnbWUM KONMMYECTBOM MMUK-
poTpyboyek, mManow natepanbHOW MOABUXHOCTbIO MeMmOpaHHbIX 6en-
KOB M HW3KOW aKTMBHOCTbIO MUKpOdUIameHTapHOM CUCTEMBI.

NaTepanbHbil anekTpodopes MHTerpanbHbIX KOMMNOHEHTOB
KNeToyHoW Mem6paHbl U aneKTpuyeckas NONSAPHOCTb KNeTok

HepnaBHO 6bINO OTKPLITO, YTO UHTerpanbHble 6enku MemMOGpaH MOX-
HO cMelaTb B MMOCKOCTM MeMOpaHbl NPUIOXEHMEM BHELUHEro 3MeKT-
pudeckoro nongd. Takoe sgBNeHWe NONyyuno HasBaHWe naTepanbHOro
anekTpodgopesa.

K HacTodwemy BpeMeHn oOHapyxeH naTepanbHbil anekTpodopes
peuenTopoB K nekTuHam (B 4acTHocTM, KOHA), WMOHHBbIX KaHanoB Ans
Na+, K+, H+, C!" n H+, a Takke Na+—K+-HacocoB [68—72]. Ans ad-
(P EKTUBHOTO CMELLEHUA 3TUX KOMMOHEHTOB MeMOGpaHbl JocCTaTOYHa Ha-
NnpskeHHOCTb nonsa nopsigka 2—20 mMB Ha pguametp kneTtku. [lpu
9TOM MWOHHblE KaHamnbl -N NMEeKTUHOBbLIE peLenTopbl cMmelatTcda no 6onb-
wen 4vactm k katopy (xota KoHA-peuenTopbl B HEKOTOPbIX cry4dasax
n Kk aHoay), a Na+—K+-Hacocbl —Bcerga k aHogy. Onektpodope3 Ka-
HanoB M HAcOCOB BO BHELIHEM 3NeKTpMYecKOM TMofe MOXeT MpUuBo-
OUTb K rnybokMM U1 MOPGOreHeTUYeckn 3HadYMMbiM MNepecTponkam
3UroT n amOpuoHanbHbIX KneTok. Tak, y snueknetks Bogopocnun Fu-
CUS Ha KaTOAHOM MONCe BHELWHero nons (Kkyga nepemMeLialTcs MOH-
Hble KaHanbl) o6pasyeTca pusdoua. Takaa xe cerperaums KaHanos W
HacocoB MPOUCXOAWUT M B HOpPME Mpu nonapu3auun AnuekneTku, B pe-
3ynbTaTte 4ero 4Yepe3 Hee Te4yeT TOK nopsaaka 5 MKA/cM: [ss, 74,
174].

B anmnbnacte kypuHoro 3apopbiwa B Hopme Na+— K+-Hacocel pac-
NOMOXeHbl, Kak W B APYrMx 3anNuTenunsax, NpeMMmylecTBeHHO Ha 6asanb-
HOM (BHYTPEHHEW) CTOpPOHE, a KaHanbl — Ha BHelwHel. B pesynbTaTte
Yyepes anuTenuu ocyuwecTtBnseTca nepeHoc Na+ BHYTpb, B MONOCTb 3a-
poabiwa. HaknagbiBas BHelwHee Mone HanpsaxeHHocTbto 15—30 MmB
Ha KMNeTKy aHOAOM HapyXy MW Katoaom K 6asanbHOW MOBEPXHOCTH,
B TeuyeHne 60—90 MUH oOKasanocb BO3MOXHbIM WHBEPTUPOBATbL (CMec-
TUTb K aHoAy) pacnofioXeHWe He TOJNIbKO MOHHbIX KaHamnoB, HO W ApY-
rMX CTPYKTYp: BHEKNETOYHbIi MaTPUKC TaKXe Hayan 3aHOBO oOTna-
raTbCs Ha aHOAHOW CTOPOHEe, B Ty Xe& CTOPOHY CMEeCTUNOCb KrNeTOo4YHoe
AAPO, a NMAOTHble KOHTaKTbl U accouMMpoBaHHble C HUMU MUKpodmna-
MEHTbl 3aHOBO cdopmupoBanucb Ha 6GasanbHow cTopoHe [70]. ABTOpbI
nonarakpT, 4YTO MNEepBOMPUYUHON BCEX ITUX U3MEHEHUA ABUINACb WHBEp-
cua blat+-toka 4vepes knetkn. OHM yKkasbiBawT, 4YTO Takasd WHBepCUd
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Habniogaetca B HOpMe B MepBMYHOM 6Gopo3gke KypMHOro 3apofbilia.
BHelWwHss noBepxHOCTb MNepBUMYHON OOpPO3aKM OKa3biBAeTCHA 3apsiKeH-
HOW MOMOXMWTENbHO OTHOCUTENBLHO TOW Xe MNOBEpPXHOCTU anubnacTa, wu
MeXAy HWUMM BO3HUKAET 3NeKTpuUYeckoe none, pernctpupyemoe BuUbO-
pTdylowmmn anektpogamun [75]. AHanormyHble 3nekTpuyeckue nonsd
3aperMcTpupoBaHbl BOKpYr 3apofbiwen dgykyca, ooumta v gpobswen-
ca anuekneTkn Fucus, a Takxe y nuuuHkm Xenopus Mexay obna-
CTbI0 3aknajku 3agHen KOHe4yHocCcTu u xabpamu [ss, 73, 74]. Bo Bcex
crnyyasix «+ » COOTBETCTBYeT MaKCUMasnbHOW KOHLEHTpaLWUW MOHHbIX
HACOCOB W MMWHUMANbHOW KOHUEHTpauWM WOHHbLIX KaHanoB, «—» —
Hao6opoT. MNaBHy ponb B BO3HWKHOBEHWUW MONEN UrparT M3MEHEHUS
NOoKamnbHbIX KOHUEHTPauWhA MOHHbIX KaHanoB, a He HacoCOB [ss].

Yxe OaBHO OblNO M3BECTHO, YTO BO BHELWHUX 3NTEKTPUYECKUX MOMAX
OOMHOYHbIE KNeTKM ABUXYTCHA K katoay (ranbBaHoTakcuc). KaTtoa-
HbIl ranbBaHOTaAKCUC, B YAaCTHOCTU, MOKa3aH AnA OOWHOYHbIX 3MOBpuUO-
HalnbHbIX KNETOK HEPBHOro rpebHs u mMuobnactoB. JTUM KNETKU CHa-
yana OpPMEHTUPYITCA MNEepneHOUKYNSApPHO K HanpaBfieHWIO Nons, a 3a-
TeM B TakKOM e MnonoxeHun (T. e. BOKOM) HayMHaWT p[BUraTbca K
«—» [76]. Tloka HedAcHO, cBfi3aH §NKW ranbBaHOTPOMNM3M Henocpepn-
CTBEHHO C 3nekTpodope3oM MeMOpaHHbIX KOMMOHEHTOB UMW €ro cre-
ayeT 0OBACHMTL Kak pe3ynbTaT runepnonspusaumm obpalieHHOro K
aHody KoHUa KneTku W genonspu3aumm — obpalweHHOro K KaToay.
Takoe nopaBreHne MOXeT noAdaBuTb cOOpKy uMTOCKeneTa Ha obowux
KOHUaxXx M 3acTaBuUTb TEeM caMbiM KMNeTKy OpUeHTUpoBaTbCA Monepek
nonsa [77].

OK30-3HAOUUTO3 U LnpKynaunda MeM6paHHbIX Be3nkyn

NaTepanbHble ABMXeHUA MeMOpaHHbIX KOMNOHEHTOB — pfarneko He
€QMHCTBEHHOE MposiBNeHne [WHaMWYEeCKOro COCTOSHUA nnasmaTuye-
ckon mMembpaHbl. Yxe roBopunocb O TOM, 4YTO B OTCYTCTBME MNOACTM-
nawowero uuMtTockeneta OHa MexaHM4Yecku HecTtabunbHa W oTAEenbHblE
y4yacTkm membpaHbl MOryT OTWHYPOBbIBATbCA B BuAE MNy3blpbKOB (Be-
3ukyn). Takoe siBNeHWe BecbMa pacnpocTpaHeHO W HOCUT HasBaHwue
aHaoumTo3a. C Apyrom CTOPOHLI, WIMPOKO npeacTtaBneHo wu obpaTHoe

siBfleHMe — BCTpauBaHWe noJowenwux K memOpaHe W3HYTpuU Besu-
Kyn, wnnu ak3ouutod. Ocobasa kaTeropumss CTPYKTYp, y4yacTByKWLWMUX B
3K30- U 3HAOUWTO3e, — TaK Has3blBaeMble OKalMIlEHHble SIMKW, B COC-

TaB CTEHOK KOTOpbIX BXoAuT 6enok knatpuH. He3HauynTenbHbIX M3Me-
HEeHUA KoHdopMauuu cnarawwux ero cybbeauHUL AOCTATOYHO, 4YTOObI
AamMka nubo OoTWHypoeanacb OT MeMOpaHbl B KayYeCTBe 3HAOLMTO3HOIO
nysbipbka, nubo, HanpoTus, BcTpounacb B Hee [78]. HekoTopbie aB-
Topbl [79, 80] nomnaralT, 4TO OKaWMIMEHHble AMKW — [OMTOXUBYLLNE
obpasoBaHus, a 3HAOUMTO3Hble Be3uKynbl  (HasbiBaeMble B [aHHOM
cnyvyae peuentocoMaMu, Tak Kak B HUX «CTeKalwTcsa» nyTeMm narTe-
panbHOW Auddy3um peuentopbl nnasmaTu4eckon MemMOpaHbl) MHOrO-
KpaTHO OTWHYpOBbIBAOTCA OT ux AHa. B niwbom cnyyae ak3o- un 3HAOO-
uMTo3 TpebyeT y4yacTusas akTUHOBbLIX MUKPOMUMAMEHT M, BO3MOXHO,
opueHTupyeTtcss MukpoTpybouykamu. ITU npoueccbl UrpawT pofib He
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TOMbKO B NepeHoce BeLlecTB, HO M B WHTepHanusauum (9HZOLMTO3)
UM BCTpauBaHUM (9K30UMTO3) yyacTKOB camMoOW MnasmaTUyecKkown
MembpaHbl, B TOM 4Yucne cogepxawux KreToYHble KOHTaKThl.

MokasaHo, 4TO B psAde cnyvyaeB B KMeTKe NPOMCXOAUT Henocpen-
CTBEHHAa PeuMpKynaums OAHUX M TexX Xe Y4aCTKOB MeMOpaHbl: OHWu
YyXO0OAT BHYTPb KMeTKM B XOAe 3HAOUMTO3a, BPEMEHHO BCTpauBalTCs
B Nnm3ocombl, oborawadacb nNpuM 3TOM HAaKOMMEHHbIMW B NM30COMax Mnpo-
AyKTamMu  BblgeneHus, noABeprawTca MepecTponkam B annaparte
FonboXwn u BbIXOAAT HapyXy B BuAe 9K30LMUTO3HbLIX My3bipbkoB  [79,
80]. O6opoT MeMOpaHHbIX MNy3bIpbKOB MOXET MNpPoOUCXoAWTb 3a 5—
10 MMH un pgaxe ewe ObicTpee *. B OOMbWMHCTBE KNETOK, MO KpanHewn
Mepe MOop@dOreHeTM4yeckM aKTMBHbIX, 3K30- U IHAOLMTO3 MMEKT JocTa-
TOYHO cTporyt nokanusauyuto [81]. Hanpumep, B gBmxywemca ¢ub-
pobnacte 3aperncTpvpoBaH HenpepbiBHbIN MOTOK MeMOpaHbl OT nepea-
Hero nontca K 3agHemy [79]. lMo-BMgumomy, Ha ero 3agHem KoHUe
ngeT npeumMyliecTBEHHOe paspylleHue M 3HAOoUUTO3 MembpaHbl, a Ha
nepegHeM — ee BCcTpauMBaHue (9k3ouMTO3). B kneTkax MHOrmx amb6-
pUOHanbHbIX 3NuUTeNnueB (Hanpumep, HEWPO3MNUTENus), KOTOpble B XoAe
mMopdoreHesa npuobpeTalT TpeyrosfibHble CeYeHUs, COoKpalleHne «CXo-
AdWen Ha HeT» KNeTOYHOW CTEeHKM Takxke CBA3aHO C 3HAOLWTO3OM
COOTBETCTBEHHOro yyacTka memb6paHbl. lMpegnonaraetcs, 4To W gene-
HMe kneToyHoro Tena (UMTOTOMMSA) CBA3aHO C AuddepeHUMpPOBKON
KNneToyHoW MembpaHbl Ha 30HbI MPEeUMMYLecTBEHHOro aHgouuTto3a (06-
nacte (OPMUPOBAHWA MNepeTsXKKM MexXxAy KneTkamMu) U 3K3ounTosa
(obnactn, pacnonoxeHHble NoA MOMOCaMu BepeTeHa KNeTo4yHoro pfe-
nexHus) [82].

OHOOUMTO3 MOXET NPUBOAUTL K MNOBBLIWEHWIO BHYTPU KNETKU runa-
pocTaTU4YecKoro AaBrneHus, 4YTo obbAcHAeTca cregylowum  obpasom.
Mpn OTWHYpOBKE yyacTka nnasmaTuyeckonm membpaHbl B Buage ny-
3blpbka BCTpOeHHble B Hee Na+— K+Hacocbl HayuHaloT nepekaynmBaTb
MOHbl B MONMOCTb MNy3blpbka, ABNAKLWYKCSA Kak Obl 4acTbld BHELHeN
cpeabl. B pesynbTaTte ocmoOTM4YecKoe pJaBrieHue B Ny3blpbke  MNpeBbl-
lwaeT TakoBOe B KMeTKe W B Ny3bipek yCTpeMmnaeTCA HapyXHas Boja.
3TO n nNpuBOAMT K BO3pacTaHWIO TMAPOCTATUYECKOro [[aBNeHus B
kneTke. [laHHbIN npouecc MOXeT MMeTb CylecTBEHHOe MOopdoreHeTu-
yeckoe 3HayeHue, KoTopoe obcyxpaeTca Huxe. EcTb cBegeHus, 4to
paboTa kneTkM B pexume BO3pacTaHMs TMAPOCTaTUYECKOro AaBrieHus
anbTepHaTMBHa MUKpodMUaMeHTapHOW COKpaTUTENbHOW  aKTUBHOCTU
[83, 84].

BHEKNETOYHbLIM MATPUKC (BKM)

BKM — 3TO CROXHOCTPYKTYpUPOBAHHbLIA CNOW, pPacnofOXeHHbIN
Hag nnasMmaTuvyeckon MembpaHOM M TECHO C Hel CBsA3aHHbIN. B Hero
BXOOUT pPsig TNMKONPOTEMHOB, M3 KOTOPbIX OCHOBHbIMU SABMASKTCA KOI-

1 Camblii GbICTpbIN npouecc 3ak3ouuTo3a — BbIGPOC HeMaToUWCTbl B CTpeKaTenb-
HbIX KneTkax rMApouAaHbiIXx nonunoB. OH Anutcs Bcero 3 Mmc. [pu 3TOM 3K30UUTO3-
Has Be3ukyna pABuxeTca c yckopeHuem 40000 g wn MakcMmanbHOW CKOpPOCTbIO
2 m/c! [80a].
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nareHbl, NaMmuHuH (Bxogsawmnnm B coctaB 0OasanbHOM MemOpaHbl) U
PUNOPOHEKTUHBI; NOCNeaHUM MpunucbiBaeTca ocobo BaxHas mopdore-
HeTudeckass ponb. B coctaBe BKM o6GHapyxeH u akTuH. CTPYyKTYypHON
ocHoBon BKM gBndioTCca Tak HasblBaeMmble MpoTeorfnuMkaHbl — nonua-
HUOHHble BewecTBa OOnMbLIONW MOMEKYNAPHONW MaccChbl, KOTOpble MOTyT
cogepxaTtb Ao 95% nonucaxapuaoB, CBA3aHHbIX C MNONMMNENTUAHBIMMU
uenamu. Cpegu nonucaxapuHbiX Fpynn npoTeornukaHos (3Tu rpyn-
nbl 06bIYHO Ha3blBalOT FMUKO3AaMMUHOTMMKaHbLI) OCOGEHHO LIMPOKO pac-
npocTpaHeHbl rvanypoHoBasi Kucnota W XxXoApouTuHcynbdatbl. OpHa
n3 mopenen cTpyktypbl BKM npeactaBneHa Ha puc. 17 [85].

BKM npunuceiBaeTcs BaxHas ponb B onpegeneHne TUNOB Khe-
TOYHON AnddepeHUUpPOBKU, nogaepxaHun aunddepeHLnpoBaHHOMo Coc-
TOSIHUSA KNEeToK, a TakXe HenocpeacTtBeHHO B MopdgoreHese. M3meHe-

KMmUH

W WwwwwTHRm

OH OH AMr

Alr

KoslnaceH

Puc. 17. OpHa n3 mopenen CTPYKTypbl BHEKNETOYHOro maTpukca (no
(851 ¢ moaudunkaynamu):
AMNTr — arperat npoteornukaHa: MM — nnasmaTtuyeckas membpa-
Ha; ®H — duUbpoHeKTUH

HMe HanpaeBneHus KNneTtovyHouW AunddepeHUnpoBkM (Hanpumep, npwu
BO34ENCTBUM 'MHAYKTOPOB), akTMBauusi MOPGOreHeTU4Yeckux ABUXe-
HUA HepedKko, ecnn He Bcerga, ObiBaloT cBsA3aHbl € o6HoBNeHnem BKM
n co cbpacklBaHmem cTtaporo maTtpukca. Hanpumep, B npouecce WH-
AYKUMN HedporeHHoW Me3eHXMMbl paspyliaeTcs Tak Ha3blBaeMbl WH-
TepcTuumnanbHbI KONnareH, NpocloNkM KOTOPOro pasfensany HewHay-
UMpOBaHHbIE Me3eHXMMHble kneTku, nocne 4vero BKM  dopmupyetca
Ha OCHOBe OpYyroro Tuna komnmnareHa [se]; kKneTku anubnacrta KypuHO-
ro 3apogbilla, MMMUTpupyruwmne yepes nepesuyHyto 6oposgky, cbpachbl-
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BaloT Npu 3ToM cBoW GasanbHbli BKM; Ta yacte anubnacta KypuHOro
3apogbiwa, Kotopas npeobpasyetcsa nyTeM NEpBUYHON WHAYKUUU B
HeWpanbHyl TKaHb, yTpaymBaeT obpasoBaHHyl namuHuHom 6Gasanb-
Hyto mem6paHy [70, 121]; mexAay kneTkamu WHAYLMPOBAHHOIO Henpo-
anuTenusa 3apofbillen LWNOpLUeBOA MNATYWKW  MUCYe3alT MNPOCHOWNKK
BKM, okpawwvnBaemble pYyTEHUEBbIM KpacCHbIM W MNpPUCYTCTByKLNE B
HenHayuupceaHHowW aktoaepme [87, ss]. YTpata BKM MoxeT npwu-
BOOAMTb Kk 0Oonee TeCHbIM KOHTAakTHbIM B3aMMOOeWCTBUAM MeXAy Cco-
cefHVMU KneTKaMu, a TakKKe K M3MEHEeHU0 NPOHULAeMOCTU anuten-
nuanbHoro cnos. Ha anubnacte KypuHOro 3apojbilla MoKa3aHo, 4TO
ncyesHoBeHue 6asanbHOW MemOpaHbl NOA MHAYUMPOBAHHbBIMWU KreTKa-
MW CBSI3aHO C nepepacnpefeneHneM WOHHbIX HAaCOCOB: €CNMW B HEeWH-
OYUMPCBAHHbIX KNeTKax OHW HaxoAunucb MpeuMmyllecTBeHHO Ha 6a-
3anbHOW CTOpPOHE KMNeTKW, TO B MHAYLMPOBAHHLIX OKAa3blBAlOTCA Ha MUX
anukanbHOW ctopoHe [70].

Ha pgpyrux atanax mopdoreHe3a MOXeT MpOUCXOAWTb HakomnneHue
BKM. 3T1o HabniopaeTtcs, Hanpumep, B OCEBOW Me304epMe KYpUHOro
3apogblia nepen cermeHtaumen ([226], cm. Takxke . 4). MNMo-Buau-
MoMy, Ans obecnevyeHns mMopdoreHeTU4eckux B3aMMOAEWNCTBUIA KNeTOoK
OONMXKHO CcylWecTBOBaTb HEKOTOpOe onTumanbHoe konuyectsBo BKM.

B OTHOCMTENbHO pPbIXbIX KMNETOYHbIX CKOMMEHUAX MEe3EeHXWMHOro
Tuna MopdoreHeTnyeckas ponb BKM ocobeHHO npumeuaTenbHa: oOHa
COCTOUT B MHTEerpauumy noBeAeHUs pas3pO3HEHHbIX KNeTOK nyTeM Han-
paBneHHOW nepefadn MexaHuyeckux HanpsxeHun. O6 asTom cBuae-
TeNbCTBYIOT cneaywlwmne AaHHble.

Bo MHormx cnyvasx ypaetca Buaetb, 4To (UOPOHEKTMHOBbIE BO-
nokHa BKM pacnonaraloTca TOYHO napannenbHO BHYTPUKNETOYHbIM
nyykam MukpodunameHT, cocTaBnsad Kak Obl MX BHEKNETOYHOe Mpo-
ponxeHne. Kak yxe roBopunocb, 3TU BOJIOKHA MPUMbIKAOT CHapyXwu
K ¢pokanbHbIM KOHTakTam [28, 89]. lMo-BuagMMOMYy, TakOn OPUEHTUPO-
BaHHbIn BKM wmoxeT addektmBHo u Ha 6Gonbwux (N0 cCpaBHEHUIO C
KNEeTOYHbIMU pa3mepamMun) paccTOAHUAX BEKTOpPU30BaTb ABUXEHUSA Kne-
TOK, mepegaBas OT OAHOW KNeTKM K ApPYron «uHcopmauuio» o Hanpas-
neHun wux gBuxeHus. Takon BbIBOA criegyeT wn3 onbiToB Xappuca ¢
coaBTopamu [90] nO KyNnbTUBMPOBAHMUIO pPa3fUYHbIX KMNEeTOK Me3eH-
XWUMHOTO MNPOUCXOXAEHUS Ha WCKYCCTBEHHOW KONMnareHoBOW noAcTun-
ke, kak 6bl umutupyrowen BKM. 3ta nogctunka obnagaet cBOMCTBOM
pacTaruBaTtbCA nog AeNCTBMEM YCUAMWA  MNON3YWWMX NO HEW KNeTok,
npuyeM Mo NUHUAM HaTsXkeHus obpasytTca 0Oopos3gku. BosHukatlo-
lWMe HaTSXKEeHWS WCKYCCTBEHHOro KONMareHoBOro MaTpuKCa OpUEeHTU-
PYylOT OBWXEHWS BCe HOBbIX KMeTOK, Tak 4To obpasyiwTcs Bce bonee
MOLLHble KNeTOYHble MOTOKW. OTUM, OAHAKO, Aeno He orpaHuMyMBaeTCH:
KNneToYyHble NOTOKW CamMOMPOU3BOSMIbHO pPaclennsalTcsa Ha oTAefbHble
KneToyHble ckonneHus. [laHHoe sBnNeHMe — npuMep camoopraHu3auumn
Ha ocHOBe OMN3KOAEWNCTBYIOLMNX MEXaHUYEeCKUX CUN KNeTOYHOro cue-
NNeHMs W [anbHOAENCTBYHOLWMX cunl HaTsxeHusa. OHo HarnagHo pe-
MOHCTpupyeT, 4To BKM MoXeT OTHOCUTEeNbHO MPOCTBIMWM MexaHuye-
CKuMu cpeactBamu cnocobcTBoBaTb opraHusauum mopdoreHesa. CooT-
BeTCTBylOLWas maTtemaTuyeckas MogeNnb paccmaTtpuBaeTcs B rn. 3.
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OPYITME KOMMNOHEHTbLI LUWNTOCKENETA. LUMWTOCKENET
N METABOJIMYECKME MPOLECCHI

KpoMe MukpodumnameHT u MuUKpoTpybouvek K LUTOCKENETY MPUHATO
OTHOCUTb TaK Ha3blBAEMble MPOMEXYTOYHble 'MNaMeHTbl  TOMWMWHON
okono 10 HM. Ux pacnonoxeHune B kNneTkax, Kak MNpaBuNo, .TOYHO
nosTopseT pacnonoxeHune mukpoTpybouvek. CyuTaeTcsd, 4YTO NpoOMeExy-
TOYHble (PUMAMEHTbl HECYT OMOPHO-MeXaHu4yeckne QyHKUUN.

Bonbwon wnHTepec BbI3Bano coobuwleHMe O BbIABMEHMW B UMTONNas-
Me pasnuyHbiX KNeToK TOoH4Yanwen cetn (3- ¢ HM) MukpoTpabekyn,
B3aMMOCBSA3bIBAOWMX MUKPOUNAMEHTLI, NPOMEXYTOYHble unamen-
Tbl, LUCTEPHbl 3HAOMMNAa3MaTUYECKOro peTuKkynyma u nnasmaTuyeckyto
membpaHy [36]. OTOoM ceTM npunucbiBalT @YHKLUMM KOOpAUHATOpa
NnoBedeHNUs BCEX MEepPeyYMCreHHbIX CTPYKTYp, a Takxe yvyactue B AOBMU-
XEeHUAX BHYTPUKMETOYHbIX 4YacTuy (Hanpumep, MUTMEHTHbIX rpaHyn).
MHTepecHo, 4To MukpoTpabekynapHasa ceTb HyxpaeTca [Ans  CBOero
CyLleCcTBOBaHUA B HeMnpepbiBHOM MPUTOKE 3Heprum u ObICTpO paspy-
WwaeTca Npu MNOHMXEHUU TemnepaTypbl U AENCTBUU UHTMOUTOpPOB yrne-
BoaHoro obmeHa [91]. XoTsa B nocnegHee BpeMs ObinuM  BblCKa3aHbl
COMHEHWSA B peanbHOCTU MUKpoTpabekynspHonW ceTn, MO-BUAMMOMY,
BCE € KaKOW-TO BbICOKONabWnbHbIN GoraTbll ©enkoM  TOHKOBOJOK-
HUCTbIN KOMMOHEHT B UMTONMa3Me MNpUCYTCTBYET.

HakannuBatoTca BaXHble JaHHble O CBA3M 3MEMEHTOB LMTOCKeneTta
C 93HepreTnyeckmm wmetabonumsamom. OOGHapyXeHO, 4YTO TMUKONUTUYE-
Ckne depmMeHTbl TEeCHO CBfA3aHbl C MTpodunameHTamu, obpasysa ceoe-
obpasHble «wybbl» Bokpyr /"-akTuHa [92]. C Apyrom CTOpOHbI, Tpe-
byeTcss aHeprna ANa nogAaepxxaHus caMonm  CTPYKTypbl  Mukpodwuna-
MEHT: OHM ObICTPO paspylwakwTcsa noa AeWCTBUEM WHIMOGUTOPOB 3Hep-
retmdeckoro obmeHa [93]. Takmm obpasom, noaTBepxaawTca npea-
nonoxeHus o6 3HepreTM4ecKOm HepaBHOBECHOCTU cyOMUKpockonu4ye-
CKUX CTPYKTyp uuTOMnasmebl, BblAB-UHYTbIE A. T. Typuyem n
3. C. bayapom ewe B 1930-x rr.

MepBocTeneHHbIN WHTEpec, ocobeHHO ANA MOHMMaHUS MEXaHU3MOB
umtoanddepeHUMPOBKM, UMEKT OaHHble O CBA3AX MexXAay uuTockene-
ToM u annapatom 6enkoBoro cuHTe3a (nonupubocomamu). [lomumo
yXe ynoOMWHaBLIWXCHA AaHHbIX O CBA3AX MTxXpoTpabekyn ¢ pubocoma-
MU eCTb yKasaHus Ha accouuauuo nonumpmbocom 4Yepes3 noOCpeacTBoO
MPHK ¢ mMmukpodpunameHtamm [94, 95]. BoamoxHo, 4to MPHK wunn
6enkn pubocomM HeNocpeacTBEHHO CBsi3aHbl C MOJleKynamu MUO3MHa
N yXe 3TM nocriegHne — C akTMHOM MukpodunameHT [82]. B noc-
negHen paboTe npepgnonaraeTcs, YTO Takas CBA3b cnocobCTByeT Kak
CUHTETUYECKOW aKTUBHOCTM MNOMMCOM, TakK U LENOCTHOCTU U YHKUMO-
HanbHOM aKTMBHOCTU MuKpodunameHTt. [loka 4YTO B MOMbL3Yy STOro
NpennonioXXeHWs CYLWeCTBYIOT NUWb KOCBEHHble A0BOAbI: B HEKOTOPbIX
TMnax aMOGpuoHanbHbIX KNEeTOK uuMToxanasmH B (Bbi3biBawwui, Kak
yXe TroBopunocb, Aerpagauuio MuUKpodunameHT) noaaBnseT CUHTE3
6enka [96], a nypoMuuumH (MHrM6mMTOp OENMKOBOro cuHTE3a, Aerpagu-
PYIOLWNA NONMCOMBbI) MNOAaBNseT OBUraTeNbHY0 aKTUBHOCTb  KIETOK.
B 10 Xe Bpems gpyron uHrubutop 6GenKoBOro CUHTE3a, LUKIOreKcu-
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Mua, KOTOopbiM cTabunuampyeT MNOAUCOMbI, Ha ABUraTenbHYK akTUB-
HOCTb CYLECTBEHHO He BnuseT [82]. Takmm obGpasom, nonyyaeTcd, 4YTO
Ana YHKUMOHUPOBAHMA MukpodunameHT TpebyeTca He cuHTe3 bOenka
KaKk TakOBOW, a LEeNnoCTHOCTb MONMCOM, KOTOpble B TakoM crnyyae cne-
AyeT cyMTaTb OOHUMM M3 3MIEMEHTOB LMTOCKeneTa.

OanbHenwee wun3yvyeHue cBA3M LMUTOCKeneTa C OeNOKCUHTE3UpYIO-
Wen cUcTemMoW BaxXHO elle M MOTOMY, YTO OHO AOJIXHO MPOSCHUTHL NoO-
Ka ele HEeMoHATHble, HO OOCTOBEPHblE U OYEHb BaxHble [aHHble O
BNUAHUN ¢OpMbl KNeTok (CTeneHu ux pacnnacTaHHOCTM, nonspusa-
UMM WU OKPYFNEHUsI) Ha npoTeKkawlme B HUX CUHTETUYEeCKue npouec-
cbl. Takux [JaHHbIX HaKOMMEeHOo yXe [A0BOfbHO MHoro. J1. 3. 3aBanu-
WwuHa u ap. [97] nokasanu, 4To Tak Ha3blBaemMass KOHTaKkTHas nong-
pusauna knetok (cMm. Huxe) ObicTpo (3a 10— 15 mMmH) npuBOAUT K
NOBbLIWEHNID B HUX MHTEHCMBHOCTUM OEnKOBOro CUHTE3a MNPUMEpPHO
BOABOE U K ObICTPOMY TpaHCNOPTY CUMHTE3UPOBAHHbLIX GENKOB B KNEeTOY-
Hble siapa. KnoHbl 3puTpoOMAHBLIX KNeToK, rubpuan3mpoBaHHbiX € ¢ub-
pobnactamu, pes3ko pasnuyarTcs MO CBOEW CMOCOBHOCTM CUHTE3UPO-
BaTb remornobuH B 3aBMCMMOCTM OT TOro, pacnnacTaHbl W OHW Mo
cybcTpaTty kak ¢dubpobnactel wunM Xe  HaAxXoOATCA B CYCNEH3Mn u
MMelT wWwapoBuaHyt dopmy. B nepBoMm cnyvyae OHU paxe He UMENu
rmobuHoson MPHK, Bo BTOpoM — cuHTe3mpoBanum remornobuH Ha
YPOBHE OObIYHbLIX 3PUTPOUAHBIX KneTok. Mexay TeM ux reHom Obin B
oboux cnyyasax ogumHakoB [98].

AHanornyHble AaHHble MonyYeHbl ANA APYrux TUNOB KneTok [99—
103]. Hanpumep, dwnbpobnactel 3pdPEKTUBHO CUHTE3NPYIOT KomnareH
NVWb B pacnnactaHHOM cocTosHum [99]; xoHApoOUWUTbI, HaxoA4sCb B
CYCMEeH3Mn, CUHTE3NPYKT MPenmMyLecTBEHHO NPOTEOrnukaHbl, a B pac-
nnacTtaHHOM COCTOSHUN — (PUOBPOHEKTUHBI [101].

Cioga Xe npuMbiKalT JaHHble O BMUSHUM pacnnacTaHHOCTU W
pacTaXeHUss KneTok Ha cuHTe3 B HUX O HK u B kOHEYHOM cueTe Ha
MUTOTUYECKYID aKTUBHOCTb. MMelTca paHHble, YTO pacTsXeHue kKne-
ToKk cTtumynupyet cuHte3d B HUXx OHK [104]. TlpeanoxeHa wmogenb
3TOro npouecca, npeanonaratuias, 4YTo pa3pbiB MCXOAHO PaCTSHYTOro
«kapkaca» kneTku (uutockeneta nu6o BKM) BbidbiBaeT koonepa-
TUBHYIO NEpPecTpoOnKy CTPYKTypbl nnasmaTuyecko membpaHbl B CTO-
poHy ee 6onbwen TekyyecTu [4]. B 3mokavyecTBeHHbIX KneTkax, rae
Takasli KoonepaTUBHOCTb OTCYTCTBYeT, 3aBUCUMOCTb CUHTETUYECKOMN
aKTMBHOCTU OT (OpPMbl W CTEMNEHU pacniacTaHHOCTW Bblpa)XeHa 3Ha-
yntenbHo crnabee [105].

He MeHee BaXHbl ANs NMOHUMaHUA OTHOLWEHUA MexAay mopdoreHe-
30M M KneTovyHon AndpepeHUMPOBKON AaHHble O 3aBUCMMOCTM cheumn-
PUYeCcKNXx CUHTE30B OT CTPYKTypbl TkaHu. Tak, A. MockoHa [106]
nokasan, 4YTo OAuMH U3 cneunduyecknx (HEepMeHTOB TKaHEeW rnasHbiX

3a4aTKOB — TrfyTaMUHCUHTETA3a — CUHTE3MPYyeTCs TOMbKO MPW Hanu-
Y'Y HOpManbHbIX «TUCTOTUMUYECKUX» MEXKKIETOUYHbIX KOHTAKTOB U He
oGpa3syeTc B OAMHOYHbLIX KNeTkax TOW e TKaHWu. B paboTax

[. . ABeneBa c coTpyAHWUKamu BbisiBNeHa TeCHas CBA3b MexXAy nono-
XEeHWEeM KNeTOK B TFMCTOMOrMYECKUX CTPYKTypax MeyvyeHn U CUHTe3unpy-
eMmbiMun B Hux 6enkamu. Hanpumep, B MembpaHe WHTaKTHbIX KNETOK,
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OKpYXalLWnX XenyHble NPOTOKW, BbiBNSAeTCA MeMOpaHHbIN aHTureH I;
npy HapyweHUsax HOpManbHOW CTPYKTypbl MeYeHW OH wucvesaeT, HO
HayMHaeT BbIABMNATLCS XapaKTepHbI AN 3MOpuMOHanbHbIX U pereHe-
pupylwux TkaHel 6Oenok a-detonpoTteuH. PacnpegeneHue MHTEHCUB-
HOCTEN CUHTE30B MO TKAHAM TEeCHO KoppenupyeTr C XOOOM WX pa3Bu-
Tma [107].

Bce onucaHHble sBNeHWs nokasbiBalT, 4YTO dopma KNeTok WU xa-
pakTep WX KOHTAKTOB, a 3HayuT, M UenocTHas CTPYyKTypa TKaHW oka-
3blBalOT BeCbMa CyllecTBEHHOe, a B psAe CryyvyaeB W onpegenswouiee
BNIMSIHWE HA CNEKTp CUHTE3MpyeMbix kneTkamu 6GenkoB. CnepoBaTenb-
HO, MopdoOreHe3 TKaHeNW MOXeT OKa3aTbCs 3BEHOM, OMnpefensLlmm
UX NOCrneaylLyl KNeTOYHY AuddepeHunMpoBKy. IOTOT BbIBOA WUMeeT
obwebrnonormyeckyto BaXXHOCTb, TakK KakK OH Moka3blBaeT, 4YTO, u3y4das
MeXaHu3Mbl cOBCTBEHHO MopdoreHesa, Mbl MOXEM HaAeATbCsA MOHATb
TakXe M NPUHUUNBI perynsumm KneTouvHbix anddepeHumpoBok. O pe-
anbHbIX MexaHu3Max CBA3en mexay MopdoreHesom uanddepeHLnpoB-
KOW noka W3BECTHO euwe o4vyeHb Mamno. OpHako o04YeBUOHO, 4TO peyb
OOMXKHa UATM O KAKUX-TO BAMAHUAX HA KMNETOYHbIA FEHOM, UCXOQALWNX
OoT MeMmOpaHbl KNEeTKM U BHEKNEeTOYHOro mMaTpukca M nepeparoLinmxcs
yepes cTpykTypy uutockeneta [108]. Cambiii TPyAHbIN BOMPOC COCTOUT
B TOM, Kak obwwme u manocneuyudunveckme LUTOCKENeTUble MNepecTpon-
KW BO34EWCTBYHT Ha cneunduyeckne (XMMMUYECKM KOMMINEMEHTapHbIE)
peakuMn KNeTo4HOro reHoma. [JaHHbI BOMPOC — pas3HOBMAHOCTb 60-
nee obuiero: MOryT nu Hecneuuduyeckne CBOWCTBA LENOW CUCTEMBI
BNMSATb Ha MMUKPOCKOMWYECKN TO4YHble 0COOEeHHOCTM ee noBeneHus?
B camoopraHusywwmuxcsa cuctemMax C KoonepaTWMBHbIM  MOBeAeHUEM
Takme BIUAHUSA He TOMbKO BO3MOXHbI, HO U HEOOGXOAUMBI: WMEHHO
TakmMmu cBoncTBamu obnagaet napameTpuyeckoe ynpaBneHue. 3Tor
BbIBOA [OOMXEH CTUMYnNupoBaTb MOWUCKM KOHKPETHbIX NyTenm y4dactus
LCMI B perynauum reHeTUYeCKOW IKCMpPECCUN.

WHTETPALUMA LUCMMN B NPEAOENAX OTAENbHbLIX KNETOK
N B KNETOYHbIX KONNEKTUBAX

Kak wuHTerpupyetcs M NpuUBOAUT K LENOCTHbIM dopmMaM  KneTou-
HOrO NOBeAEeHUs BeCb TOT CMOXHEeWWwwunn Habop CTPYKTYpPHbIX npeBpa-
WEeHUN 3MEMEHTOB LMUTOoCKeneTa U KNeTo4yHOW MeMOpaHbl, KOTOpbIA Mbl
BKpaTue paccmoTpenu? B HacTosilee BpeMsi MOXHO gaTb Nulb obwue
HaMeTKM OCHOBHbIX MEXaHMW3MOB, Y4YacCTBYHLWUX B 3TUX Perynsyusx.
MHTerpaumm dyHKUMA ULMTOCKeneta crnocobCcTByeT npexae Bcero To,
YTO ero OCHOBHble PerynaTopbl HEMHOIOYUCIEHHbIE U COBMafakwT C Ta-
NOBbBIMU BCEX BHYTPUKIETOYHbIX OMOXMMMUYECKMX MpPOLEecCcOoB. OTU pery-
NATOpbl — He pa3 yxe ynoMmuHaBwwuiica Hamu Ca2t a Takxe UUKIM-
yeckne MoHoHykneotuabl (LAM® n ulfrMe).

HenocpeactBeHHoW MuweHblo aenctema Ca2 noMuMMo yXe Ha3bl-
BaBLUUXCSA Bblle aKTUHCBA3biBatWux 6enkoB (TponoHuHa C, renb3o-
nMHa un psga Apyrux) saensetca 06enok kanbmoaynuH. pu cBaA3biBa-
Hum Ca2+ oH M3MeHsleT CBOW KOHdopmauuw u npuobpeTtaer cnocob-
HOCTb aKTMBUpPOBaTb MNPOTEUHKUHA3bl — depMeHTbl, dochopunupyto-
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wue pag Apyrux 6enkoB, B 4aCTHOCTU LMUTOCKENETHbIX. Takum nytem
docdopunmpyeTtcsa, Hanpumep, NPOTEUMHKMHA3a NeEerkux Luenen Monekyn
MWO3UHa, 4TOo cTumMynupyeT ATPa3Hyl aKTUBHOCTb MWO3WHA U cCOKpa-
LeHne akTOMWO3MHOBbBIX KOMMIIEKCOB.

UAM® Takxe akTuBupyeT MNpPOTEUHKUHa3bl, HO LAM®- n kanbmo-
OYyNUH3aBUCUMbIE peakuun Hepeako aHTaroHUCTU4YHbl. Hanpumep,
uAM®3aBucnmasa nNpoTeWHKMHa3a WHIMOUpyeT TOMbKO YTO YNOMWHaB-
wytcsa peakuuo dochopmunmpoBaHua MNpPOTEUHKMHA3bl MNerkux uenen
MunosuHa. Opyron npumep: uAM®3aBucumass npoTeMHKMHa3a cnocob-
cTBYyeT nonuMmepusaumm MukpoTpyboyek, a Ca2+-aKTUBMPOBAHHLIN
KanbMoOAyfuH Bbi3biBaeT UX AeNonuMepusauuto.

BaXHO OTMeTUTb, YTO perynauus KOHUEeHTpauuum Kak BHyTpukne-
ToyHoro Ca2+ Tak n UAM® B pewarwlwern creneHn onpegensieTca Npo-
ueccamu, nNpoTeKawlWMMM B KINEeTOYHbIX MeMbpaHax. WMEHHO B HUX
nokanusoBaHbl NepBUYHbIE Oenku-peuenTopbl, BOCNPUHMMAlLLNE BHe-,
WHUEe «+ » Unm «—» curHanel, ocobble 6enkum-npeobpasoBaTenu 3Tux
curHanos u depmeHTbl cuHTe3a WU pacwenneHus LAM®. B membpaHe
Xe pacnonoXeHbl OCHOBHblE KOMMOHEHTblI TakK Ha3blBAEMOW UHO3U-
TUWAHOW cuUCTeMbl, ynpasnswowen BbixogoM Ca2+ n3 BHYTPUKNETOYHbIX
peno. Kpome TOro, Ha CTPYKTypy M YHKUMM LUTOCKENneTa BRUAIOT
(nn6o uepes Ca2+, nubo HenocpeacTBeHHO) u3MeHeHua [Na+t], [H ]
W OpYrnx WOHOB, perynupyemble TakXe MeMOpaHHbIMM npoueccamu.
Ha Physarum npsamo nokasaHO, 4TO pacTskeHue uumTonnasmaTuye-
cknx HuTen nosbiwaeT Caz+ [134]. Bce aTo nokasbiBaeT, 4TO camble
pasnnyHble, B TOM YUCIE MeXaHW4Yeckne BO3LENCTBUSA Ha KIEeTOYHbIe
MeMOpaHbl [OMXHbl CyLWeEeCTBEHHO BMUATb Ha akTUBHOCTb  LMTOCKe-
neTa.

HecoMHeHHO Takxe, 4YTO KMHETMKa BCEX 3ITUX MPOLECCOB CyLLeCcT-
BEHHO HeNUuHenHa W npowunTa «+ » U «—» obpaTHbIMKM CBA3AMU. YC-
TaHOBIEHO, Hanpumep, 4YTO MNOCTyNNeHue B KNeTKy W3BHE [Jaxe He-
3HayuTenbHoro konuyectea Ca2+ aBTOKaTanUTUYECKUM CTUMYnUpyeT
BbicBOOOXAEeHMe Ca2+ u3 BHYTpUKNEeTO4YHbIXx pgeno [134]. 3T1o yxe
anpuopu nossonseTr oxupaTtb, 4yto LCMI opraHusoBaHbl B BuAe aB-
Tokoneb6aHum u aBTOBONH. PaccmoTpum Te, noka eule HEeMHOroyuc-
NeHHble 3KCMepuMeHTaNnbHble AaHHble U TeopeTUyYeckue MOAEenn, KOTOo-
pble CyWecTBYOT B 3Ton obnactu.

KonebatenbHble npoueccbl U aBTOBOMHbI C BOCCTAHOBIIEHUEM
B MopcdoreHese

PaHee Bcero onucaHHbI U B HEKOTOPbIX OTHOLWEHUAX Ny4lle BCero
M3yvyeHHbIn konebaTenbHbI Mpouecc B MopdoreHese — 3TO UMMYNbC-
Hoe (nepwod ~5 MwuH) BbigeneHne uAM®  (y Dictyostelium discoi-
deum) wnu gpyrux BewecTB-atTpakTtaHToB (y D. minutum — donue-
BOW KMCMOTbl) OTAENnbHbIMW amMebonAHbLIMW KneTkaMu CAU3UCTbIX TPpu-
6oB Acrasiales [[10]. BocnpuHsaB MOBbIlEHNE KOHUEHTpauuu aTTpak-
TaHTa, 6nu3nexawue KNeTkn NpPoOABUralOTCA B HanpaBlEeHUN UCTOYHMU-
Ka ero BblAeneHWs WU camMu BbIAENAT TOT Xe aTTpakTaHT. Takum o06-
pasom, no cpege, 3anofiHEHHOW Mukcamebamu, pacnpocTpaHATCA aBs-
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TOBOSMHOBble 3cTadeTbl BblAeNeHWs aTTpakTaHTa (CO CKOPOCTbK OKO-
no 40 MKM/MUH). 3TN BOMHbI BbLIMOMHAKT pasfnuyHble MoOpdOreHeTun-
yeckne dyHkumun. Korga B cpede NMPUCYTCTBYIOT W3ONUPOBAHHbIE MUK-
camebbl, arpernpyrowme B MHOFOKNEeTOYHbIA NceBAoONNa3Moauni, BOSHbI
CnocobCTBYIOT KOHUeHTpauuum ameb B oTAenbHble LeHTpbl arperauuu;
Korga wu3 ckonneHuss Mukcameb yxxe BO3HWK MceBaonnasMogun, TO
LEeHTPOM aBTOHOMHbIX MMMYNbCOB BblAeNeHUs aTTpakTaHTa CTaHOBUT-
ca ero Bepxywka. lNpeanonaraeTtcsd, 4To Ha 3TOW cCTaguum OHa npuBe-
kaeT kK cebe, nyTem TaKoro xe xemoTakcuca, Kak W B nepuog arpera-
UMM, npeumyllecTBeHHO npefacTebneBble kneTkn (3atem obpasywowme
HOXKY nnogoBoro Tena). BcneactBume 3TOro OHM OTCOPTUMPOBLIBAOTCS
OT APYrMX — MpeAcrnopoBbIX KNeTok. Takmm obpa3om, ycTaHaBnuBa-
eTCca NpoCTpaHCTBEHHas CTpykTypa Oyaywero nnogoBoro Tena [111].

Y WCTUHHBbIX MUKcOMUUEeTOB Physarum konebaTenbHble pexuMbl
nposBNATCA B nepuoamyeckux (c vactotom 1—3 MUH-1) M3MeEHeHusx
HanpaBreHWs TeYeHus JHAOoNMa3Mbl MO KaHanam, MPOHM3bIBaLWUM
nnasmoaunn. BonHoBble pexumbl pa3HooOpa3Hbl M NPOABMASAKTCHA, Ha-
npuMmep, B BOMHOOOpPAa3HbIX YyTOMNWEHUAX MepedHer CTEeHKU nnasmoaus,
pacnpocTpaHswmMxca co ckopocTtbto 5—30 Mkm/c (MHOrga 3TM BOM-
Hbl LWPKYMPYIOT MO 3aMKHYTOMY KOHTYpPY), B MOYTU CUHXPOHHOW
nynbcaunn cetu uUUTONMNasMaTUYECKUX TAXEN, B pacnpoCTpaHeHuu mno
TAXaM nepucTanbTUYECKNX cokpaweHun u 1. n. [112]. HenpemeHHbIM
KOMMOHEHTOM W «3reMeHTapHbIMU A4erikaMu» KonebaTenbHO-BONTHOBbIX
cuctem Physarum ABNSAOTCS aKTOMWO3WHOBLIE KOMMIMEKChbl, CBSA3aH-
Hble MexAy coboi BA3Koynpyrow uutonnasmoin. Mo-BMOAMMOMY, MMEH-
HO MexaHW4eckne HanpsKeHus, nepeparwlivecs no Tsxam LuTONnas-
Mbl, CUHXPOHWU3MPYIKT KonebaHWs oOTAenbHbIX ocuunnsatopos. [pu
3TOM B 3aBMCUMOCTW OT MNPUIOXEHHbIX MEXaHU4YeCKMx Cun npomucxo-
AAT ObiCcTpble TpaHcopMauuu akTuHa: nNpuM HanNuU4Ynuu [OCTaTOYHbIX
CUN HaTsXeHua wuaet cbopka MukpodunameHT, B OTCYTCTBME TakuxX
cun — wux pasbopka. [Mpouecc cbopkn— pasbopkn MoXeT npoTekaTb
B TeYeHWe HEeCKONbKUX CEeKYyHSA.

KonebaHua okomo4acoBbiX NepuvoOAOB, COMPOBOXAAMLWMECA KPYro-
BbIMW WN pacnpocTpaHsalWMMIUCA B aHUManbHO-BereTaTUBHOM  Han-
paBneHuWn BOfIHaMM, OMMWcaHbl Ha siuekneTkax pbl6 n amdpubun (cm.
rn. 4). BeposATHO, OHM TakXe CBA3aHbl C aKTUBHOCTbIO CybOKOpTMKanb-
HbIX aKTMHOBBIX cucTeM. HepaBHO Ha snuekneTkax amdpubuin onucaHa
cokpaTtuTenbHas cuctema HeobbiyHOM npupoabl — Bo3byxpaemas
noHamn Ca2+, HO HevyyBCTBUTENbHas K uutoxanasmHy B [113]. Mpwu-
poda ee noka HeuW3BeCTHA.

Hanbonee 6nu3koe OTHOWEHME K MoOpdOreHesy WMeEKT pPOCTOBblE
nynscaummn (Pl) — nepuoanyeckne un3MeHeHUS NUHENHbIX pa3MepoB
n dopMbl 3a4aTKOB, 3aperucTpupoBaHHble K HacTodAlWeMy BpeMeHu
Y MHOTMX >XUBOTHbIX W [axe pacTUTenbHbIX 3a4yaTKoB: rybok, Kuweu-
HOMONOCTHbIX, 3apodbiwen pbld U NTUL Ky pacTywmx BypbiXx u kpac-
Hbix Bogopocnen [114, 115]. Bce HasBaHHble PI1 xapakTepusywTcs
nepvogamMmm B HECKONMbKO MWHYT, @ €Cnn OHW pas3BepHYTbl B MPOCTpaH-
CTBE, TO COOTBETCTBYHOLIME BOMHbI TakXe MWMEKT CKOPOCTU OJHOro
nopsaka: HEeCKONbKO AECATKOB MWKPOH B MUHYTY npu TemnepaType
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15—20°C (3apeructpupoBaHHble B KypuHoMm 6mnactoaucke nepuoau-
Yeckme BOSHbl KMETOYHbIX COKpalleHWn, Wucxopswme W3 Kakoro-nnb6o
LeHTpa, HanpuMmep M3 reH3eHOBCKOro ys3enka, UMeKT CKOPOCTb MOopsaA-
ka 200 mkm/muH npu 37°C [116]. Ecnu npuHATbL, 4TO TemnepaTyp-
Hbln koadpuumeHT Qio= 2,5, To 9Ta BenMYMHa OKa3biBaeTCA TOro xe
nopsgka, 4to u npeabigyuwimne). Hem MOXHO OBBACHUTH CTONMb CXOOHbIE
Mexay cobolm M OTHOCUTENBbHO HU3KME CKOPOCTM npoBedeHuss Oonb-
WWHCTBA aBTOBOJIH B pa3BMBalLWUXCA CUCTEMAaxX, €CNM U3BECTHO, 4YTO
no amMbGpuvoHanbHbIM TKaHAM, NPW HanNUM4YMM BbICOKOMPOHULLAEMbIX KOH-
TaKTOB, MOTYyT pacnpocTpaHATbCA M ropasgo bonee OGbiCTpble 3anNeKTpu-
yeckne curHanbl? MOXHO NpeanonoXuTb, YTO OTHOCUTENbHAA MeANneH-
HOCTb MPOBEAEHUSA BbIMOMHAET BaXHYl MOpPQOreHeTU4eckyro  (QyHkK-
Luuto: oHa obecneynBaeT BO3HWKHOBEHWE MPOCTPAHCTBEHHO-TETEPOXPOH-
HbIX KNETOYHbIX PasBepToK, T. €. Takux (BO3MOXHO, Mepuoanyecknx)
KOH(UIypaumMmnm KneTouYHbiX MNMacTtoB, rae kKaxaasa cnegywouwas (no xo-
Ay BOIHbI) KMeTKka CyWwecTBEHHO oOTnu4YaeTca OT npeablgywen no
CBOEMY BHYTPEHHeMYy COCTOsHuio, dopme, opueHTauunm un 1. N. MMOoHAT-
HO, YTO ANA 3TOr0 CKOPOCTWM MPOBEAEHWS BOJIHbI HE AOIMKHbI CyL,ecT-
BEHHO MpeBblllaTb CKOPOCTU BHYTPUKNETOYHbIX nepecTpoek. lMpu 6o-
nee BbICOKMX CKOPOCTSIX NpoOBeAeHMs KMeTKu nepecTpamBanncb  Obl
NPaKkTUYeCKN CUHXPOHHO W pas3BepTOK He BO3HMKaNo 6bl. [Mo3xe Mbl
ybeammca >Ha psge npuMMepoB, YTO MMEHHO MNPOCTPaHCTBEHHble pas-
BEpTKM, BO3HMKAlOWME KaK crefbl BOMHbI, SBMAAKTCA, MNO-BUAUMOMY,
OAHUM N3 OCHOBHbIX CPeACTB YCTAHOBMEHUS OAHO3HAYHbIX CBA3eW
MexXAay MNOMoXeHWeM KMeTKW U ee MNoOBeAeHMEeM U, criedoBaTerbHo,
npoTekaHns 3akoHOMepHoro mopdoreHesa. Mbl ewe BepHemMcs K 006-
CYXAEHW 3TMX BOMPOCOB Ha MpuMMepe anepuounyveckux pacnpocTpa-
HAwWmnxca npoueccoB. PaccmoTpum 6Gonee nogpobHo mopdoreHeTuye-
ckue MYHKUMM W KNeToyHble MexaHuambl Pl y rmagpounaHbIX nonunos
[117— 119].

Mopdonorndyeckn Pl npoaBnAlTCA y HUX B Nepuoamyecknx 'mame-
HEHUAX yrrna OpueHTauuuM BepXyWeYHbIX KIEeTOK 3KTO- U 3HTOAEpMbl
OTHOCUTENbHO ocu nobera M OAHOBPEMEHHO OPMbl  3TUX  KNETOK.
Knetkm 71O nosBopauvmBaloTCA B HanpaBneHUu, nepneHAuKynsapHOM ocu
nobera, n npum 3TOM pacWUPATCA, TO BO3BpPaLLATCA K WCXOAHOMW
KOCON OpWeHTauuu, BHEWHuM nonwcom BBepx (puc. 18, A—T). Ha
nepson ase (pasa noavema, puc. 18, A—B) 3a4aTok yanuHAeTCHA
M HEeCKONbKO paclwupsieTcd u3-3a BO3POCLUEro MexaHW4yeckoro gasre-
HUS MOBEPHYTbIX W pacCWMPEHHbIX KMEeTOK Ha MArkyw o6ono4yky Bep-
Xywkn nobera — nepucapk (HOBble MOpuUMM nepucapka Bce BpeMms
cekpeTupylTca Ha Bepxywke nobera, a B MPOKCMManbHOM Hamnpas-
NeHnn OH MnocTeneHHO 3acTbiBaeT). Ha BTopon ase (dasa cnaga,
puc. 18,) MexaHumyeckoe paBneHve nagaet M 3a4aToK BHOBb ykopa-
YynmBaeTCs, HO YacTb AOCTUTHYTOro MPUPOCTA BCE Xe COoXpaHaeTcs, Tak
Kak guKcupyeTcs yCneBWMWM HECKOJIbKO 3aTBepAeTb BepXyLeYHbIM
nepucapkom. B case nogbema KneTku 3IKTOAEPMbl 3aKpensieHbl CBOU-
MW BHELWHWMWU KOHLAMMW Ha BHYTPEHHEN MOBEpPXHOCTWM nepucapka, Tor-
Aa Kak BHYTpPEHHMe KOHUbl KNeToKk mnpogsuralTca BBepx. B dase
cnycka BHYTPEHHME KOHLbl KNeTOK OMyCKalTCHA, a BHewHue 6biCTpo
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(co ckOpoCTbl nopsigka 10 MKM/C) NpOCKanb3biBAlOT MO BHYTPEHHEN
CTOpPOHE nepucapka BBepX, Tak 4YTO KMNETKM MEHSAT TOYKy dukca-
umMm Ha nepucapke (puc. 18,). Takum obGpasom, B xode nocrnegosa-
TenbHbix Pl 3ayaTok pacteT, a TakXe 3aKOHOMEpPHO W3MEHSIeT CBOW
dopmy. Bonee petanbHo MopdoreHeTudeckne pesynbTatel Pl 6yayT
paccMOTpEHbl B M. & .

dasza cnaga BO Bcex BepXYLIEYHbIX KneTkax nobera ocywecTBnseT-
C MpaKTUYECKM CUHXPOHHO (C pacxoXAeHWeM B HECKONIbKO CeKyHA),

rc

bm

Puc. 18. Cxema KNeTOYHbIX MeXaHM3MOB PpOCTOBbIX nynbcauuin (PM) y ruaponaHbix
nonunos Ha npumepe Obelia. N3o6paxeHbl TONbko 3aKkTogepma Bepxylwkun nobera, 6a-
3anbHas Memb6paHa (6M) u nepucapk (nc). KpecTukom nomevyeH BHYTPEHHUW KOHeLl
OOHOW M TOW Xe KNeTKW; cTpenkamu — npoaBuxkeHune 6asanbHon MemOGpaHbl, Bep-
XYW kN nobera M BHELWHUX KOHLOB 3KTOAEpPManbHbIX KNeTok

a bonee MeaneHHas asa nogbemMa — C 3aMETHOW ACUMHXPOHHOCTHIO,
npyyem B OOMbWMHCTBE UCCNEOOBAHHbIX Cry4yaeB MpOKCUManbHbIE
KNneTkn BXxoAAT B a3y MoBopoTa paHblle AucTanbHbiXx. WHorga (npwu-
MEpHO B MOMOBMHE cny4vyaeB) ypaeTcs HabnwpaTe OOCTAaTOYHO nnaB-
HYI BOJIHY BXOXOEHMWS KIeTOK B MornepeyHbie NMOBOPOTHI, pacnpocTtpa-
HAIOLWYCA MPOKCMMO-AUCTaNbHO co ckopocTbto OT 30 oo 90 MKM/MWUH.
HabnwopgawTca, ogHaKo, U criydyanm paspbiBOB, ONOKMpOBaHMA, a Takxke
NOSTHOW WHBEpPCUM BONHbI. HO Takue OTKMOHEHMS Mano oTpaxatkTcs
Ha pocTe M MopdoreHese uenoro nobera. MMIMeHHO Ha dasle noavema
NOSIBMAAKTCSA KNeTOYHble pas3BepPTKM, KOTOpble npeaonpenensawT gopmy
3a4yaTka, BO3HMKAlOLWYK MO3Xe B pe3ynbTaTe MHOrOKpaTHbIX  Kie-
TOYHbIX COKpaweHun (cMm. nogpobHee rn. 4).

O6obwas, MoXHO ckasaTb, 4To aBTokonebaHuma tuna PI wn conpo-
BOXJalLWmMe MX aBTOBOJIHbI AOCTATOYHO 4YacTo BCTpevakTcsa B Mopdo-
reHese M MOTyT paccmaTpuBaTbCs KaK ofHa W3 OCHOBHbIX (OPM MH-
Terpauymn LLCMI B MHOrokneTtouyHbix 3avatkax. O6GcyauM HekoTopble
KOHKpeTHble Moaenu 3Tux npoueccoB. B pabGote [120] aBTop ucxoaut
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M3 [OoNywWeHus, 4To BHYTpuknetouyHas UAMS aktuBupyet paboTty
Ca2+Hacoca nnas3matuyeckon MemOpaHbl, MOHMXAsi TEM CaMbiM BHYT-
puknetouHbln [Ca2+, Toraa kak CaZ cTumynupyeT akTUBHOCTb aje-
Hunatumknassl, nosbiwasa [LAM®]. Bo3HukaeT xapakTepHasa Ana as-

TokonebaHuit «+ , —» obpaTHasa CBA3b:
©

[ca?] b AV
©

B Takom cucteme npu onpegeneHHblX 3HAa4YeHWAX MapameTpoB MOTyT
BO3HMKaTb konebaHua KoHueHTpauunm o60oMx KOMMNOHEHTOB, a npwu
BBeAeHuUn panddysnoHHon coctaenswwen — astoBonHbel [Ca24]. Ko-
nebaHusa in BonHbl [Ca2+1 mMoryT BNMATbL Ha nNpouecchl C y4yacTuem
aKkTMHa ¥ TemM camMblM NEepPUOANYECKN U3IMEHATb (POPMYy KNETKU.

MpuBeneHHas cxema, OAHAKO, CIMLIKOM MpocTa W He yyuTbiBaeT
MHOIMX KOMMOHeHTOB, perynupywwunx L CMIM. Kpome TOro, oHa He
oTpaxaeT TOro, YTO MMEHHO MHOTOKNEeTOYHOCTb, CyAs MO BCeEMy, Cno-
cobcTByeT ynopsigodeHHbiM ocuunnauuam. B atom cBsasu  Gonblion
mHTepec npeactaensetr mogenb K. CtepHa [121], HeobxoanMbiMu
3BEHbSMW KOTOPOW SBMAKTCH MHOFOKMNETOYHOCTb W MOMNSPHOCTb OT-
AenbHbIX KNeToKk.

Mopgenb CTepHa npefHa3HayeHa AnNA WHTepnpeTauuym  KNeTOYHbIX
nynecauuni B Gnactogucke NTUL, HO MOXeT OblTb MNPUINOXEHa U K
OPYrMM TunaMm nynbcauuii B MHOTOKNETOYHbIX 3a4yaTkax. [naBHoe pa-

6oyee 3BEHO Mopgenw, nocrynunpyemoe aBToOpoOM, — TOK WOHOB Na+
yepe3 nondpu3oBaHHblIe KIEeTKU annbnacta B anukob6asanbHOM Han-
paBneHnn un 4yepeid MeXKneToyHble MnpoCcTpaHCTBa — B 06paTHOM Han-

paBneHun (puc. 19).

Ha HavanbHoW dase npouecca uoHbl Na+ OBUXYTCHA npeumyliecT-
BEHHO B anukobasanbHOM HanpaBfeHWU, TaK O0<aK MOHHbIe KaHanbl
pacnonoxeHbl no Gonblle 4YacTM .HA anuKanbHOW CTOPOHE KMeToK, a
WOHHble Hacocbl (Na+—K+-ATdaza) — Ha 6GasanbHOW CcTOpoHe (puc.
19, A). lepekaunBaemble B 6GazanbHOM HanpaBneHunm wunoHbl Na+ Ha-
KannmMBakwTCA B MOMOCTM OrpaHWYeHHOro obbema, pacnoJyIOXKEeHHOM
noa SKTOOMacToM; HanuymMe TakKOW MOfIOCTM — HENPEeMeHHOe ycroBue
nynecauun no cxeme CTtepHa. Bmecte ¢ Na+ Gnarogaps noBbllEHUIO
OCMOTUYECKOro AaBfeHWs B TOW Xe NONOCTM HakannuBaeTcs BoAa.

MoabemMm OCMOTUYECKOro M rMAPOCTAaTUYECKOro AaBMNEHUs B MONOCTU
npuBoaUT K BblkMO4YeHMO Na+—K+-HacocoB, M3-3a 4yero BXOAAWUNA B
KNeTKy 4epe3 anukanbHble kaHanbel Na+ HayuMHaeT HakannuMeaTbCH B
untonnasme. HesaBucmmo ObINO nMokasaHo, 4TO Bo3pacTaHue [Na+ 4UT
BedeT K BbicBOGOXAeHU0 CaZ+ U3 BHYTPUKNETOYHbIX AEeno, YTo B CBOK
oyepedb BbI3biBAeT COKpalleHMe MNy4ykoB MUKpodunameHT, pacnoso-
XEHHbIX NOA anuKanbHOW MOBEPXHOCTbI KneTkn. KneTku cokpawiatoT-
Csl, BCNeACTBME 4Yero OTKPbIBAKTCA  MEXKMNEeTOYHble NpocTpaHCcTBa
(pa3pbiBalOTCs NIMOTHbIE KOHTAKTbl MO4  anukanbHbIMW  KINETOYHbIMU
nosepxHoctamu; puc. 19, B). Yepes nosABMBLUNECA MEXKNETOYHblE Lie-
nn Na+ 1 Boga BbIXOOAT M3 nonoctn Hapyxy, Na+—K-+Hacocbl cHoBa
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Puc. 19. Mopenb aBTokone6GaHuit B anH6nacte KypuHoOro 3a-

poAabliwa:
[Na+] m u [Ca2+]i — BHyTpukneTo4YHble KoHUeHTpauuu Na+
n Ca2+. Ctpenka BBepx — ux pocT. Kpyxok c 6ykBamu
AT® — akTuBHas, nepeyvyepkHYTbIl  KPYXOK — HeaKkTMBHas

Na+, K+-AT®dasa. [Ipyrne ob6bscHeHus B TekcTe (no [121]
¢ moandukaumamm)

HauuHaT paboTaTtb, [blatluuT nagpaeT M cuctema BoO3BpawaeTcs K

HavYyanbHOMY COCTOAHUIO. Taknm o6pa30M, KOHTYp «+ , —» B3aumo-
0EeNCcTBUA B CXeme CTepHa BbITMAOUT Tak:
©
M u un 10 [Ca *AuT

0
Ho BaxHO noAYepKHYTb, YTO HEMNPeMEeHHbIMU 3BEHbSIMU [OaHHOW cxe-
Mbl ABMSIOTCA, BO-NEpBbIX, MexaHuyeckass paboTa MuKpounameHT wu,
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BO-BTOPbIX, OCOOEHHOCTM MHOroKneTo4YHonW Mopcdonorum obbekta —
Hanuyme 3aMKHYTOW MONOCTW.

PacnpoctpaHeHne konebaHum BoONMHOM OT kneTku k kneTtke CTepH
o6bsACHAET TeM, YTO COKpalweHne MUKpodunameHT OAHOW KNeTKUM npu-
BOAMT, Neped paspbiBOM KOHTAKTOB K pacTAXeEHW cnegylwen knet-
ku. ABTOp ccbiaetca Ha paboTty [122], roe nocTynupyeTcs, 4YTO nac-
CUBHOE pacTshKeHue KaXOoW nocrefylulen KneTkM Bbi3biBaeT ee ak-
TUBHYIO COKpaTUTENbHYK  peakuuo, pacTArMBalwlWyl CcrneayLyio
kneTtky n T. a. Hanee CTepH gonyckaeT, 4To Mo xoAy NoAOOHbIX KO-
ne6aHuin 4actb Na+— K+HacocoB HeobpaTmmo nepexoaut ¢ 6Gasanb-
HOW CTOPOHbI KNETOK Ha anukanbHyl, a 3TO MpuBOAWUT K M3Bpalle-
HUIO HanpaBneHus bla+Toka. MNMogobHbIN GasmanukanbHbin W +ToOK
XapaKkTepeH, KakK yXe roBOpuIlOCb Bblwe, ANA NepBUYHON  Bopo3gku
KYPUHOro 3apojbilla W MHAYUMPOBAHHbIX TKaHen (Hanpumep, Henpo-
3KTOAEPMbl KYPUHOrO 3apoAbiwia).

XoTa cxema CTepHa sIBNSieTCA BO MWOINOM CMNEKYNATUBHOW M NULb
HEKOTOpble €e MOMEHTbl UMEKT JKCNepuMeHTanbHOe NnoATBepXAeHwue,
B kayecTtBe paboyer runoTtesbl oHa ueHHa. Cyas no umewwWMMcsa gaH-
HbiM, cxema Pl y rMgponaHbIX NOMUNOB B pPsii€ OTHOLIEHWUA MOXET
OblTb K Hel 6nu3ka. M3noXum M3BECTHblE Ha 3TOT cyeT pakTbl U UX
MHTepnpeTauuto [119, 123].

B ¢ase nogvema Pl rmapononunoB B 3KTOAepManbHbIX KfeTKax
Bepxywek noberoB CunbHO BO3pacTaeT 4YMCNO Bakyomnew, Mo MeHblen
Mepe 4acTb KOTOPbiX BO3HMKAET MNyTemM OTWHYPOBKM OT BMNAYMBAHUN
HapyXHOW Kkneto4yHon mMembGpaHbl. O6bem KNeToK Mpu 3TOM YBENUYU-
BaeTCsl, OYEBUAHO, 3a CYeT NnocTynneHus Boabl B Bakyonu. Habnio-
Jaembli B 9TOMW @ase NOBOPOT KMETOK B CTOPOHY MOMNEPEeYHON OpUEH-
Tauum MOXHO CYMTaTb MPAMbIM CNeACTBUMEM MOBLIWEHUS B HUX TMAPO-
cTaTtuyeckoro pgasneHusi. JencteButenbHo (puc. 20, A), cymma cun
ynpyroro npoTMBOAEWNCTBUA KNeTO4yHOW MembpaHbl 3TOMYy pacnopy
oKono ocTporo yrna a 6onblwe TakoBOW okono Tynoro yrna p. [lo-
3TOMY MCXOOHO CKOWeHHas kneTka Oyger cnpamnsatecsa (puc. 20, 5).
HanpaBneHue ee cmeleHns OyaeT npu 3TOM 3aBUCETb OT TOro, Kakas
CTEeHKa KINeTKU MpoYHee 3akpenneHa — BHELWHAS WM BHYTPEHHSAS.
HabniogeHnss nokasbiBaloT, 4YTO B AaHHOW a3e MPOYHO CKpenneHa c
nepucapkomM W CIyXWUT OMNOPON BHELWHAS CTeHKa, Torga Kak INuHus
BHYTPEHHUX KMNETOYHbIX CTEHOK MOXEeT CMellaTbCHd, BbITATMBas Ha ce-
Oe GasanbHy MeMOpaHy [aneko CHM3y. OTO CMeLleHMe U MnokasaHo
BepTMKanbHbiMU cTpenkamu Ha puc. 20, A. B ddase cnaga (puc.
20, B) Bakyonu cnuBarwTCs B y3KMEe KaHanblbl, BbITAHYTble BOOMb
OoCell KNeToK W OTKPbIBAKLWIMECS B MEXKMETOYHble LWenM wunu nop
nepucapk. Mo HUM BbIXOOWT M3 KNeTOK Boda M BbibpacbiBaeTca 4acTb
BaKyonew, rmgpoctaTnyeckoe AaBleHWe B KNeTKe najaeT, u OHa BHOBb
npuobpeTaeT KoCylw opueHTauuwo. Ha aTon xe dase BOOMb KMNETOYHbIX
oceli popMUPYHOTCS MUKpOUNaMeEHTapHbIe My4YKkuW, KOTOpble, BO3MOX-
HO, M OCYLLEeCTBNSAKT Npockanb3blBaHWE BBEPX BHELWHUX «HOCMKOBY
KneTok. OTOT npouecc MoXxeT ObiTb aHanorM4eH OMNUCAHHOMY Bbllle
«TONMKaAHUKO» TakMM Xe My4ykom nepegHero kpasa ¢ubpobnacra.

YcTtaHoBneHo, 4to [Ca2+]u,T BO3pacTaeT B hase cnaga W MNOHU-
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UOHHbIE
cd3ueu

Puc. 20. CxemMa WOHHO-OCMOTUYECKOW perynauum
nogvema, b6—B BO3BpalleHne B a3y cnapa.
NYHKTUPHbIE CTpenku Ha b 3amenneHue aTux
BoAabl B Bakyonax (Pc) u pacTaxeHWs KNeTOYHOW
roro ConpoTMBNEHUS MeMmOpaHbl. YKa3aHbl WOHHbIE
M@ — Ny4yoK MuKpodunameHT, nNc — nepucapk

[NOAJuum J pH t

[AA]MVI"4[Ca‘ AoT| | pH |

pOCTOBbLIX  MNynbcauun y ruapouaHbIX nonunos: A—b nepexoa B asy
CnnowHble oAuHapHble cTpenkn o603HaYalT ABUXEHUS BOAb N WNOHOB,
OBWXEHWUIN, ABOWHbIE CTpenkn Ha A — cunbl FMAPOCTaTUYECKOro AaBrneHus
MeM6paHbl, XWPHble CTpenku B yrnax —

caBuru,

KOMMEHCUpyLWMe WUX CUNbI ynpy-
conpoBoXxjawuwue pasnuiHble dasbl; 6m

6asanbHaa MembpaHa,



XaeTca B dase nogbema. IT0 cornacyetcs ¢ TeMm, 4yto Cazx+unoHodop,.
oTKpbiBawowmn goctyn Caz+ n3 HapyxXHOW cpedbl BHYTPb KMeTOK, Me-
pesoauT ux B a3y cnaga, a bnokatop Ca2+-kaHanoB nnasMaTuye-
CkOoN MemOpaHbl, HanpoTuB, 3ajepxuBaeT uWx B dase nogbema C WU3-
6blTouyHOW Bakyonusauuen. C Apyrom CTOPOHbI, WHrMbutopel Na+,
C1™-TpaHcnopTa nNpenATCTBYIOT HaKOMMEHU W pa3gyBaHUIO Bakyo-
nen. OTW [aHHble HapsAy C HEKOTOPbIMW APYrMMMK MO3BONSAKT npej-
NOXWUTb CreAyllyo npegBapuTenbHY0 CXeMy WMOHHOM perynauuun Pl
rMApOnonunnosB.

Mpn oTwHypoBKe Bakyonew OT nnasmatnyeckon mMembpaHbl 6na-
rogapss paboTte BCTpOeHHbIXx B ux cTeHkn Na+, K+HacocoB Na+ a
Takxe conpsXeHHo ¢ HuMM Ci1~ nepekaymBalTCA BHYTPb Bakyonemn.
M3-3a atoro Tyga e No OCMOTMYECKOMY rpaAueHTy BXOAUT Boda w
Bakyonu HabyxawT (puc. 20, A). CormacHo cxeme CTepHa, Ha4duHasd
C HEeKoTOporo MomeHTa noBblweHMe Na+ B Bakyonax npuBedeT K
uHaktusauum Na, K-+HacocoB u BcrneacTBMe 9TOM0 K MOBbIWEHUIO
[Ma+unt (puc. 20, 6). Mo TOW Xe cxeme noBbiweHne [bla+] ur Be-
aet Kk BbicBoboxaeHuto Ca2 M3 BHYTPUKINETOYHbLIX [Eno, YTO B CBOK
oyepeab aKTMBUPYET aKTUH3aBUCUMble COKpaTUTEeNbHble MPOLECCHI,
cnocobCcTByOWME CNUAHMIO BaKyonewW W BbiTankMBaHWIO M3 HWUX BOAHI,
a TakxXe eAMHCTBEHHOMY 3a BeCb LUK aKTUBHOMY [AOBWXEHMWI0 KNeT-
KW — [AucTanbHOMY NpOCKanb3blBaHUIO ee BHelwHero koHua. WHbIMu
cnosamu, BO3HMKaeT das3a cnaga, Npu KOTOPOW, Kak roOBOPMIOCH Bbl-
we, n noebliwaeTtca [Ca24 uur.

Takum o6pa3om, NepBUYHbLIA perynaunoHHbin kKoHTyp PI rugpo-
NnonmMnoB MoOXeT OblTb OCHOBAH Ha «+ , —» B3aMMOAENCTBMUAX MOTOKOB
Na+ n Caz npumepHo no cxeme CtTepHa. MoxHO pgymaTtb, OfHako,
4YTO B UeNbIX 3ayaTkax AOJMKeH cywecTBoBaTb W Oonee BbICOKUA  WH-
TErpvpyowmnin perynaunoHHbIA ypOBEHb: MHaye TPYAHO MOHATb, Noye-
My B TeyeHue AMUTEeNbHOr0 BPEeMEHU He O4YeHb TOYHO CUHXPOHU3UPO-
BaHHble KonebaHua OTAenbHbIX KNEeTOK TEM He MeHee He pacxoasaTcs
no c¢asam nonHoctbtlo. [MOJOOHBIN WHTErpUpPYLWNIA  CUTHAN  MOXeT
OblTb CBSi3aH, Hanpumep, C PacTSXXKEHUEeM HapyXHblX KINEeTOYHbIX MeM-
OpaH BbITATMBAKLWMMCA 3a4aTKOM K KOHUY a3bl nogbema: HeKOoTO-
poe npedenbHOe pacTAXEeHWEe MOXeT CINYyXWTb curHanom pans cbopkwu
Ny4KOB MUKpPOMNamMeHT M gucTanbHOMY MNpOCKanb3biBaHWIO, T. €. Ans
da3bl cnaga.

B 3aknioyeHne 3ameTum, 4TO aBTokomnebaTenbHble npoueccbl B
pa3BMBalOLWMXCA CUCTEMAxX NUWb TOMbKO HavyuHalT U3yyaTbCH, U B
3TOM 06nacTm MOXHO XOaTb HOBbIX MHTEPECHEWWMUX pe3ynbTaToB.

Anepunognyeckue aBTOBOJIHbI (BOJTHbl KIETOYHbIX MEPEKNYEeHUN)
B MopdoreHese

Ewe Gonbliee 3HayeHWe, YeM OMNUCaAHHble BbIlWE MNepuoanyeckue
aBTOBOJIHbI C BOCCTaHOBIIEHMEM, WMeT B MopdoreHese anepuogunye-
Ckve pacnpocTpaHstowmnecs GPOHTbI KIETOYHbIX NepeknioYveHuin. Beu-
4y HeoGpaTMMOCTM MopdoreHesa B LENOM HanuyuMe Takux nepeknioye-
HW/A KaXeTcs BMOJIHE eCTeCTBEHHbIM. MaTeMaTuMyecku Takue BOJHbI

81



-ONUCLIBAIOTCHA, Kak Mbl 3HaeM, OOHOKOMMOHEHTHbIMW YpPaBHEHUAMU TU-
na (8). Ha nepBbln B3rna4 KaxeTcs, 4YTO TakMe BOMHbl HE MOTYT
MMETb CYLWECTBEHHOro MOpP(OreHeTUYeckoro 3Ha4yYeHusi, MNOCKONbKY
OHW He co3dakT MNPOCTPaHCTBEHHOM pa3meTkn. B panbHenwem (rn. 3)
Mbl MOKaXem, oAHako, YTO MpU Hanuymm obpaTHbIX CBS3EN C ynpyru-
MU HaTSXEHUAMWU anepuoguvyeckne BOMHbI HE TONMbKO MOTYT MOPOX-
gatb MOp@OMOrM4yeckylo pa3MeTKy, HO 1 ABMAKTCH, MO-BUAUMOMY, OA-
HUM M3 TNaBHbIX €6 UCTOYHWKOB.

Hanbonee BaxHaa ans mopdoreHesa U LWIUPOKO pacnpocTpaHeH-
Has aBTOBOMHa — 3TO BOMIHA KOHTAKTHOW nonapusauuMn  KneTok
(KMK), cocrtodwaa B «nepegaye» Mak 4ucto mopdonorunyeckon (us-
MepseMON OTHOLWEHUEM ONMUHHOMW K KOPOTKOM KIETOYHOW OCKu), Tak wu
bornee TOHKOW, CTPYKTYPHOW nonapusauumm OT OAHOW KOHTAKTUpPYO-
wen kneTkn Kk gpyron. Mbl paccmoTpum cHavana KITK Ha yucto mop-
donornyeckom ypoBHE, a 3aTeM KOCHEMCS €€ CTPYKTYpHbIX KOMMO-
HEHT M BO3MOXHbIX PEryNALUOHHBIX CXEM.

Mopdonornyeckn KM K npoasnseTcsa B BO3HUKHOBEHUM W3 Henong-
pPU30BaHHbIX KNeTOK (OTHOWeHMe ocel 6MM3KO K 1) CNMOWHbLIX COMK-
HYTbIX TPYnn nNOMNsApU30oBaHHbIX KNeToK (OTHOWeEHWe ocel, kKak npa-
BuUno, 6onbwe 2:1). PocT Takux rpynn, HauyunHass OT HeBOMbLIKNX Nyu-
KOB B 2—3 nonsipu3oBaHHble KMeTkM W BNAOoTb Ao obnacten U3 He-
CKONbKUX [OECATKOB KMNeTOK, MOXHO HabniogaTb B caMbiX pasfnYHbIX
MOpPdOreHeTMYECKM aKTMBHbIX TKaHAX: B obnactM racTpynsauMOHHOrO
BNAYMBaHWUA, B HEMPOIKTOAEPME, OCEBON Me3onepme, npu obpas3oBaHuu
nnakon opraHoB YyBCTB M B Apyrux cnydasx [33, 124— 127].

CnnowHble 30HbI NOMAPM30BaHHbIX KNEeTOoK, pacwupsalwmecs u
MHOTAa cnuBakwlimecs nNo mMepe pasBuTusa, HabnwpgawTca Takxke B 3a-
poAbillax KWWeEeYHONOMNOCTHbIX B Mpouecce gernamMmHaumum u B 3apopfbl-
Wwax MWrnokKoXux nepen Hayvanom ractpynsauum [128]. AHanormytHbie
SABMEHUS OnMUcaHbl B KynbTypax TKaHeh (KOHTaKTHO-MHAYLUPOBAHHOE
KneToyHoe pacnnacTtelBaHue [129]) M B eCTeCTBEHHbIX WNW  UCKYyC-
CTBEHHO 0Opa3oBaHHbLIX FPynnNMpoBKax OnacToOMepoB paHHUX 3apopnbl-
wen mnekonutatwunx [130, 131], o yem ewe OygoeT HUXe UATKU
peyb. Takum obpasom, npoueccbl Tuna KM K MoXHO cuyuTtaTb yHuBeEp-
canbHbIM gABneHuem. PaccmoTpum nogpobHee mopdgonorndyeckme ac-
nektel n kmHeTnky KT K Ha npumepe amMOGpuoHanbHbiX TKaHen amdu-
6uin.

KneTku moryt nonsipusoBaTbCs Kak BAOMb HanpaBfeHWsa BOJHbI
KMK (npogonbHaga, unu notokosas, KMNK — pwuc. 21, A), Tak none-
peKk unu noA OCTPbIM YINOM K Hel (COOTBETCTBEHHO MonepevyHas, vnu
nnactoBad, — puc. 21, 6 n «kocasa» KMNK — puc. 21, B). Tun KIMK
3aBucut Gonee Bcero oOT Mmopdonorum TkaHel. [MpogonbHas KK
HabnopaeTca B TKaHAXx MesogepmanbHoro Tuna. OHa npuBoAuT K 06-
pas3oBaHWI0 ANIMHHBIX W OTHOCUTENBHO Y3KWX MONIOC pacTAHYTbIX Kre-
TOK, paccekawlWmnx KneTo4yHble nnacTbl (Tak Ha3blBaeMble KPOCCMAUHUMU,
CM. HUXe).

MonepeyHas KM K Habniopgaetca B MesogepMarnbHbiX — KNETOYHbIX
Maccax W B anuTenuanbHbiX W 3anuTenuougHbix nnactax. JlMwe B OT-
HOCUTENbHO pefKkuMx Ccryyvyasix HanpaBfieHuWe KNeTOYHOW nonspu3auunmn
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Oonee unu MeHee CTPOro nonepevyHo HanpaBneHuto BonHbl KMK. Ya-
e, ocobeHHO B anuTenuanbHbIX MNnacrTax, Nonspusylowmnecs KrneTku
CyXalT OOWH U3 CBOMX KOHUOB (OObIYMHO OH SBMAETCH BHELWHUM W
HasblBaeTCsd anukanbHbIM) W pacWUpSAT APYron KoHeu. TWNUYHBIN
npumep — obpa3oBaHWe KNeTok KonboBMAHOro TWna npu racTpyns-

KK

HK HK

Puc. 21. Tunbl KOHTaKTHOW nonsipu3aumm 3SMOBPUOHANbHbIX KNeTok amdubui:

A — npoponbHasa (notokoBas), 6 — nonepevyHas, B — kocas nonspusauus (Ha-
TekaHue knetok). CTtpenkun Ha A, b nokasbiBalOT HanpaBneHWe ABUXEHWUS BONHbI
nonapu3aumn. lNMyHKTUPHbIE KOHTYpbl Ha B — pacnonoxeHue knetok 1, 2, 3 noc-
ne ux npubnuxeHus Kk usogmameTpuyeckon dopme. CTpenkum CBA3bIBAOT Hayalb-
Hble W KOHEeYHble MONOXEHWA KMNeTOoK;, KK — KonbGoBWAHble KMNEeTKU, HK — HaTe-
Kalumne KneTku

UMOHHBIX U HEeWpPYNSAUMOHHbIX BMAYMBAHUAX. SFpPKMM  NpPOSIBNEHUEM
KMK sasnaetca T1oT ¢dakrt, 4TO KOonboBUAHbIE KMETKM MNpaKTUYECKM
HMKoraa He obGpasylTcss MNOOAMHOYKE, HO Bcerga «nadykamuy», npuyem
Hambonee kpynHasa konboBuaHas kNeTka HaxXxOAUTCS  MOcepeauvHe,.
C dnaHroB Takas rpynna Hen3beXHO OKasblBaeTCs OKPYXEHHOW pac-
TAHYTO-CKOLWEHHbIMKU KNneTkamu, M pganbHenwas KM K okasbiBaeTcs
kocon (puc. 21, B). B Tonbko 4TO (hOPMUPYIOLUXCA aKTUBHO pacTy-
WX BMAYMBAHMUAX HAKNOH OOKOBbIX KIETOK He YyMeHbllaeTcd nocTe-
MEHHO MO Mepe yaaneHus OT LeHTpa «navyku» (4TO MOXHO Obino Obl
oXugaTb MNPU 4YUCTO MACCUBHOM WX pacTSAXKEHUWU), a Ha HEKOTOPOM
npoTsKeHUn paxe HapactaeT. CospgaeTca BnevyatnieHue kak Obl «Ha-
TeKkaHus» Kaxpow cneaywouwen Oonee nepudpepunyeckon knetTkm Ha 6o-
nee ueHTpanbHyl. JONeKTPOHHO-MUKpOCKOMNMYeckMe HabniogeHus no-
Ka3blBalOT, YTO Ha cCaMOM pfefle MNPOUCXOAUT He HaTekaHue OfHON
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KNeTKn Ha NOBEPXHOCTb [ApPYrow, a ckopee «rnoaTekaHne» — dOpMU-
poBaHMe Y3KMX MNOAMOBEPXHOCTHbIX «HOCWUKOB», copepxawunx 6onb-
loe KOMMYeCTBO MUKPOTpyGoYek M MuKpodunameHT U CBA3AHHbIX C
bonee ueHTpanbHOM KMNETKOW chneunanu3npoBaHHbIMW KOHTakKTamu, B
ToM uyucne wenesbiMn [33]. ObBpa3oBaHMe TakMX CIOXHO OpraHu3o-
BaHHbIX «HOCWMKOB» (3a BpeMsi He Oonee HECKONbKUX MWHYT) ele pas
noavyepkMBaeT aKTUBHbIW XapakTep HaTeKaHWs KreTok.

30Ha HaTekaHuda BkNw4YaeT B cebsd OT AByX-Tpex KNeToK [0 He-
CKONbKUX AeCATKOB. LleHTpanbHbIA Ny4Yyok KONGOBWAHBLIX KMNETOK BMe-
CTe C OKpyXawwWwumu ero 30Hamu HaTekaHus obpasyer Beepoobpas-
Hble KNneTo4YHble CTPYKTypbl («kneToyHble Beepa»). OHM BecbmMa xa-
pakTepHbl ANA HayanbHbIX CTagun wn3rMboB aMOPMOHaNbHbLIX KMEeToY-
HblIX MNacToB, a TakxXe [ANA paHHMX 3aknagok Mme3ofepMarnbHbIX CO-
MuUTOB (rn. 4).

Kneto4Hble Beepa npeacTaBnslT cOOGOM TUNWUYHbIE TETEPOXPOHHbIE
NPOCTPaHCTBEHHbIe pa3BepTKkM, O MOPEOreHeTU4eCcKom Pponm KOTOPbIX
Mbl rOoBOpPMNU Bbiwe. B pganbHehwem mbl yBugmm (rn. 4), 4yto nofob-
Hble pasBepTKM WrpatT pelanlyl pofb B TakMX BaXHEWWUX Mop-
donpoueccax, Kak ractpynauusa, Heupynaums u gp. [logobHo pac-
CMOTPEHHbIM BblllEe ABTOBOSIHAM BO3HUKHOBEHWE «KINETOYHbIX BEEPOB»
OCHOBaHO Ha cpaBHUTENbHO Mu3kon ckopoctu KIMK. OHa cocTaBnsiet
BeNUYMHblI nopsgka 3— s MKM/MUH ANA 9MOpMOHanbHbIX TKaHewW am-
dubuin Ha cTaguum racTpynbl M BO3pacTaeT, HO He 6onee 4yem Ha no-
pAAOK B 3KCMnaHTaTax, Bbipe3aHHbIX W3 TKaHeW Henpynbl — paHHewn
XBOCTOBOW MOYKM [33, ss].

KMK MoxHO paccmaTpuBaTb KakK MHAYLMPOBAHHbIN  (COCEACTBOM
yXe MNonApu3oBaHHOW KMeTKW) nepexod AaHHOW KNeTKW M3 yCTONYMBO
HenonsapM3oBaHHOro B YCTOWYMBO NONspuM3oBaHHoOe cocTosiHue. BbiBog
O HanmuWuMm ABYX TaKMX YCTOMYUBBIX COCTOSHWWA, pasfefieHHbIX Heyc-
TOMYMBOCTbIO, CAenaH Ha OCHOBAHWW aHanu3a KPWBbIX pacnpegerneHus
KNeToK Mo cTeneHn ux nonspu3aumu  (OTHOWeEHUA P nNpoAaonbHON W
nonepeyHon ocen knetok). Ecnu «3anyctute» KM K B mcxogHo Hemno-
NApu3oBanHOM TKaHW (NyTem ee aKcnnaHTauum unm uHoro cbpoca
TaHreHuManbHbIX HaTAXEHWUW), TO yXe 4epe3 HEeCKONbKO [OeCHATKOB
MWHYT MCXOOHO OJHOBEPLIMHHAs KpuBas pacnpegeneHus P craHert
OTYETNMBO [ABYXBEPLIWHHOW, C Makcmmymamu B obnacrtax 1M
P>1 [125]. VamepeHna nokasanu, 4YTO NepexofHoe COCTOoAHWE ANUT-
cq ANna Kaxgow KneTkn He Gonee 5- s MWH, Torga Kak HavanbHoe
HENoNApM3oBaHHOE — HECKONIbKO Y4acoB, a KOHEe4YHOoe MNoNnapu3oBaH-
HOe — He MeHee : 4 (Mocne 4ero kneTka, XO0TA U MOXeT Aenonapu3o-
BaTbCA, HO HMKOrga He BO3BpallaeTcs B HavanbHOE COCTOAHME, a on-
peneneHHbiM obpa3om guddepeHuupyetcs).

Kak Mbl yxe 3Haem w3 rmn. 1, npoueccbl C YCTOWYMBBIMU KpanHMU-
MW W HEyCTOMYMBBIM MPOMEXYTOYHbIM COCTOSSHUAMW OMWUCHLIBAOTCHA He-
NUHENHLIMU ypaBHEeHUAMU TpeTben cTteneHn Tuna (1), (2). B paHHOM
cnyyae uMx GMONOrMYECcCKWin CMbICA CBOAUTCA K TOMY, 4YTO MpPOLECCHI,
nonsapusyoLiMe Kaxayl B OTAEMbHOCTU -KMNeTKy, WMET BblpaXeHHo
aBTOKaTaNMUTUYECKYI0 -KMHETUKY W YNpaBnslTCa napamMeTpUyecKu.
B onpegeneHHonm o6nactv 3Ha4YeHWW HEKOTOPbIX MapaMeTpoB 3TU MPO-
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LUeCCbl NMPOTeKakwT TakK, YTO KJieTKa OCTaeTCa B yCTOI;ﬂ-IMBO HenonAapu-
30BA@HHOM COCTOAHUU (‘-IeMi/ COOTBETCTBYET, HanpumMmep, obnactb /r> o

B ypaBHeHuun 1 unu a > B ypaBHeHun 2). Ho npu cgsure na-

pameTpoB 3a npegens 3ToM obrmactm B NoTeHUManbHOM penbede BHYT-
PVKNETOYHbIX MPOLECCOB MNOSABMSETCS HOBOE YCTOWYMBOE COCTOSAHME,
COOTBETCTBYlOLlEE MNONsipM3oBaHHOM kneTke. Knetka CTaHOBUTCA KOM-
NeTEeHTHON K nonspusauun, XOTs peanbHO NONApu3yeTcs nub MNOA
BNmsaHuem 6onee unu MeHee CUMBHONO BO3MYLLEHWSA, B HOPME WCXOASA-
Lero OT cOoCedHeil yxe MNonApu30OBaHHOW KNeTKW.

Ha cybmukpockonnyeckoM ypoBHe B pasHbix Tunax knetok KIK
nposiBNAeTCs C pas3HOW cTeneHblo nogpobHocTu. B knetkax OTHOCKU-
TeNnbHO paHHUX 3apogbiwen (ractpyna amdcdunbun) KMNK pganeko He
BCerga accouummpyeTca C OTYETNUBLIMWU CTPYKTYPHBIMW MNepecTporika-
MW BHYTPM KNEeTOK, XOTA W cBA3aHa C peaykuuven npocrnonkn BKM
HaA4 KneToyHbiMM MembpaHamu [ss]. B mesogepmanbHbiXx KneTkax
HeWpynbl paHHEelW XBOCTOBOW MOYKM, ObICTPO MOMNSAPUIYIOLMUXCA nocne
aKkcnnaHTauum yyacTtka TkaHu, nposasneHuss KIMK, ropaspo OGorave:
34ecb npoucxoauT cbopka MOLHbIX MYYKOB MUKpodUNamMeHT, napan-
nenbHbIX OBHaXEeHHOW MOBEPXHOCTU M aCCOLMUPOBAHHBLIX CMEXKNeTOu-
HbIMW KOHTakTamu Tuna zonula adhaerens, nosBneHne Mukpodwuna-
MEHT N MuUkpoTpybouyek BAONb OOKOBbLIX KMETOYHbIX CTEHOK, CABWUT
KNeTOYHOro siapa K OAHOMY KOHLY KINeTKW, OKonosioepHoe pacnorno-
XeHune annapata lonbaxw u apyrne cobbiTusa. lMpumepHo' Te xe ne-
pecTpoliku HabniwogaloTcs B NONAPU3YKOLUXCA MNpUM Hayane comuTore-
He3a kneTkax OCeBOM Me3odepMbl KypuHOro 3apogbiwa [226] (puc.
22).

Ha Onoxummyeckom ypoBHe mnondpu3auus 3MOpUOHaNbHbIX Kne-
TOK NTWUL M MIEKONUTAKLWUX CONpoBOXgaeTcs ObiCTpon akTuBauuen
CUHTE3a aKTMHa W ero nepepacnpegeneHnemM BAOMb KMNETOYHbIX Ten
[131, 135]. He wuckn4YeHO, 4YTO MOBbLIWEHWE KOHUEHTpauuMW BHYT-
PUKNETOYHOTrO0 aKkTUHa BXOAWUT B YUCO KOHTPOMbHbIX NapamMeTpoB,
genawwmx HeyCcTOMYMBBIM  WCXOAHOE HEMoNnspu3oBaHHOE COCTOSHME
KNeTKN.

Ocob60 nopgvyepkHeM, 4YTO nongapm3auus KNeToKk — 3JHEepProemMkumn
npouecc. OHa He npoTekaeT NMPU HU3KWX TemnepaTtypax wnu npwu fewn-
CTBMU MHIMOUTOPOB 3HepreTuyeckoro metabonuama (XOTs BO3MOXHa
npu CcyuwecTBEeHHOM MOAaBfeHMN cuHTe3a Oenka). OTuM nonapusauuns
KNeToK MNPUHLUMNMANbHO OTNMYaeTca OT YMNPYroro pacTaXeHus anu-
TennanbHbIX KMNeTOK B MMOCKOCTU nnacTa, KoTopoe sBnfeTcs AnsS pac-
TArMBaeMbIX KIETOK MacCMBHbLIM MPOLLECCOM.

Taknm o6pasom, B ocHoBe KI1K nexaT onpeneneHHble KOMMEKCHI
uMTOCKENEeTHO-MeMbpaHHbIX nepecTpoek. Kak MOXHO npenctaBuTb ce-
6e ux nepepady OT OOHOMW KNEeTKW K OpYrown?

Yxe roBopunocb, 4To Huskasa ckopocTb K[ K wncknwo4vaet ee npo-
BeleHMe Ha OCHOBE MEXKIETOYHbIX 3MNEeKTPUYEeCKnx cBaAlen. Xumuye-
ckne nocpeaHukn KM K Takxe He BbiABMEHbl, XOTA MNOABWUNUCbL YyKa-
3aHMA Ha CBA3W Takoro popa Mexay ambOpuoHanbHbIMM  KNeTKkamu
[136]. Habonee BeposATHa Beayuwas ponb B KIMK Bce Tex xe uuto-
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cKeneTHo-MeMOpaHHbIX B3auMOAENCTBUA. JSNEKTPOHHO-MUKPOCKOMUYe-
CKne KapTuHbl HekoTopbix TunoB KM K (Hanpumep, Habniopawwmnxca
B 9KcnnaHTatax ambGpuoHanbHoW Me3ogepmbl amdpubui [33]) ponyc-
KalT acTtadeTy Takoro Ttuna: (popMUpPOBaHWE MEXKNETOYHbIX KOHTakK-

Puc. 22. Cxema CTpPYKTYpHbIX NepecTpoek npu nonspu3aunmnm 3aMOGpMoHanbHbIX

KNeToK:
A — nonapu3auus kneTkum GokoBoW Mesoaepmbl ampubuii nocrne 3kcnnaHTa-
uMn ydvacTtka Mesofepmbl; b — nondpusaumsa kneTkn OCeBON Me3odepMbl NTUL

npu OpMUPOBAHWUN CTEHKU COMMUTA
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TOB dokanbHOro tuna -> cbopka NyykoB MUKpOUMNAMEHT, pacTyLux
OT 3TUX KOHTAKTOB K MPOTUBOMOJIOXHOW KMEeTOYHOW CcTeHke —> dop-
MUpPOBaHWE KOHTaKTa Ha 3TOW CTeHKe -> cbopka ny4yka mukpod'mna-
MEHT B cocedHeWl kneTke WU T. 4. MHbIMM crnoBamu, acTadeTa MOXeT
-HEenoCcpenCcTBEHHO OCHOBLIBATbCA Ha cOOpKe 3NeMeHTOB UMTOCKeneTa.
OpHako Takme cybMuMKpoOCKOMMYeckne KapTUHbl HabnwgawTca ganeko
He BO Bcex cnyyasax KIMK. MoxHo gymaTb, yto 6Gonee obwummu mexa-
Huamamn KM K sasnawoTtcsa: 1) B cnydae nonepevHon KM K — pacn-
nacTbiBaHWe MNOBEPXHOCTU COCEeAHEeN KIeTKM MO yXe pacTAHYyToOW no-
BEPXHOCTU MNONSPU3OBAHHOW KMNEeTKW; 2 ) B clnyvyae nNpoAofibHOM nons-
pusaunm — pacTsarmuBaHme MNOBEPXHOCTU KaXOOW cneaywen KneTku
b cocegHen C Hen paHee MOMNSAPU3OBAHHOMW KNeTKOW a u3-3a TOoro, 4to
a BCKOpe nocne cBoew nonsipusaumu cokpawaetcs (cM. 06 3TOM Hu-
xe). B oboux cnyyasix BO3OencTBME CO CTOPOHbI COCEAHEN  KMeTKu
«nepebpacbiBaeT» AaHHYyl KneTky B 6acCcenH NpuTaXeHus YCTONYMBO
NoNSAPU30BaHHOIO COCTOSIHUSA, MOCNE YEero OHa MNOoNspu3yeTcs yXe aB-
TOHOMHO. Mexpay oboumm HasBaHHbIMM cnocobamu cyuwecTByeT pas-
HMUa: nocnegHun m3 HuUx, OGNMU3KMIA K onMcaHHOMY Xappucom C cOaB-
Topamu [90] pacTtaxeHutio BKM nonsywumum no Hemy kneTkamu, He
SABNSeTCA B CTPOrOM CMbICIieé KOHTaKTHbIM. [JeNCTBUTENbHO, HEKOTO-
pasi cokpawatuiasacsa kneTka pacTaArMBaeT MOBEPXHOCTb He TONbKO
cocegHen, Ho n bonee panekux. OgHako M3-3a cywecTBeHHOro ybbiBa-
HUS NAaCCUBHbIX HATSXEHWI B MHOFOCHOWHbLIX Mnactax AofixHa dakTu-
Yyeckn HabnwaaTbCs KOHTaKTHas acTadeTta KNeTo4YHOW nonspusauuu.
B Gonee cnoXxHbIX cnydasix, Hanpumep nNpuM «KOCOW» nonsipusauum,
oba cnocoba moryT kombuHupoBaTbcs. Boobuwe, cyasa no Bcemy, B
ocHoBe KITK nexXwnT MOLWHBIA U YCTOWYMBBLIA KOMMNMAEKC pasfnyHbIX
MEXaHW3MOB, KOTOpble MOTYT MO X04y pPas3BUTUS WUNU B IKCMEPUMEH-
TanbHbIX CUTyauUsax 3aMeHsTb Apyr Apyra 6e3 nNomHOW NOMKWM BCEro
npouecca KIK, XxoTsi, BO3MOXHO, U C HEKOTOpPOM €ero Moguduka-
unen.

Momumo KITK um3BecTeH ele OOAMH MHTEPECHbIN 3cTadeTHbI Npo-
uecc B aMOpMOHanNbHbIX TKaHAX MO3BOHOYHbIX. OH OblN onucaH B Ue-
no4ykax BHYTPEeHHMX OnacTtomMepoB 3apodbllueli  KOCTUCTOW  pbibbl
Fundulus [137] wn cocTouT B TOM, 4YTO €CnM HajaBUTb MUFOJNIKOM Ha
oauH 13 6GnacTomMepoB, TO BO3HWUKHET «BOSIHA MNy3bIPEeHUSA» UX MOBEPX-
HOCTW, B TEYEHMEe HECKOMbKUX CEeKyHA nepepawoliasicas oT ogHoro 6nac-
ToMepa K gpyromy. ABTOpbl nonarakwT, YTO Takume BOMHbI Habnwga-
I0TCA U B HOpMe, cnocob6CTBys HanpaBleHHOMY [OBUXEHWUIK  Leno4vyek
6nactomepoB. OHM cyuMTalOT, YTO MMMYNbLC K «Ny3bIpeHUIO» nepepaet-
CA 4yepes3 aMeKTponpoBoAsLUIME LWeneBble KOHTAKThI.

AHanorm4yHoe saBneHue Hab6bnwpgana W. W. Haymungm Ha knetkax
OCeBOM Me30[epMbl KYPMHOTro 3apojbilla Mocre HaHeceHus paspesa.
OT NOBEPXHOCTU pa3pe3a N0 HENOBPEXOEHHbIM TKaAHAM pacnpocTpa-
HAMacb «BOMHa My3blpeHUsi» co ckopocTbio oT 15 go 50 mkm/c, T. e
Heckonbko ObicTpee, 4yeM y Fundulus (roe ckopocTb MMeeT NOpsAOoK
5 mkm/c).
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YMeHbLEeHNEe OTHOLWEHNA NMOBEPXHOCTU KNETOK K UX 06bemy
KakK MCTOYHUK HenocpeacTBEHHOMW MEXaHMYecKOW Ccuinbl MopdoreHesa

Kak yxe rosopumnocb, HECMOTPA Ha OTHOCUTENbHYK YCTOWYMBOCTb
NoONAPM30BAHHOIO COCTOSIHWUS, KNETKW He OCTalTCs B HEM HeorpaHu-
YEHHO [OMNro: 4epe3 HekoTopoe Bpems (y 3apogbiwen amdpubun —
nopsiaka 4vaca) pacTAHYTO-CKOWEHHble kneTkn gedopmupyoTcsa B CTO-
POHY YMEHbLUEHUSI OTHOLWEHWSI WX MOBEpPXHOCTU K obbemy, T. e. B
cTopoHy usoauameTpum [138, 139]. O6o3Hauyum Bce Takue npouecchl
He3aBMCMMO OT WX BHYTPEHHUX MeXaHW3MOB Kak COKpalieHue KMneToK.
MIMeHHO B xode cokpaleHWi CBOUX KNeTOK 3anuTenuanbHble nnacthbl
nsrnbatTca (puc. 21, B, NYHKTUPHBIA KOHTYp) W cOBepllaloT BMOSHE
M3MEpPUMYD MexaHudecky paboTy. [lpu oTcenapoBke y4yacTka kKne-
TOYHOro nnacta (ocBoboxgeHWM ero OT MexaHU4YeCKUx CBA3enW ¢ noa-
nexawumum TKaHAMW) Takoe xe ABMXKeHuMe un3rmba coBepliaetcs
npakTU4yeckn MOMEHTanbHO, NyTeM MacCMBHOW penakcauum pacTaHy-
Toix knetok [139, 140]. NeomeTpuyeckoe CXOACTBO akTUBHbLIX (3Hep-
roeMknx) MopdoreHeTU4ecknx OBMXKEHUN C NnacCMBHbIMM penakcauus-
MW MnokKasblBaeT, YTO ANSA OCYLECTBNEHUS MepBbiX AOCTAaTOYHO BecbMa
rpyboro, mMoBCEMECTHOrO COKpalieHWs npeaBapuTenbHO PacTAHYTON
KNeToYHOW NOBEepPXHOCTU U He TpebyeTca ocobo TOHKOW opraHusauuu
COKpaTMUTENbHOW aKTUBHOCTU KMETOK.

Y rMmapouaHbIX MOIMMNOB, HECMOTPSA Ha COBEPLUEHHO WHble, MO cpas-
HEeHWI0 C 3apoAblllaMn MNO3BOHOYHbLIX, CNOCOObI M3MeHeHus ¢opM Kne-
TOK, MoOpdOreHeTU4eckne Cunbl TOXEe CBSA3aHbl C MUHUMWU3aAUUEWN OTHO-
WeHNa MOBEePXHOCTU KNeTOK K ux obbemy. [lencTBUTEenbHO, pacTyLlun
nober Npou3BOAWT MeXaHU4yeckoe YyCWuMe U YCNOXHAeT CBOK dopmy
Kak pa3 B pase nogvema, coBnapawwen ¢ HabyxaHnem KneToK.

Bcerna nu pacTtaxeHue-nonspusaumsa knetok obycnoBnuBaeTr ux
nocriegyloliee cokpalieHue, CylwecTByeT NnuM MexXxAay 3TUMKM ABYMSA £B-
neHnaMun HeobxoguMmas nNpuYMHHas cBsA3b? Ha 3TOT BOMpPoC TPYyAHO
AaTb eAuHbln, obwuii otBeT. C OOHOM CTOPOHbI, NPeAnosioXeHue, 4To
MexaHu4yeckoe pacTsXKeHWe KNeTOK MOXeT MOPOAUTb B HUX He TONbKO
naccumBHble penakcaunoHHblEe, HO W akTUBHble COKpaTUTENbHbIE CUMbI,
3KCNEepMMEHTanbHO MNOATBEPXOEHO Ha OAMHOYHbIX 3MOPUOHanNbHbIX
¢dunbpobnacrax, a Takxke Ha MUKcoMmuueTax, rge Obina u3mepeHa KO-
NMYyecTBEHHas 3aBUCMMOCTb MeXxAy npeAlecTBYLWMM pacTaxXeHneMm
M nocnegywwmM akTUBHbIM COKpalleHMeM y4dacTka nnasmogumsa [39].
3710 Xe npeanonoxeHuwe ObINO MCNONL3OBAHO HaMW AnNS Mogenuposa-
HUS MOPOreHeTUYeCKUX [ABUXEHUW racTpynauum wn  Henpynauuu
([201]; cm. Takxe m. 4). C opyroin CTOPOHbI, KOrga nonepevyHo no-
NApu3oBaHHble KNEeTKNW pacTArnBalT nartepanbHO OT HUX  pacnosno-
XKEHHble KIeTKM napannenbHO MOBEPXHOCTM nnacrta, TO mnocnegHue
rnocne 9TOro OTHIOAb He cOKpalwarTCcs, a NUb MacCMBHO MoJAalTCH
pacTaxeHuio. [loaToMy B MNPOTUBOMONOXHOCTL aBTopam paboThl
[122] Mbl nonaraem, Yyto B Ta@aHreHUManbHOM HanpaBfleHUn BAOMb
KNEeTOYHbIX MNacToB He MOXeT MATU 3cTadera MacCUBHbIX pacTaAxXe-
HUN — aKTUBHbLIX COKpaleHun kneTok. Ta actadera pacTaXKeHUn-
COKpalleHun, KoTopas AeWCTBUTENbHO MaeT naTepanbHO OT HavyuHa-
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IOWMXCS BNSAYMBAHWUIA (Hanpumep, racTpynsiyMOHHOro0), OCHOBaHa Ha
cokpaweHun 6GoKoBbIX (a He anukanbHbiX W Ga3anbHbiX) CTEHOK pac-
TAHYTO-CKOLIEHHbIX MOMNAPU3OBAHHbLIX KMETOK; 3TW KMeTKM BO3HWUKaKT
nytem KMK Ha dnaHrax BnauusBaHuu (puc. 21, B).

Kak ©Obl TO HM ObINO, MOXHO yTBepXxAaTb, YTO B OCHOBe OGONbLUIWNH-
cTBa, ecnM He BCcex MOp(OreHe3oB MeEXUT YepegoBaHMe MPOLECCOB
nonapusaunn (pacTsXXeHUsd) Uu cokpauweHusa kneTok. [pu 3TOM «WUH-
dopmaunsa» o Oyayuwieir cdopme BO3HWMKAeT B OCHOBHOM Ha MepBOW
dase, a ee pusndeckaa peanusaumss NpoMcxoauT Ha BTOPOMN.



fmnasa 3. MOOENU BUNONOTMYECKMX MOP®OTEHE3OB

B aton rmaBe Mbl pacCMOTPUM TeOpeTUYEeCKMEe OCHOBbI KOHKPETHbIX
Moaenen 6Guonornvyeckux MopdoreHe3oB U HEKOTOpble M3 TaKuxX MoO-
genen. Mpn atom mbl 0b6CcyaMM nuwb Te MOAENU, KOTOpble WHTeprnpe-
TUPYKOT, TEM WMNU WMHBIM cnocobom, mopdoreHeTu4eckoe CamMOyCIOXHe-
Hue, T. e. obpa3oBaHue MeHee OLHOPOAHLIX CTPYKTyp u3 Gonee oAHO-
POAHBLIX: KakK Mbl yXe 3HaeM, UMEHHO B 3TOM COCTOMUT OAHa M3 dYH-
AdaMeHTanbHbIX 4epT mopdoreHesa. Mo aTtol npuynHe Mbl octaBuM 6e3
paccMoTpeHus HekoTopble 6Gonee YacTHble, XOTH M CBA3aHHbIE C MOp-
doreHe3oM MoJenun, Hanpumep WHTepnpeTupylolne COpTUPOBKY pas-
HOPOOHbIX KNEeTOK UMW SABMEHUS XeMOTaKCMCOB, TakK KaK OHW UCXoasaT
M3 yXe npegcywecTByOLWMX HEOQHOPOAHOCTEM W Y4acTo OMNUCbIBAKOT
nepexoabl B 6Gornee nNpoCTPaHCTBEHHO OAHOPOAHOE COCTOSHME.

AHANN3 3AKOHA OPUWA

B Owvonormm mogenu, npeTeHAylLWMUE Ha OMUCaAHWE CaMOYCIOXHe-
HUS, NOSIBUNUCL 3afonro Ao cuHepretnkn. OCHOBOM 3TOro «AOCUHepre-
TUYecKoro» knacca mogenen Obln M3BECTHbIN 3akoH [dpuwa, npea-
cTaBnawWwmuin cobon amnupuyeckoe o0606LIeHME yXe  U3BECTHbIX HaM
aMOpuoHanbHbIX perynauun: «Cyabba 4yactu 3apopbilla ecTb PyHKUMSA
ee nonoxeHua B uenom» [9]. CormacHo 3TOMY 3aKOHY WCTOYHWKOM ca-
MOYCMOX NEeHNS AOMXKHbl OblTb pas3nuuust MO «MOMIOXEHWUIO B LEnom»
MexXxay UCXOOHO OAHOPOAHBIMU YacTAMMU 3apofbllia.

Kak BHyTpeHHee cogepxaHue, Tak W uctopudeckas cyabba aToro
3HAMEHUTOro YTBEPXAEHUS nonHbl rnybokux npoTtuBopeyunin. Caoe-
obpa3Ho yXxe TO, YTO Kak pa3 dakTmyeckas 6Gasa 3akoHa [puwa pgoc-
TaTOMHO LWMWMPOKA W NpoOYHa: ApULIEBCKME 3SMOpPUOHanNbHble peryns-
uMnm — opHa M3 Haubonee yHMBeEpPCalbHbIX 3aKOHOMEPHOCTENW pas3Bu-
TUA, XOTS, KaK yXe roBopusnocb B rM. 1, MMEETCAa U KnacC HeapulleB-
CKUX (ronbTPpeTepoBCKMX) perynsaumn, Kotopble, BO3MOXHO, BO3HWK-
nu B 3BONKOUMM paHblle ApulIeBCKUX (cMm. rn. ). MaBHble xe Tpya-
HOCTM BO3HMKaKT MPU MNOMNbITKE YTOYHUTb CamMy TMNPUBELEHHYIO Bbile
CroBeCHy (OpPMYMMPOBKY 3aKoHa.

[encTtBuTenbHO, YTO TaKoe «NOnoXeHue B uenoM»? EcTecTBeHHO
6bio0 6bl AymMaTb, YTO peyvyb MAET O MOMOXEHWU MaTepuanbHOro ane-
MEeHTa 3apoabilla B HekoTopow obuwien gnsa 3Toro 3apofbllia XecTKow
cucteme kKoopaumHaTt, Hanpumep AeKapTOBbIX WAW MNOMASPHbIX. Takue
KOOpPAWHaTbl OOJKHbI UMEeTb onpefefieHHble, 3apaHee 3adaHHble TO4KU
oTcyeta. Ho umMeHHO 3gecb BO3HWMKAT rnaBHble TpyaHocTU. CKONbKO
OOJMKHO OblTb TakKuMX XecTKo (UKCMpPOBaHHbIX To4vyek oTcyeTa? Kasa-
nocb Obl, B pa3BMBaKLWUXCA CUCTEMAX, KOTOPbIE MOXHO cUuTaTb Of-
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HOMepHbiMKU (0bBnagawWmMx OOHOW OCbd MOBOPOTHOW cumMmeTpuu 6Gec-
KOHEeYHO 6onblworo nopsigka), AOCTAaTOYHO OOHOW TaKoW TOYKWU, pac-
NONOXEHHOW Ha OAHOM W3 KOHUOB OCWU CUCTEMbI (Hanpumep, Todkm O
Ha puc. 23, A). OpgHako ofgHa To4yka oTcyeTa He obecneuyumBaeT, B
paMkax 3akoHa [puwa, macwTtabHOW MHBaApUaHTHOCTU (CKeWnuHra):
OTCUYUTbIBAEMble OTHOCUTENBHO Hee kKoopauHaTbl 71— 7171 XecTKO cBs3a-
Hbl ¢ abcontwTHBIMKU pa3dmepamum cuctembl. Cambil NPOCTON cro-
cob6 obecneunTb CKEWNUHI B OOHOMEPHOW cucTeme — 3TO 3ajaTb Ha
NPOTMBOMOMOXHOM KOHLE TOW Xe OCM BTOPYI TOYKY OTcyeTa W npwu-
HATb, YTO OPULLIEBCKUE TMOJIOXEHWA YacTeln 3apodbiia OMuchbiBalTCH
OTHOWEHNAMU WX pacCTossHUM 0 06oMX NPOTUBOMONOXHBIX TOYeEK
oTtcyeTa (uucnoBas ocb Ha puc. 23, b, cnpaBa). MoxHO ybeautbcs
[140 a], 4To Npu Takom crnocobe oTcyeTa He3aBMCMMO OT abCOMIOTHLIX
pa3mepoB 3apobllla ofHa -M Ta Xe Jona ero MaTtepuana Oypert
uMeTb, Hanpumep, koopauHaTy, MeHblWwyw 5/5, unn xe 6bITb pacno-
NOXEeHHOW Mexay koopauHatamu 5/5 u 5/5 n 1. n. CnepoBaTtenbHo,
B TakOW CUCTEME MOTYT OCYLLECTBMATbLCA perynsumm no SpuULLIEBCKOMY
npuHumny.

OpHako yxe B OBYXMepHbIX cucTtemax 6e3 BpawlaTenbHOW CUMMET-
puM Ana OAHO3HA4YHOro OMUCaHWA MOJIOXEHWA  YacTelh 3apojbiia
npuwnocb 6Gbl BBECTM TpeTbk TO4YKy oTcyeTa (puc. 23, B, kKpecTuk), a
B TPEXMEpHbIX CUCTEMax — W 4eTBepTyw. [lpeanonoxum Tenepb, 4TO
YyacTb MaTepuana 3apojbllla ygansieTcs W Kpasi paHbl  CMblKalTCS.
Torgpa B o0wem crnyyae TOYKM OTCYeTa OKaXyTCsi B HOBbIX OTHOCU-
TeNnbHbIX MOMOXEHUAX, COBEPLIEHHO HEroMOJIOTMYHbIX WUCXOAHbIM. Ha-
npumep, ecnu yaanuTb NEBYK CTEHKy 3apoAbiwa, M300paxXeHHOro Ha
puc. 23, B, Touyku oTcyeTa 3aMMyT MOMOXEHUs, MOKa3aHHble Ha pwuc.
23, . fAcHo, 4TO 3TO MOMHOCTbID HapPYLWWUT UCXOAHYK CUCTEMy oTcyeTa
NONOXeHUn u nobble reoMeTpUYecKM TOMONOrMYHbIE 4YacTu 3apopnbl-
Wwen, cxemaTuyeckn usobpaxeHHbIXx Ha puc. 28, B n [, 6yayt umeTtb
COBEpPLUEHHO pasHble KoopAuHaTbl. HO 39TO HecoBMeCcTUMO C ApulleB-
CKMM MCTONKOBaHMEM 3MOpPUOHaNbHbIX PErynsauui.

OTcloga cnepyeT, 4TO ecnu roBopuTb O cyabboonpepenswowux (B
OPULWEBCKOM CMbICNE) MNOMOXEHUSAX, TO OHW AOJKHbl OTCHYUTbIBATHCA
HEe OT Kakumx-nnbo 3apaHee BbIAENEHHbIX MaTepuanbHbiX 3NEMEHTOB
3apojbiwa, a OT TOYeK, COXPaHAKLWMX Nocne HapyweHUn LenoCTHOCTH
reoMmeTpu4yeckn roMOMOrnYyHble MOMOXEHUs He3aBMCMMO OT TOro, Kakue
WMEHHO MaTepuarnbHble 3NEeMeHTbl 3apoabilla MM COoOoTBeTCTBYHT. Ho
3TO O3Ha4yaeT, 4YTO HeobXOoOMMbIM YCNOBMEM [APULIEBCKUX perynsauuim
OKa3blBaeTCA COXpaHeHue B 3apofblliax Nocne HapyweHWn uX uenoct-
HOCTM reoMeTpuyeckoro nofobuss unm no kKpawHehn Mepe TroOMONoruny-
HOro pacnonoxeHus XxoTs Obl HEKOTOPbIX CTPYKTYPHbIX OCOOEHHOCTEW.
Takoro popa perynsuum, TpebyllWmMe COXpPaHEHUSS HEKOTOPOro reo-
METPUYECKOrO UMM TOMOJSIOTMYECKOro «OCTOBa», OENCTBUTENbHO Hab-
nwopawnTca No NpeuMMyLiecTBy B anuTenuanbHbiX 3ayaTkax u oyayr
paccmoTpeHbl Huxe (cm. rn. 4). OgHako Hapsaay C HUMUM  WU3BECTHbI
MHOroYMcrneHHbole BnevyaTnawwmne daktel ob6pa3oBaHUs 3aKOHOMEPHbIX
dopM K13 coBeplleHHO GeCCTPYKTYPHbIX KMETOYHbIX MacC, B KOTOPbIX
HEBO3MOXHO HAWTU HW 3apaHee BbleNeHHble TOYKW OTcyeTa, HU Jaxe
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CMYTHbIA TOMOreoMeTpUYEeCcCKNUn «OocCcToB». Hanpumep, TakMe BbICOKO-
opraHusoBaHHble (OpPMbl, KaK NMYMHKM MOPCKUX €XEWN, MOTyT BO3HU-
KaTb He TONbKO M3 y4vacTkoB Onactynbl (rae eue MOXHO npegnona-
raTb pyAUMEHTbl WCXOAHOW OpraHuM3auuu), HO U U3 AUCCOLUMPOBAH-
HblX Macc OGnactomepoB [141]. Kak B Takmx mMaccax OTCYUTbIBATb

Puc. 23. OTcuyeT nonoxeHWNn 4acTelh pas3BUBAKLWUXCH CUCTEM OT OAHOW, ABYX W
Tpex Toyek (OTMeYeHbl kBafpaTUKOM, KPYXKOM U KPECTUKOM):

A, B — opgHoMepHble (ocecuMMeTpUYHble); B, [ — pByxmMepHble (HeCcMMMeTpuy-
Hble) cuctembl. MosicHeHWs B TekcTe

cyobboonpenenawne nonoxeHnss — HeNOHATHO. C Apyrom CTOPOHbI,
O4YeBMAHO, 4TO MoAoOHble siBNeHus Haubonee 6Gnu3kM K (eHOMeHaMm
camoopraHu3auum, pacCMOTPEHHbIM O . 1.

C TOYKM 3peHust MPUHUMMNOB camMoopraHusauum 6bimo 6bl  Henpa-
BUNMBHO NpuUNUCbiBaTb (PakTopy MNONOXeEHWA nepBuYHyl cyabboonpe-
pensawwyto ponb. [loBegeHue anemeHTa MoOXeT ObiTb CBA3aHO C €ro
NOMOXEHMWEM TIULb MNOCTOMbKY, MOCKOMbKY C MOMOXEHUEM UMAN Xe C
dopMOW LEeNnoro cBs3aHbl OnpefeneHHble HavalbHble YCNoBUA  UMn
napameTtpbl. Ho B Takom cry4yae npoCTpaHCTBEHHble KOOpAWHAaTbl pas-
BUTUA MPUHUMNUANBHO HEOTNUYMMbI OT BPEMEHHbIX, W criegoBano Obl
roBOpUTb O MOSIOXKEHUM B €OMHOM MPOCTPAHCTBEHHO-BPEMEHHOM  KOH-
TUHyyme pa3sutuda. [pu aTom ecnu mcnonb3oBaTb (HEe BMOMHE CTPOro)
noHATUe uHdopmauum, ToO Hapo ckasaTb, 4YTO pasnuMyHble obnacTtu
3TOro KOHTMHyymMa obrnapgatoT pe3ko pasnuyHoW WMHAPOPMaLMOHHOW €eM-
KOCTblO: Hapsay C OOWWPHBIMU 30HaAMW, COBEpPLUEHHO OAHOPOAHBLIMMU
B cMbicrie ux cyabboonpepenswouwen wnHpopmMauun, MMEKTCA KPUTU-
Yeckne TOYKU, NIUHUU UMM MOBEPXHOCTUM €€ pEe3Koro MepektYveHus
(cemapaTtpucbl asoBbiXx NOPTPETOB). £ACHO, 4YTO 3TM OCOBEHHOCTU
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onpenensitoTcd B KOHEYHOW MHCTAHUMW He CaMuWM TMOMOXEHMEM TOYekK
KOHTMHYyMa, a napaMmeTpamMu COOTBETCTBYHLWUX ypaBHEHWN, T. €. Be-
nuynHammn, Boobule roBopsa, HEMPOCTPAHCTBEHHbIMU.

CnepoBatenbHO, 3akoH [puwa Henb3d cunmTtaTtb C COBPEMEHHOWN
TOYKWN 3peHus dyHaameHTanbHbIM MOTOMY, YTO OH CcOpMynupoBaH B
npocTpaHCTBEHHON dopmMe, TOrga Kak CUMHepreTuka BbIBOAUT MNPOCT-
pPaHCTBEHHbIE MpOLEeCcChl U3 BEeNUYMH, He obnagarwwux NpoOCTPaHCTBEH-
HbiMM MacwTabamu. MoxHo, npasga, npeanonaratb, YTO MMEHHO Ta-
KYl0 BO3MOXHOCTb npeasuzaen [dpuw, noctynupys B BMAE BEPXOBHOIO
napameTpa, ynpaBnsiollero pa3BUTUEM, HEMPOCTPAHCTBEHHbIN akTop
£ (sHTenexutw). Ho 3TOoT BOMpOC npefcTaBnsieT CErogHs nulb WUCTO-
puyecknn uHTepec. Boweawun xe nNpoyHO B aMOpMONOrMi  3akoH
Opuwa Mbl OOMXKHBI paccMaTpuBaTb Kak OAHO M3 caMbiX 3amMevaTesb-
HbIX aMnuMpuyecknx ob60b6LIeHUn, KOTOpOe HyXAaaeTcs, ogHako, B bonee
dyHOoaMeHTanbHOM OObBbACHEHUM W nNpenbsaABnseT K mogensam  Mopdgo-
reHesa BIMONIHE onpeferneHHble TpeboBaHUs.

MOOENIN MOP®OTEHETUYECKUX MONEW A. I TYPBUYA

PaccmaTtpuBas 3akoH [Opwuwa B kavyectBe Mogenu MopdoreHesa,
Mbl  HECKONbKO MOOEPHM3UPOBanM HayudyHyw cuTyauuto. WmeHHO
A. T. TypBuY npennoxun MonoXuWTb 3TOT 3aKOH B OCHOBY pa3BeEpHY-
TbIX BO BpEeMeHM Mopenem camblX «OObIYHbIX», HENnocpeAcTBEHHO Hab-
niogaembix MopdoreHesoB. PaHee 3akoH [lpuwa paccmaTpuBancsa Kak
HECKOMbKO 9K30TUYECKOe YyTBepXAeHue, NPUnoXuMmoe nullb K HeEKOo-
TOpbIM OpraHM3Mam u cTaguam pasBuTuUs U He obnapgatwwee yHuBep-
canbHoCTblo. YbexaeHue, 4to ob6bsCHEHME MopdoreHe3a pPaBHOCUMBHO
NOCTPOEHUID €ro MaTeMaTU4YeCcKOW MOAEenNu, Brnepsble OblINO BbiCKa3aHO
nmeHHo A. I. T'ypsuuem [138, 34].

Ha npotaxeHun 6Gonee uyem copoka net A. . TypBuY BbIABUHYN
HecKonbko Mogenen mopdoreHesa, U3 KOTOpbIX AeTanbHee Bcero Obina
pa3paboTaHa Teopuss Tak Ha3biBaeMoro 6uonorM4yeckoro (KneTo4Horo)
nonda. K coxaneHuio, ogHO M3 OCHOBHbIX €e MNonoxeHuu (o ganbHO-
OENCTBYIOLWNX KBa3WKyNOHOBCKUX dakTopax, WUCXOAAWMX W3 KneTou-
HbiIX fi4ep) He UMeEeT 3KCNepuMeHTaNnbHbIX NOATBEPXAEHWUA U BLITMAAUT
manoBeposTHbIM. OgHako Ans CBOEro BpemMeHu BaxHa Obina cama
'noes o pusmyeckoM [anbHOOAEWCTBUU B XUBbIX CUCTEMaAX, NMPOSABIEHUSA
KOTOPOro Mbl BUAUM BO BCeEX (heHOMeHax camoopraHusauum u KOTO-
poe Mbl cerogHs cBsi3biBAaeM C Mpoueccamu Tuna aBTOBOSIH B aKTUB-
HoM cpepe. B atom cBA3M Hago MOAYEPKHYTb, YTO U MOHATME aKTUB-
HOW cpedbl, W HeNuHelHble B3aMMOOEWCTBUSA MNPUCYTCTBOBANW, XOTA W
B HesBHOW dopme, B npeacraBneHnax lypsBuya w© 3aHMManu B HUX
BugHoe Mecto [142]. YNOMSIHEM ¥ O APYrMX, COXPaHUBLUMX CBOK LEH-
HOCTb W 3HaunTenbHO OOOrHaBLWIWX CBOe Bpems npeacrtaBneHuax lyp-
BUYa.

1. Pewawwnm daktopom mMopdoreHesa npusHaBanacb reomeTpus
3ayaTka. Y4uTbiBass reoMeTpuio, Ha OCHOBE B3aMMOZEeWCTBUIA Gonblioro
KOnMuyecTBa OOHOPOAHbLIX KMEeTOK MOXHO ©Obimo B paMkax Moaenu
FypBMya cTpOWTb [OBOMNbHO AfIMHHbIE W peanucTudHblie psaabl Mopdo-
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reHeTUYECKUX nepecTpoek. Beagyuwiaa ponb reomeTpum — sapkas 4epTs
KoHUenuuu [ypBM4ya, oTnunyawuias ee OT OGOMbWIKMHCTBA APYrUXx Mope-
nen MopdoreHesa, «pomMe MexaHWYeckux, KoTopble ByoyT paccmoTpe-
Hbl MO3Xe.

2. Bsaummopgencteme Gnusnexawmx KNeTok («foKanbHble Nonsa»)
NPUBOAUMIO B 3TOM MOAENU K YCUNMEHMUI JoKanbHbIX Mopdonoru-
YyeCcKkMX OCODOEHHOCTEN, a B3aMMOAEWCTBUE yAalleHHbIX KNeTok («nons
Lenoro») — K UX crnaxueaHutw. Tem cambiM npeaBocxuuianach
noes 6nuskogencTByOLWEN akTUBaLUM W OanNbHOLEWCTBYHOLWENA  WUHMU-
6uunmn, KoTopas cTana HenpeMeHHOW COCTaBHOW YacTbi MO3AHEMLWMUX
CUHepreTM4Yeckux moaenen.

3. MNocTtynupoBaHHasa [ypBuUYeM aHU30TPOMNMUA  KIETOYHbLIX Monen
HaxoAWT napannenun B COBPEMEHHbLIX NpeAcTaBllIeHUMAX O MepBOCTENEH-
HOM ponu nonspusaunMn Knetok B MopdoreHese.

MHTepecHo conocTaBuTb B3rnaabl [ypBMya Ha MONEKYNSAPHYIO He-
paBHoBeCcHOCTb [34, 142] c coBpeMeHHbiIMM npepcrtasneHusamu. C oa-
HOM CTOPOHbI, BblABUHYTble UM ewe B 1930-e rr. npeacTaBneHUs O He-
PaBHOBECHbLIX MOMEKYMSAPHbIX KOHCTEMMAUMAX NO CYWeCcTBY WUAEHTUY-
Hbl COBPEMEHHbIM MNpeAcTaBMEeHUAM O AUCCUNATUBHbLIX CTPYKTypax wu
MOTyT paccmaTpuMBaTbCs Kak 3amMevyaTenbHOe HayvyHoe npeaBuAeHue.
C ppyront ctopoHbl, l'ypBMY nonaran, 4To AnNs NoAfep)XaHus MpocT-
paHCTBEHHOW HEOAHOPOAHOCTU TaKUX CTPYKTYp Heobxooumo BHellHee
norne, UCTOYHMKaAMM KOTOPOro SIBMNSKTCSA KneToudHble siapa. 1o coBpe-
MEHHbIM e npeAcTaBNeHUsIM, W3MNOXEHHbIM B [f. 1, NPOCTPaHCTBEH-
Has HeOA4HOPOAHOCTb B BMAE AUCCUNATUBHBLIX CTPYKTYP MOXET BO3HU-
KaTb Ha OCHOBe camoW no cebe HepaBHOBECHOCTU, Ge3 crneumnanbHOro
NPOCTPAHCTBEHHO HEOAHOPOAHOro dhakTopa Tuna BHeWHero nons. 310
UeHTpanbHoe yTBEepXAeHWe COBPEMEHHOW Teopuum camoopraHu3auum
no3BonsieT e, Hanpumep, WUHTepnpeTupoBaTb FeHeTUYecKkue BIUAHUSA
Ha MopdoreHes, 4To ObINo gns ypBMYa M €ro COBPEMEHHWUKOB OOHOMN
n3 camblX TPyAHbIX npobnem.

KOHLEEMUMA MO3ULUOHHOM UHOOPMALUK (MK)

Opyras BeTBb MOAENbHOrO noaxoda, Takxe Bblpocwas u3 pabor
Opuwa, cea3aHa Cc ugeen rpagueHToB, BbiCkaszaHHOW Bnepsble T. bo-
Bepu W 3aTeM nogpobHo paspaboTtaHHom Y. Yainnbgom [143]. Teopusa
dusnonornyecknx rpagumeHToB Yannbga cTpounacb aBTOPOM Kak 3M-
nupuyeckoe obobuieHne, a He Kak mMaTemaTuyeckas MoAeNb, B YeM OH
Obln HECOMHEeHHO npaB. MaTemaTuyeckyl OKpacKy 3Ta npoctas KOH-
uenuua ctana npuobpetatb B paboTtax [Ox. lekenun [144] n ocobeH-
Ho J1. BonbnepTta, rae u 6bino BBegeHo noHatue MW [145, 146]. Mo
BonbnepTy, B Havane pas3BuMTUS MPOUCXOAMT YCTAHOBNEHUE BecbMa
MOHOTOHHbLIX M YHMBEpPCalbHbLIX MO CBOEW MNpuMpoae rpaguMeHTOB HEKOTO-
pon, 6nuxe He onpepensemon MW, n nocneaywwasa «mHTepnpetTayma»
nokanbHbIX 3HayeHunn MW knetoyHbiMM reHomamu. Ta«um obGpasom, wu
3Ta KOHUEenuusi HepaspbiBHO CBsidaHa C cyabboonpepensiowmmMmn nosno-
XEHUSIMU, OTCUYUTbLIBAEMbIMU OT OCOOLIX, 3apaHee BblAENeHHbIX TOYeK.
MpencraBneHuss Takoro poga TONBKO 4YTO yXe obcyxpanucb U KpUTKU-
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koBanucb. K koHuenuun Bonbnepta MOXHO nNpeabsaABUTb U psan Apy-
rMX BOMPOCOB, Ha KOTOpble OHa He fJaeT oTBeTa: Kak BO3HMKAKT U ycC-
NOXHAKTCA NO xody passutuga rpagueHTbl NMU? B 4yem coCTOAT NPUH-
umnel uHTepnpetauun MU? Kak TonkoBaTb B pamMkax 3TOW KOHLUenuuu
MeXKNeToYHble B3aumMoAeWCcTBUA (BeAb KOHUEenuusa nocTynupyeT Hesa-
BUCUMYIO WHTepnpeTauuto kaxaom knetkom csoen [1U)? T[louyemy
NoCTynMpyeTCcs BOCCTAHOBINEHME Ha Kpaax pereHepupylouwmx obpeskos
3HavYeHun MU, TUNUYHBLIX ONS NPOTUBOMOMOXHbLIX  MOMOCOB  LENOro
opraHusama, a cama [l pacnonaraetcs no CTporo fMHEMWHOMYy rpa-
OVEeHTY (4TOo HeobxoauMO ANA MCTONKOBaHUS B paMKax 3TOM KoHLuen-
UMM xoTa 6bl NPOCTENWUX «OAHOMEPHBLIX» 3MOpUOHaAnNbHbLIX peryns-
unin)?

C Apyroh CTOpOHbI, psa SBNeHuWi MopdoreHesa, XOTd U OTHOCH-
WMXCA NPEeuMyLLeCTBEHHO K NO3JHMM CTagusM pasBUTUA M KO B3pOC-
nomMy cocTosHMI0 (nNpouecchbl pereHepauun), ACHO yKasbliBaeT, 4YTO OT-
penbHble 4yactu (BNMOTb A0 KMEeTOK) kKak Obl owyuwakwT, WIn «nom-
HAT», CBOM B3aWMHbIE MONOXEHUA W CTPEMATCH MX BOCCTAHOBUTb Mpwu
3KCNEepUMeHTanbHbIX HapylweHuax. 3TO SABNEeHuWe, KOoTopoe, BO3MOXHO,
npaBunbHee ObiNo Obl Ha3BaTb «MO3ULMOHHOW NaMATbO»  (3TOT Tep-
MWH Takxe BCTpevaeTcd B paboTax AaHHOro Kpyra), HECOMHEHHO,,
3acnyxuBaeT NPUCTanNbHOrO BHMMaHUs W udydeHmsa (cm. rm. 5). KoH-
uenuus Bonbnepta nonesHa, Ha Haw B3rNs4, MMEHHO Kak amnupuye-
ckoe obobuieHne 3ToM 3arajo4YHOM 3aKOHOMEPHOCTU, a He Kak dyHAaa-
MeHTanbHasa Moaenb pas3Butusa. BosHukHoBeHne camon [ npeg-
ctaBnset cobon oTaenbHyl npobrnemy, koTopas, Kak W gpyrne dyH-
AaMeHTanbHble npobnembl pasBuMTUSA, AOMXHA pewaTbCA Ha NyTU Bbl-
ACHEHNA MexaHW3MOB caMoopraHusauuu.

MOJOENN, OCHOBAHHBIE HA MNPUHUWMNAX TEOPUMN CAMOOPFAHWU3ALUN

Kak yxe BkpaTue rosopunocb B rn. 1, ungeun, 6nmM3kme K NpuUHUM-
nam CTPYKTYPHOW YCTOWYMBOCTM U HEYCTOWYMBOCTM, BbiCKa3biBanuchb
¢ 20—30-x rr. Heckonbkumu 6Guonoramu (P. Nonbgwmuatom, K. Yopg-
avHrtoHom, U. WN. WmanerayseHom) 6Gonblen 4acTbio B CBs3U C de-
HOFeHeTUYEeCKMMN U 3BONOUMOHHLIMKU npobnemamn. OcobeHHO nocne-
AgoBaTenbHO 3TW uagen passuBan YoaauHrtoH. OH BBen MOHATME «Kpeo-

OO0B» — CTPYKTYPHO-YCTOWYUBLIX MNyTeNn pasBUTUA, «3NUTEeHEeTUYecKux
KPU30B» — HEYCTOWYMBBIX MNEepexogoB MeXAy HUMKU U COBOKYMHOCTHU
TOr0O M JQpyroro — anureHetndeckoro navgwadTa [147, 148]. B cort-

pyAaHnyectBe ¢ maTtematukom P. Tomom VYoaaAWHITOH nepeBen 3Tu
npeAcTaBneHns Ha £3blKk KavyeCTBEHHOW Teopuu aAuddepeHumanbHbIX
ypaBHeHun. K coxaneHuio, OH uUe ycnen cBA3aTb C 3TUMM MOHATUAMM
bonee KOHKpeTHbIX Owuonormyecknx npeacrtaBrneHun. Tem He MeHee
HameyvyeHHas YoaauHrtoHom u Tomom u 3atem passutasa K. 3umaHom
cXxema [MONMHOCTbK COOTBETCTBOBaNa MpuHUMNAM OgOpMUBLUEACS MNO3-
Xe cuHepretukn. B nocnepywowme roabl o6nactb NpUNOXeEHUA K MOp-
doreHesy NpUHLUMNOB CUHEPreTukM Obina orpaHMyeHa MpeuMyLecT-
BEHHO TaK Ha3blBaeMbiIMW  pPeakUMOHHO-ANMDPY3NOHHBIMU  MOAENsAMHU,,
npoobpasom koTopbix 6bina (cm. rn. 1) mogenb TblopuHra.
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PeakuynoHHo-and dysnoHHblie |PL) mogenn mopdoreHesa

Hanbonee wusBectHas mogenb 3Toro poaa npuHagnexut A. Tlupe-
py n X. MeliHxapaTty (cokpaweHHo — mogenb FM). Ha cerogHs peuyb
uaeTt, B CyWHOCTU, He ob6 ogHOMW MoAenu, a O LUerioM CeMencTBe noa-
pobHo paspaboTaHHbix mopenen [149]. BbasoBas wmogenb M, wunu
Mogenb GNWM3KOo4EeWCTBYHLWEN akTuBauuum — [anbHOAEWCTBYHOLWENR WH-
rméuuymm, McxoauT M3 TOro, 4TO BCe KMNeTKW pasBuBawLwerocs opra-
HM3Ma noTeHUuuanbHO CnocoOHbl MpoAyuupoBaTb ABa BELWECTBA: aKTu-
BaToOp a W uMHrméutop h, kotopble AMDPIYHAMPYIOT B ApYyrue KNeTKu.
MpuHMMmaeTcs, 4Tto koadpduuneHT anddysum uHrMbutopa Dh Gonbwe
KoappuumeHta guddysnn aktuatopa Da. lNpoaykuma aktupatopa —
aBToOKaTanUTUYECKHN npouecc BTOpPOro nopsAaka (Bbipaxawwuics
KBagpaTuyHbiM u4neHom). C Apyron CTOpPOHbI, NpoAyuuMpoBaHUe akTu-
BaTopa nopgaBnsieTcsas MHrubutopom. ObGa 3Tux npouecca BblipaxakTcs

az2

yneHom Cp— . lpoaykuuMs camoro mHrMbutopa ToXe paccmaTpuBa-

eTca Kak (yHKUMA KBagpaTa KOHUeHTpauuu aktueatopa  (4neH
C'p'a2). HakoHel, BBOAWUTCS YreH, BblpaxarlolWMWn MNOCTOAHHYK, ¢OHO-
Byl (He aBTOKaTanWTUYECKyl) NpoAYKUWK akTuBaTopa (pop) U uyne-
Hbl, Bblpaxatuwmue OTTOK (pacnapj) aktmeatopa (—ua) W WUHIMOUTO-
pa (—dh). B pesynbTtaTe nony4aeTtca cucTtemMa ypaBHEHWN:

2 = pp+ Cp? —ua+h, -2,

(10)

=Cp'az-d/z + Dh—
dt h dr2

Wccnegyem ee kayecTBeHHO. llycTb Ha OAMH KpalW OLHOMEPHOW cucTte-
Mbl MOJAHO Manoe HavanbHOe BO3MYLlEHMEe, Bblpaxatlieecsa B No-
KanbHOM noAbeMe KOHUeHTpauuu akTuBaTtopa. B cuny aBTokaTanu-
TUYHOCTU 3TOrO npouecca KOHUeHTpauus akTuBaTopa OymeT camonpo-
M3BOMbHO HapacTaTb U aKTMBaTOp HauvyHeT AnddyHAupoBaTb NO cuUcTe-
me. OgHako Npu 3TOM HayHeT BoO3pacTaTb W KOHUEeHTpauusa WHrnoéu-
Topa (TOXe nponopuMoHanbHO KBagpaTy KOHLUEeHTpauuu akTMBaTopa);
WHIMOUTOP CTaHeT 3amMeansaTb AanbHEeWWWn NoAbEM KOHUEHTpauuu ak-
TuBatopa (3HameHaTenb h B aBToKaTanMTU4YECKOM 4feHe NepBoOro
ypaBHeHuA), a Takxe auddyHaMpoBaTb BAOMb pa3BMBaloLWEnca cuc-
TeMmbl. MIcXxO04 KOHKYpeHuMW akTupatopa W WHrMbutopa B KayecCTBEH-
HoW cbopme onpepenseTcs COOTHoWeHWeM KOIMULMEHTOB WX  AUD-
dy3nn: NOCKONMbKYy MO YCNOBUIO WUHTMOuUTOp audcddyHanpyet ObicTpee,
OH «pacTekaeTcsi» MO cUCTeMe fanblue, YeM aKkTuBaTop, YTO NMOHUXaeT
OTHOWeHNe h/a B TOYKE HavyanbHOro BO3MYLIEHWUS, HO MOBbIWAET €ero
Ha ydaneHuu OT 3TOW Todkn. B pesynbTate B TOYKE HayanbHOro BO3-
MY EHUS BO3HWKHET YCTOWYMBBLIA Y3KMA HWK KOHUEHTpauuu akTuea-
TOopa, a OT 3TOM TOYKM Ha HEKOTOpoe paccTodAHuMe bBypoeT pacnpocTpa-
HATbCA MNONOrMN rpagueHT KOHUeHTpauuum wuHrubmutopa. Tonbko korga
OH MOHU3NTCA OO0 HEKOTOPOro MOPOroBOro YPOBHS, BO3MOXEH cneay-
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IOWWA noagbem KOHUeHTpauuu akTuBaTopa. Takum obpasom, B OgHO-
MEepHOW cucTeMe He cnuwkom Oonblwoi AnNuHbl BygeT cywecTBoBaTb
OAWH YCTOMYMBLIA MWK akTMBatopa W MNOMOrMn rpagueHT uHrubutopa,

Puc. 24. Mopenb [npepa—MenHxapata. PesynbTaTbl MaWWHHOIMO cyeTa AWHAMWUKM
KOHLEHTpauui aktmBatopa A u MHrMbutopa 5 ¢ TeYyeHneM BpeMeHu (CBepxy BHW3).
BugHo obpasoBaHue y3kMX MWKOB KOHLUEHTpauuuM aktuBatopa u 6onee LIMPOKUX Bep-
LWMH 1 PPOHTOB KOHLIEHTpauuMn MHrmbutopa

a B bonee gnuvHHOW cucteme 6yayT BO3HUKATb Lenble cemencrtesa nu-
KOB akTuBaTopa, OKPYyXeHHble 6Gonee nonorMMy noabeMaMM KOHLEHT-
pauunm wumHru6mTopa (co3mawlWuUMu 30HbI 3anpeTta) (puc. 24, A, B).
Ecnu npuHATb Tenepb, 4TO akTuBaTop CcTuMynupyeT obpasoBaHue
HeKkoTOopblX Mopdonornyeckux CTpykTyp (Hanpumep, ronosHow obnac-
TV TUAPbLI, MUCTOBOW MOYKM, LWEeTUHKM Ha MOKpOBax Tena HaceKoMOro),
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a nHrMbutop wux nogasnset, To moaenb [unpepa—MewnHxapata 6yger
WHTepnpeTnpoBaTb NEepMoOAMYHOCTb B 0Opas3oBaHUM TaKUX CTPYKTYp W
Hanuume OKpyXarlLlWux ux «nonen sanpeTta». Ecnu npuHATb aanee,
4YTO KNeTKM CNoCOBOHbI TOHKO pasnuyaTtb KOHUEHTpauum «MopdOoreHoB»
W, Kak aTo noctynupyeTtcsa KoHuenuuen [MW, pearnpyT Ha onpeje-
NEeHHyl KoHUueHTpauuio mopdoreHa obpasoBaHueMm onpeaeneHHon
CTPYKTypbl, TO Mmogenb M wmoxeT kak OyATo WHTepnpeTupoBaTth
cKkonb yroaHo noAapobHbii MopdoreHes u  anddepeHunpoBky. [lpwu
3TOM, OfHaKo, el nepefalwTCA BCe OTMEYEHHbIE Bbllle TPYAHOCTU MU
npoTusopeuns koHuenuum MMA.

OpHolt M3 pasHoBugHocTel 6GasoBon mMopenu M saBnsietcsas Mopernb
naTtepanbHOW akTMBaUMW B3aMMHO WCKNYalWMx cocTtoaHun [149].
Ee wngea coctouT B TOM, YTO HEKOTOPOE floOKallbHOE KONMUYeCTBEHHOEe
UNn KavyecTBeHHoe cocTosiHWe g\, noAdepxuBaemoe aBToKaTanuTuye-
CKW, nogaBnseT anbTepHaTUBHOE COCTOSHWE g2 B HenocpeaCTBEHHON
6nusoctn ot cebs, HO cnocobGCTBYeT ero NOSBNEHUID Ha HEKOTOPOM
paccTogHuUM (NMPUHUMN NOKaANbHOrO WCKIIOYEHUSs — pJdanbliofencTBylo-
wen nomowwm). Ana ABYX CMMMETPUYHbIX COCTOSHWIA Takas cuTyauus
onuceiBaetca ypaBHeHuamu (11). ToyeyHas yacTb AByX MNepBbiX W3
HUX HanoMWHaeT TaKOBYI TPUITEPHOW MOAENU, HO OOMONIHEHa uYneHa-
Mu Si n s2, obosHavawwumun aguddyHanpyowmne BewecTsBa, OKasbl-
BawliMe «[anbHOAENCTBYOLWY MOMOLWbY. [lBa nocnegHnx ypasHe-
HUA OMUCBLIBAKOT KUHETUKY HaKOMMEeHUs 3TUX BEeLLecTB.

dt a+ gi “ Oxe
al ad br— o8 at N>

" =Y(gl- )+Dsh -+ P

MOXHO CTPOUTb LENOYKM TaKuUX COCTOsSAHMIA. Ha 3Tom npuHuune
cTpouTcs O0ObsACHEHME nofocaTbiX OKpacoOK MOKPOBOB, a TakKXe Mop-
doreHe3a cermMeHTapHbIX CTPYKTYp B HOpME M NpuU WUHTepKanspHoWn
pereHepauun (CcM. 0 nocrnegHen B M. s ).

B onpegeneHHbIXx (XOTS M HEAOCTAaTOYHO LIUPOKUX MO CPaBHEHWUIO
C 9KCNepuMeHTanbHbIMW JAaHHbIMKW) npefenax mogens M wnHTepnpe-
TUpYeT SBNeHWs ckewnuHra. WMHTepnpeTtauus OCHOBaHa Ha runortese
0 TOM, 4YTO B 3a4yaTKaxX YMEHbLUEHHbIX pas3MepoB WHrMOGMTOP wuMmeeT
MeHbLUe npocTpaHcTBa ANs auddy3nnm uM ero KoHUEHTpauus nosce-
MECTHO MOBbILIAETCS, YTO MPUBOAMT K CYXEHWUK NuKa KOHUEeHTpauuu
akTMBaTopa W, 3HAYUT, K YMEHbLUEHWI AeTepMUHUPYEeMOW nocregHum
CTPYKTYpbl. B 3auyaTkax yBenuyeHHbIX pa3MepoB cuTyauus obpaTHas.
Mogens M mMoXxeT WHTepnpeTupoBaTb W CBOeObOpasHbI «aHTUCKEN-
NUHTY», WNM HEeraTUBHYK perynauuio pasmMepoB CErMeHToB Yy 3apobl-
e HaceKoMbIX MOCNe HanoXeHusa nuratypbl Ha anyo. K atomy Bon-
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pocy Mbl elwe BepHemcs B . 4 npu obcyxaeHun npobnem meTame-
pusauunm.

CkasaHHOe He wucuyepnbiBaeT nepeyHs npunoxeHunm mogenn M kK
mopdonpoueccam. Ee nogpobHas mawuHHaa paspaboTtka u obunue
npMMeHeHUn npou3BoAAT Oonblwoe BnevyatneHne. N Tem He MeHee C
yncto Guonoruyeckon cTopoHbl mogenb M no psgy coobpaxeHun
Bbl3blBaeT Hey[OBIEeTBOPEHHOCTb.

Mpexae Bcero nexawwun B ee OCHOBe nocTynat o6 O4HO3HA4YyHOM
CBSI3M HEKOTOpPOro BellecTBa-mopdoreHa C onpeAeneHHOW KOHEYHOW
andpdepeHUMpoBKON — KpalHAs W HMYeM He obGocHoBaHHas MPUMMU-
TMBM3aunsa OUMOMOrMYecKonm peanbHOCTUM. Takoe pJonyweHue WUrHopwu-
pyeT He Tonbko AuddepeHumnpyoy ponb MopdoreHe3oB, HO U BO-
oblwe BCIO CNOXHEWLWYI0 CUCTEMY .KNEeTOYHbIX U HaAKNeTOYHbIX CTPYK-
Typ M ux B3aumopgencTeBuin. PasBuBatlowmecsa opraHusmbl ynopobns-
I0OTCA TFOMOreHHbIM XMMWYeckum peaktopam. [lpaBga, B nocnegHux
pepakuusx mMoaenu aBTopbl AOMNYCKalT, YTO BO3HMKAWLWMe N0 Mepe
mMopdoreHesa «nNUMHUM pasgena» CrnyxXaT HOBbIMW MCTOYHWKAMW  MOp-
doreHoB, Hamevyas Tem cambiM o6paTHyl CBsA3b OT MopdoreHesa K
nocnepywowum guddepeHuymposkam. OgHako BpaA nNu 3TO AonyweHue
MOXeT paAuKanbHO Yyny4YywWuWTb AEno.

Omnupuyeckoe 060OCHOBaHME MOOENM TakXe SBHO HeaoCcTaTO4HO.
Jo cux nop dakTuyeckm He obBHapyKeHbl peanbHble MoOpdoOreHbl, Ku-
HeTuka M MPOCTPAHCTBEHHOE pacnpefenieHne KOTOPbIX MOAYUHANUCH
6bl npuHuunam mopenu M. MoxeT nokasaTbCs, YTO AAHHOMY YyT-
BEpXAeHUo npoTtusopeyunt dakT obHapyxeHus, wuaeHTUdUKaUUM n
Jaxe cuHTe3a akTmBaTopa W WHrMGMTOpa TroOnoBbl Yy MNPECHOBOAHOW
rmgpbl [150]. OpHako 3TO He Tak, NMOCKONbKY He [OKa3aHO, 4YTO Bbl-
AeneHHble aKTusaTopbl U MHIMBUTOPHLI AencTeyloT UMeH-
HO KaK HavalnbHble «pasMeTyYuMKu» nocrneaywwmx MoOpdOreHe3oB U
untoanddepeHunpoBok. Bo BcAkom cnyyae, ux pacnpegeneHue BOOMb
Tena rugpbl [151] He cooTBeTcTBYyeT oxupgaHuam mogenu M. Bnon-
He BO3MOXHO, 4YTO 3TWM BewecTBa, NoA0OHO aMOGpPMOHANbHBIM WHAYKTO-
paMm, BOBCE He cO3[alT pa3MeTOYHbIX KOHLEHTPauMOHHbIX MOMen.

B cBA3M co ckasaHHbIM Bbiwe Mogene M npepcrtaBnserca Hepoc-
TaTO4YHO KOHCTPYKTMBHOW M 3BpPUCTUYHOW. K peanbHbIM mopdoreHesam
c GoraTtoin reomeTpuenn (Takmm, Kak racTpynsaumsa u Hempynsauus) oHa
NPOCTO Henmpunoxuma, Apyrne (cermeHTauus) uHTepnpeTupyloTca en
NUWb MNOBEPXHOCTHO.

HepaBHO Obin BbIABUHYT MPOEKT paaukanbHOW nepepaboTku peak-
LUMOHHO-ANMD PY3NOHHON MOAENM MNPUMEHUTENbLHO K MopdoreHedy pac-
TeHun [152, 240]. Okasanocb, 4YTO paa ocobeHHOCTeW nucrtopacnono-
XKEHUSA, XUMNKOBaHUA W ApPYrux Mopdonornyeckux ocobeHHocTenm pac-
TEHUIN XOpOLWO MoJenupyeTtcs, ecnm BMecTo cBobogHou auddysmmn noc-
TynMpoBaTb aKTUBHbLIA W MPUTOM MNONAPU3OBaHHbIN (Oa3vneTanbHbIN)
TpaHCNOPT BCEro oAHoro mopdoreHa (B ponm KOTOPOro, BO3MOXHO,
BbICTynaeT ayKCWH); BTOporo MopdoreHa npu 3ToM AnNsa camMoopraHwu-
3auumn yxe He Tpebyetca. Mbl ewe obpaTumcs K 3TUM MNOCTPOEHUAM
B rn. 5.

OpHako Henb3a Nu MNOWTU elwe Aanblwe u BoBce u3bexaTb Aony-
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LWeHUs BellecTB-MOpPgOreHoB Kak (pakTopoB camoopraHusauuun? Ta-
KMe BO3MOXHOCTM OTKpbiBalTCH, Kak HaM KaxeTcs, MoaensMu, no-
CTPOEHHbIMU C Y4eTOM MeXaHWYEeCKUX HanpskeHun B aMGpUOHanb-
HbIX TKaHSX.

Mogenn mopdoreHesa c y4eToOM MeXaHU4YeCKUx Hanps>XeHun

MHeHMa O BaXHOW PONM MexaHUYeCKMX HanpsxeHunm B mopdore-
He3e BbliCKa3blBanucb OYeHb AaBHO, — HauuHasa c¢ B. luca, Hanucas-
wero o6 aTom ewe B 1874 r. KHUTY CXapakTepHblM Ha3BaHnem «O cop-
Me Hawero Tena». MHOro4YucrneHHble MexaHu4vyeckne aHamnorum ambpu-
OHanbHbIX npoueccoB paccmaTtpuBanucb [ ’Apcun TomncoHom [ 153].
HasBaHHble aBTOpbl, OAHAKO, TpakToBanu Mopdonpoueccbl kak ABWU-
XeHne K MexaHudyeckomy paBHoBecuio. MopdoreHeTndeckas pofb He-
ycToiymBocTen M Tem 6Gonee npoueccbl Tuna Auddysmm B 3TUX aHa-
nornsax npakTuyeckn He curypuposanu. B uenom mexaHuveckun nop-
X04 OONro ocTtaBancs Ha nepudepun amOGpuonorunm m He 6Gbin cBsi3aH
Cc ee Haubonee BaXHbIMW 3agavyamMmu u pgocTmxeHusmu. [lokasaTenb-
HO, YTO MeXxaHM4YeCcKMin noaxon cYMTancs NosfTHOM MPOTUBOMONOXHOCTbIO
TOMY, KOTOpbIA Mcxoaun m3 3akoHa [Odpuwa.

Jlnwb HepaBHO cTano SACHO, YTO B MEXaHWYEeCKMX Moaensdx B He-
MeHbLUEN CTeneHn, Hexenun B peakuUoOHHO-AUPEPY3UOHHBIX MOAensx,
MOTyT MPUCYTCTBOBaTb BCE [NaBHble YCMOBWA camMoopraHu3auuu: yaa-
NEHHOCTb OT COCTOSIHUS paBHOBECUS, YCTOMYMBLIE WU HEYyCTOW4YUBbLIE pe-
XVWMbl, MHOTOypOBHEBOCTb W MapameTpu4yeckoe ynpasneHue. OcobeH-
HO e cbnuxaeT ux ¢ mMopdoreHe3oM To 06CTOATENLCTBO, YTO hopma
N ee U3MEHEeHUs HenocpeacTBEHHO coepXaTcsa B MeXaHW4Yeckux Mmope-
NdaX, a He BO3HMKaWT, KakK B peakuMOHHO-ANDPY3NOHHBIX MoAensax, B
BMWAE KOCBEHHOrO, OTAAaNeHHOro pesynbTtata pacnpefeneHns KOHLEeHT-
pauMn XUMUYECKMX BellecTB. Ynpasngwuwue napameTpbl B MexaHu4ye-
CKMX MoJenax Takxe Hanpamyk cBasaHbl ¢ dopmon. [lpexae yem
nepentTn Kk OUONOrMYecKMM MOAENSIM, pPaACCMOTPUM YUCTO MeXaHuye-
ckue npumepbl M3amMeHeHun opmbl Tena.

1. M3rnbnl ynNnpyroro cTepXHSs noa gencrtBunem
cun cxaTuma (dnnepoBa HeycTomyumsBocTb). Ecnu cxu-
MaTb C TOPLOB HEKOTOPbIN MPSAMONIMHEWHbIA CTEPXEeHb (MNM noBbIWAaTb
B HeM BHYyTpeHHee JaBfneHue npu 3akpenneHHblX Topuax), TO noka
He OyaeT OOCTUTHYTa HeKoTopas KpuTuMveckas cumna, ucxogHas nps-
MONMHeNnHas dopMa CTepXHSA OCTaHeTcA ycTonumBoh wu crnabble Ha-
npaBneHHble MNog4 YrIOM K HEMy CUIbl He CMOTyT ero M3orHyTb. Ecnu
Xe cuna nepexoamuT vepe3 HEeKOTOPYH KPUTUYECKYI BENWYUHY, TO UC-
xogHas d¢opma TepseT YCTOMYMBOCTb U CTEPXEHb W30rHEeTCs B Ty wunu
OPYTryl0 CTOPOHY MOA BIUSAHMEM HUYTOXHO ManbiX BHYTPEHHUX WUMn
BHELWHNX BO3MYLLEHUA (OCOBEHHOCTEN BHYTPEHHEN CTPYKTYpbl CTEpPX-
HA, cnyyYanHonm acummeTpum cun u T. n.). Ecnu cxumawwasa cuna
[OCTaTo4YHO Benuka, TO CTepXeHb MoXeT obpasoBaTb ABa unu 6onb-
wee uyumcno wm3rnbos. B nwbom cnyyae nopsAgoK ero CMMMeTpuuM no-
HM3nTcA. lMpu 3TOM HanpaBneHue OAMHOYHOro m3rmba MCXo4HO MPSAMO-
NIMHENHOTO CTepXHSA npeayragatb Henb3s. OgHaKo O4YeBUOHO, 4YTO ec-
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nn BO3HWKHYT ABa wu3rmba, To oHM OyAayT HanpaBreHbl B NPOTMBOMO-
NOXHble CTOPOHbI, a KaXAbl M3 HUX OyoeT, Npu HapacTaHWM BCe TOW
Xe cunbl, yCTONYMBO HapacTaTb B BbIMYKMAYIO CTOPOHY. YXXe 3TU 04YeHb
npoctele coobpaxeHna WNNKCTPUPYIOT pOfb FeoOMeTpun B BEKTOPU-
3auMn HanpsXKeHWnW M MMEeKT, Kak Mbl NO3Xe yBMOAWM, LWIUPOKME MNpU-
noxeHnsa k mopdoreHesy.

2. Oddekt [llyaccoHa. [NnaBHble y4yacTHUKM MopdoreHesa
anuTenuanbHble nnactbl — MNOA06HbLI, KOHEYHO, He CTepxHsm, a obo-
D

neoa

[Tt

<<

Puc. 25. Jedopmaunss HeKoTOpbiX 06GONMOYEYHbIX KOHCTPYKUMIA nona AehcTBUEM
CUN BHYTPEHHEero AaBreHus:

A — nnockass o6onoyka (NyHKTUP — WCXOAHbIA KOHTYp, CNNowWHas NUHUA—
KOHEYHbIN KOHTYp); 6 — uunuHap, B — annuncoup BpalweHus

noykam. [BYyXMEepHOCTb CYyLeCTBEHHO oborawaeT kKapTuHy aedopma-
LWA, BO3HMKAKLWMX MO4 BIIMAHUEM [Jaxe OAHOMEPHbLIX HaMpsXKeHUN.
Hanbonee obuwas 3akoHOMepHOCTb gedopmaumm OBYXMepHbIX obono-
Yyek — TaK HasbiBaeMblh 3adekt llyaccoHa, T. e. cxaTume B Hanpas-
neHnn, neprneHauKynsapHom pacTsxeHuto (puc. 25, A). OTHOweHne no-
nepeyvyHoro cxatus K NpoAONIbHOMY pacTsXeHMUio (Tak Ha3biBaembli
KoacpduumneHT lNMyaccoHa) B GuMomaTepuanax MoxeT ObiTb BecbMa Bbl-
cokum, 6nmn3kmum k epguHuue [154]. K. Tomy Xe, kak npaBuNoO, BHELU-
HAS M BHYTpPEHHAs noBepxHocTu 6Guonormyeckmx obomnoyek obnagatT
pas3nuyHoOW XecTKocTbi. B pesynbTate ux koapdpuumeHTol [MyaccoHa
pasnu4yatTca Mexay coboi, 4To npuBoAMT k obpasoBaHuio Ha 06o-
noyke 60po3g0K M BanUKOB B HamnpaBlieHUM ee pacTsikeHus. HasBaH-
Hble apdekTbl XapakTeEpHbl AN MHOMMX BaXHbiXx MopdoreHesoB. Kak
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Mbl MO3Xe yBuAuUM (CM. rn.4), OHM cnyxXaT 3femMeHTaMu pa3MeTku wu
BMOCNEACTBMM YCUINMBAKTCA 3a c4yeT paboTbl aKTUBHbIX MEXaHW3MOB.
PaccmoTpum ewe pBa 6Gonee cneuumanbHbix npumepa [154].

3. Oecdbopmauma uumnumHapumyeckmx obBonoyek pas-
NMVUYHOWN TOMNWMUHBL 3a CYET cCcun BHYTpPEeHHero pas-
neHusa. PaccmoTpum pgedopmauunio uunuHgpa C HapyXHbIM guameT-
pom D, n BHyTpeHHen nonocTbk AguameTpa —D2=2S, rne S —
TOMUWMHA CTEHKW), Bbi3biBAEMYK PaBHOMEPHO pacnpegeneHHbiMu Ccu-
namMu BHYTpeHHero pasneHus P B ero cteHke (puc. 25, 5). B cTeHke
umnuHapa 6yayT BO3HWMKaTb Kak MNPOJOINbHbLIE (pnpoa), TAK U OKPYX-
Hble (pokp) pacTaruBawlime HanpsxeHusa. [lokasaHoO, 4YTO WMX OTHO-
WweHune

Pnpoa + Py ( 12)
Pokp 2D 1 Ds

OTC}O,D.a crnepnyer, B 4YaCTHOCTU, 4TO B cnnowHoM uununHgpe
(512= 0)

Pnpoa 2 P°KP

T. €. OKPYXHble HanpsxeHus BaBoe OGonbwe npoponbHeix. C apyrow
CTOPOHbI, B UWNMHAPE, TOMNWWHOW CTEHKM KOTOPOrO MOXHO MnpeHeb-
peyb, MPOAOINbHbIE HAMPSXXEHWA BO3pacTawT [0 pa3MepoB OKPYXHbIX.
M3 ckasaHHOro BbITEKAT BMOMHE oOnNpefeneHHble MopdoreHeTuyec-
Kne BbIBOAbI: B UWMUHOPUYECKUX 3avaTKax C BHYTPEHHUMWU Hanpsxe-
HUAMMW [aBNEHUS U CYLWEeCTBEHHOW TOMWMHOW CTEHOK yCUNuUS, CcTpe-
MsiLLMecs pacwupuTb 3a4yaTok, 6yayTt Tem 6Gonblie ycunuin, cTpems-
lWMxca ero yanuHutb, 4yem Oonblie TonwuHa cTeHkn. B pexwume no-
Tepy yCTOWYMBOCTU 3TO NpuBeAeT K BO3HUKHOBEHMWIO MPOAOMbHbIX pas-
pbIBOB CTEHOK 3ayaTka noj AeWCTBMEM NpEeBbIWALWNX OKPYXHbIX Ha-
NPSKEHUN.

4, Oedopmauynsg cnnwweHHOro annumncounpga Bpa-
WweHMss nNoa BNUSSHUEM BHYTpeHHero pgasneHus. Pac-
cMOTpUMM 060MoYKy, MMelLlWy GOopMy CNMAKCHYTOro annuncouja Bpa-
LWEeHNss M UCNbITbiBalOLWY Mo4 OEWCTBMEM BHYTPEHHero pasneHusa P
pacTaxeHne Op BAOMb MepuamaHoB W cxXaTue aa BOOMb 3KBaTopa
(puc. 25, B). CooTBeTcTByWOLWMNE HanpsxeHuss o" un a+ paBHbl [154]:

a>6 2, (13)

roe s — TonuwuHa obonouvku, a u b — Gonbwas u manasi Nonyocwu.

M3 paHHOM dopmMynbl BUAHO, 4YTO MPM MNPOYMX PaBHbIX YCMOBUAX
OKpYXHOEe cXaTue BAOMb 3KBATOpa He HacTynuT, ecnu a<by2, n Oy-
net tem 6onbwe, yem Oonble oTHoweHue afb. B pexume notepu yc-
TOMYMBOCTM OKPYXHOE CXaTue MOXeT MnpuBecTM K obpasoBaHuio ce-
pun MepuaunoHanbHbIX CKnagok.

MapameTpbl, urypupylowme B MexaHU4YeCKUX Moaensax mopdore-
He3a, MOXHO pasfenuTb Ha ABe TPynmnbl: ONWCbIBAKLWIME MeXaHuyeckme
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csoncTBa Ouonornyeckoro matepuana (moaynb HKHra, koacpduumneHT
BSI3KOCTW) W OMUCbIBaKLWME MeTpuyeckne cBoncTBa obbekTa (Wupu-
HY, ONWHY, CcevyeHue, OTHoWeHuMe ocen m T. n.). CpaBHUBaaA paccmoT-
peHHble mMogenu c ObuonormyeckmMmum obbekTamu, ONs NepBON rpynnbl
napamMeTpoB HeTpyaHO nogobpate GMOXMMMUYECKME aHanorum: MexaHwu-
yeckme cBoncTBa OMOOOBEKTOB [OMXKHbI NPAMO 3aBUCETb OT aKTUB-
HOCTU W chneunduUKn CUHTETUYECKMX MNpoLeccoB. ATa rpynna napamert-
pPOB MNOMHOCTbID aHanorMyHa TaKoBbIM pPeakUMOHHO-ANDPY3NOHHBIX
mogenen. MIlHoe pgeno meTpuyeckme napameTpbl — B CTOMb pPa3BMTOM
BUOE OHM MPUCYLWM TONbKO MexaHuvyeckum mogenam (B PO-mopensix
MM COOTBETCTBYET TONbKO napameTp AfuHbl peakTtopa). OcobeHHO
BaXXHO, 4TO MeTpuyeckne napameTpbl MexXaHW4YeCKMX Moaenen Onuchbl-
BaloT 0ObeKkT kak reomeTpuyeckoe Luenoe. [MoaTomMy 3aBUCUMOCTb Me-
XaHUYECKUX HamnpsKeHUW U Bbi3bIBAEMbIX UMW AedopmMaunil oT MeTpu-
YeCKMX napameTpoB MPAMO NOABOAMT Hac Kak K 3akoHy [puwa, Tak
n Kk Gonee WMUPOKOW uaee O 3aMKHYTOCTM MopdoreHesa, T. €. O TOM,
4YTO Ha HEKOTOpPOM LEeNnoCTHOM YypoBHe dopma nocnegytwouwen craguu
pa3BuTus MoxeT ObiTb BbiBeAeHa w3 dopmbl npeabigywen. Kak Mol
yBMOMM npu pas3bope KOHKPETHbIX MOpdOonpoueccoB, Takas 3aMKHY-
TOCTb OCOGEHHO ficHa Kak pa3 B Tex crny4vasx, kKoraa MopdoreHes
npoTekaeT nog MNpPsMbIM BO3AENCTBMEM MEXAHUYECKUX HaMNpPSXKEHUN.

OpHako npuM BCeM CBOEM WHTepece BbllEeNnpuMBEAEeHHbIE MexaHu4e-
ckme mopenu c OUONOrMYecKkorW TOYKM 3PEHUS CYLEeCTBEHHO HEMOIHbI:
B HUX OTCYTCTBYIT uMeHbl, OnucbiBawuwme OGuonorndyeckme mexaHus-
Mbl BO3pacTaHuWsA MexaHU4Yeckux HanpsikeHun. Kak cnpaBegnuBo yka-
3biBatoT C. A. Pernpep n A. A. WTenH [ 155], mexaHnyeckme mopenu
OOMXHbl OblTb AOMNOMHEHbI YypaBHEHUSAMW KUHETWYECKOro Tuna, OMnuUcChl-
BalWMMM NPUTOK KNETOYHOro mMaTepuana Wnu Xe MeXaHOXUMUYecKkue
npouecchl, reHepupylwlwmne HanpsaxeHus. MoxHO AymaTb, 4TO Haubo-
nee nepcnekTuBHbl UMEHHO Takue KOMOWHMPOBAHHblE MEXaHOKUHETU-
YyeckMe U MexaHOXMMUYECKUE MOAENMU.

EnBa nn He BnepBble 3NeMeHTbl TAKOro nogxoga npocnexuBatTcs,
XOTA W Ha YNCTO WMHTYUTUBHOM ypoBHe, B paboTtax [. I. KonombiueBa
[ 156] Ha pacTuTenbHbix ob6bekTax. B Hux obocHoBbIBaeTcsi uaes, 4To
dhakTopoM MopdoreHesa pacTUTENbHbIX 3a4aTKOB SBMSAIOTCA TaHreH-
uManbHble HanpsaAXeHus [aBNeHWs, BO3HMKaKLWMe B HapPYXHbIX CNosx
n3-3za bonee ObICTPOro pocta MOBEPXHOCTU MO CPaBHEHUIO C OOBLEMOM.
M3 aTtux npepcraBneHWin HEMOCPeACTBEHHO BbITEKaeT Kak ponb Mexa-
HUYECKMX HEeYyCTOMYMBOCTEN B YCNOXHEHMU opmbl 3ayaTka, Tak U
3HayeHne reoMeTpuyeckux napameTpoB (HanW4YHOW KPWUBU3HbLI) B OnN-
peneneHnn xoga fanbHenwero mopdgoreHesa.

Opyras cepusa paboT 6bina BeinonHeHa JI. A. MapTblHOBbIM [ 154].
C wucnonb3oBaHWMEM MeXaHUYeCKUX MW3MEepeHUn U COOTBETCTBYHOLLErO
MaTteMaTM4ecKkoro anmnapaTta OH noka3an, 4To psAd MOMEHTOB Mopdo-
reHes3a auetabynsapum (Hanpumep, ¢opmMuMpoBaHME 30HTUKA W3 Hepac-
YNEeHEeHHON BepXYLWKN) MOXeT ObiTb MpeacTaBrneH kak pesynbTat Mno-
TEPU MEeXaHU4YecKoW YCTOWYUBOCTW NOA BIUSAHUEM MOCTEMNEHHO MOBbI-
lwakLerocs BHyTPEHHEro TYpropHOro gaBreHus.

B nocnegHee Bpemsi MOSIBUNOCH HECKONMbKO MoJenem camoopraHu-
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3auum MopdOoreHe3oB XWBOTHbIX, B KOTOPbIX HE TONbKO YYUTbIBAKTCS
MeXaHu4yecKkme HanpsKeHus, HO U QOPMYNUPYKOTCA KMeToYHble Mexa-
HU3Mbl UX reHepauuun. BaxHO Takxe, 4YTO 3TU MOAEeNU SABMASAKTCHA 3aM-
KHYTbIMMW, T. € 4YTO OHW OMUCLIBAKT HE TONbKO NpsMble, HO U obpaT-
Hble CBSI3W MeXxAy HanpskeHusamu wn gedgopmauusamu. PaccmoTpum
OBe Takne mopenw.

Mepsada u3 Hux npegnoxeHa Octepom, Mappu n Xappucom [157,
158] Ana Me3eHXUMHbIX MopdoreHe3oB. OTnpaBHOW TOYKOW ANA Hee
SBUNIUCb OMUCaHHble BbilWe (CM. M. 2) AaHHble Xappuca c coaBTopamu
0 ToM, 4TOo (hubpobnacTtel, BbicessHHble Ha cybcTpaT, nepepawowun me-
XaHUYeCcKne Hanps)XeHusi, pacuyNeHsIlnTCA Ha OTAENbHbIE CKOMMEHUS.
MHbIMK crnoBaMu, BO3HUKAKT HEOOHOPOLAHOCTU KIETOYHOro pacnoso-
XeHuns 06e3 npeaBapuUTENbHOW XUMUYECKOW pas3meTku. ABTOpbl Mopae-
NUpylT 3TOT Mpouecc, ucxoast M3 npeacTtaBneHUn o 6Gnu3kogencTBylo-
WKMX cunax MeXKneToyHoW apareswu, crnocobcTBylwnx obpasoBaHUo
KNEeTOYHbIX CKOMIEHUN, N 4AaNbHOOAENCTBYHOLWMNX, NPAKTUYECKN MIHOBEH-
HbIX CuNlax yNpyrux HanpsbkeHun cybcTpaTta, KOTOopble MopoXaarTcs
arpermpyrowmmMmm KneTtkamu, HO MNPEnsaTCTBYOT HEOrpaHUYeHHOMY po-
CTYy AaHHOro KNeTo4yHoro ckonneHus. Ecnu cunbl agre3vun aHanoruyHbl
onuskogencTBywlen aktuBaumm B mogenu [upepa — MenHxapAaTta,
TO MOpoOXAaemble MMU Yynpyrue Cuibl aHanornyHbl [anbHOLENCTBYHO-
wen umHrMbuuuun; cnepyrouwiee KnetoyHoe ckonneHue 6ygeT ob6pas3oBbi-
BaTbCA NUWb Ha [JOCTAaTOMHOM ydaneHuu OT yxe wumeruwerocs. ABTO-
pbl MCMNOMb3YyKT B CBOEW MOAENU OKOMO [EecATM napameTpoB, OMUCHI-
BalLWMX CBOWCTBA KNeTok (koadduumeHTol nx KBasnand@ysnomnHbix
CryyYyalHblX OBWXEHWUA C y4yeTOM YYBCTBUTENbHOCTU K HEOOAHOPOAHOC-
Tam cybcTpaTta, cuny pacTaxeHus cybcTpaTa  KneTkamMu, CKOPOCTb
pa3MHOXeHWa n np.), cBowWcTBa cybcTpaTta (koadduuMeHTbl €ero yn-
pyroctu u BSI3KOCTM), a TakKxe reoMeTpuyeckue napameTpbl uccne-
ayemon obnactu (ee AnWHa, WWPUHA M UX OTHOWweHue). Ona mopenwu
XapakTepHa B3auMO3aMeHsieMOCTb psfa napamMeTpoB: Hanpumep, no-
Teps YyCTOWYMBOCTM OLHOPOLHOIO COCTOSIHUS MOXeT OblTb AOCTUTHYTa
KaK MNOBbILEHWEM CUMbl pacTsxeHus cybcTpaTa KNeTKoW, Tak M BO3-
pacTaHMeM >XeCTKOCTM cybcTpata WMNM NIOTHOCTW KNEeTOYHOro pacno-
noxeHusa. Takass B3aMMO3aMeEHSEMOCTb XOpPOLWO oOTpa)xaeT 3KBUDU-
HanbHOCTb GUoNornyeckoro mMopgoreHesa — CMNOCOBGHOCTb AOCTUXEHMUS
oOHOro pesynbtata pasnuyHbiMu nytamu. Kpome TOoro, B gaHHOW MO-
Jenn fCHO BMAHa 4YeTkas 3aBUCUMMOCTb pe3ynbTata MopdgoreHesa oT
reomeTpum obnactm: ecnm Ha KBaApPaTHOM Y4acTKe BO3HMUKMIO OAHO
KIeTOYHOE CKOMmfeHue, a 3aTeM 3TOT y4YacTOK BbITAHETCA B OAHOM Ha-
npaBrneHnn, TO CKOMMEeHue noTepseT YyCTOMYMBOCTb W paclenuTca Ha
OBa, pacnonoXeHHble Mo AnuvHHOW ocu. KpacmBoe npunoxeHue 3Tux
BbIBOAOB K MoOpdoreHedy KOHEYHOCTU MNO3BOHOYHbIX ByaeT paccmoTpe-
HO B . 4.

Hapsagy ¢ npuBnekaTenbHbIMWU CTOPOHAaMW OAHHOW MoAenu B Hen
MOXHO HaWTW psg HeAOCTAaTKOB Kak ¢ popManbHOW, Tak u ¢ 6uonoru-
Yyeckon Touku 3peHus. Mopgenb B ee TenepewHeM BUAE M3NULLHE nepe-
rpy>xeHa nepeMeHHbIMU W BecbMa rpomo3gka. [pMTomM OHa onwucbiBa-
€T NuUWb NpocTellne, MOHOTOHHble M cyrybo mnokanbHble MopdoreHe-

104



3bl, CBOASALMNECS K pacCUNEHEeHU Me3eHXMMHOMW MacCbl Ha OAWHaKOBble
KNneTouHble ckonneHusi. Bo3HukaeT XenaHue MNOCTPOUTb MEXaHOKUHE-
TUYECKY Mogenb Ana 0onee CroXxHbIX MopcdoreHe3oB, obnagatowmnx
CBOMCTBAMM LENOCTHOCTU WU, B YACTHOCTU, CNOCOOHbIX K 3MOpuOHanb-
HbIM perynaumam. Takne MopdoreHesbl OCYLECTBAATCA MNpexae Bce-
ro Ha MaTepuane anuTenuanbHblXx nnactoB. [lpegnoxeHHas Ansa umx
onucaHmsa Mojenb Ha3BaHa MoOAEefNbl 3NUTENUanbHbIX MOPEOreHe3oB
Ha OCHOBE YNpyrux CUN W KOHTaKTHOW nonapu3auum KneTtok (cokpa-
weHHo mogenb YC—KIMK [126, 127]).

OTa Mogenb WUCXoOWT U3 OMUCAHHOrO BbiWe (CM. M. 2) siBNeHus
KOHTakTHoM nonsapusauunm knetok (KMK) u ee KOHKypeHuunm c yn-
pPyrMMu TaHreHuymanbHbIMU HaTAXEHUAMU, BO3HUKAKOWMMKU B anute-
nuanbHblX nnactax kak pas nop pgeuctenem KIMK: ecnu Ha HekoTo-
poM y4yacTKe nnacTa KNeTKUM MNONspu3ylTCs B HanpaBleHUW, nepreH-
OVIKYNSIPHOM nnacTy, TO OHW, MPU YCNOBUU MeEXaHUYECKOW 3aKkpenneH-
HOCTU KOHLOB nnacTa, Ynpyro pacTsarvBarT Apyrme ero ydactku. [Jo-
nyckaeTcsl, YTO BCe KMeTKM nnacta noTeHumanbHO cCnocobHbl (komne-
TeHTHbl) Kk KMK, HO nonspu3aumsa Tex M3 HUX, KOTOpble pacTAHyTh
yXe nonspusoBaHHbIMKU kneTkamu, b6yaet nopaBnatbcs. Takas cuTya-
UMsi Nerko BOCMPOM3BOAMUTCA Ha 3KcnnaHTaTax OA4HOPOAHbIX 3aMOGpuo-
HanbHbIX TKaHen (Hanpumep, GOKOBOW Me304epMbl), B KOTOPbIX COMK-
HyTass rpynna (OOMEH) KNeToK, MNonspu3oBaBWKXCS (CNy4YamHO UMK
no >enaHu 3JKCNepuMMeHTaTopa) paHblle [pyrux, pacTtarnBaeTt co-
cefHue KNeTKN U NpenaTcTByeT MX nonspusauuu.

Mopenb paspaboTaHa noka B OCHOBHOM [Afii OAHOMEPHbIX CUCTEM
N paccmaTpuBaeT chnepywuime ABe cuTyauuu: 1) nopoxpgaembie KK
ynpyrme HaTs)XeHUss pacnpocTpaHalTCcss 0e3aeKpeMeHTHO No BCeMy
nepumeTpy paccmMaTpMBaeMoro OJHOMEPHOIO KMEeTOYHOro «nracray;
2 ) ynpyrme HaTsXeHUst MNOCTEMNEHHO yracalwT, He Aoxoas OO rpaHuy
«nnacTa».

MepBasa cuTyauus onucbiBaeTcsl ypaBHEHUEM

=/bl +D +ke(Pl-(p)). (14)

3pecb T — NUHeNHas KoopAuHaTa KNeTku B nnacTy; p — nokasa-
Tenb nonspu3auuMn KNeToK, BblOpaHHbIA Tak, YTO p=o COOTBETCTBYET
n3oamaMmeTpuyeckonm KreTke, P> o — KheTke, MNONspuU30BaHHONW HOp-
ManbHO K nnacTy, p<o — KneTKe, pacTAHyTOW BAONb nnacrta; e —
KoadhPUUMEHT CBA3N Mexay nonspusauvend KneTkn wn pasBmBaemMon
€0 aKTUBHOW CWUIMOW, HanpaBfeHHOW B CTOPOHY AanbHeunwewn ee nons-
pusauun; <p> — CpeaHuWi Mo BCeMy NnacTy nokasaTenb KNeTOYHOMN
nonspusauuun. BuaHo, 4TO nepBble ABa uYreHa NpaBoW 4acTu COOTBET-
CTBYIOT TakoOBbIM YypaBHeHUS (s ), ONMCbIBalOLWeEro ABWXeHWe ¢poHTa
BONHOBOro nepenaga. bonee koHkpeTHO, uneH /(/?,) BbipaxaeT KuHe-
TUKY nongpusaumu oOTAenbHO B3ATOM t-M KNeTkW; dTa KMHEeTUKa Ha
OCHOBaHWN nNpuBEAEHHbIX Bbilwe (C. 84) 3akCnepuUMeHTanbHbIX AaHHbIX
MOXeT cyutaTbca OGuMcTabuNbHOM M COOTBETCTBOBATb 3HAKOMOW Ham
KpuBOoW TpeTbero nopsigka (cMm. puc.s, 5). BTopon uneH npaBon u4a-
CTU BblpaxaeT ONM3KOAEWCTBME: KOHTaKTHYl nepejady nonspusayuu
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OT OAHOW cocegHeW kneTkn K gpyron. B mogenu aTOoT npouecc pac-
cMaTpuBaeTcs Kak «anddysvsa nonsapusauunmm.

Hanbonee nHTepeceH TpeTuU 4YneH, onuUcCbiBawLWMUN JanbHOAENCTBME
yepes NOCPeacTBO YMNPYrnux HATSHKEHUN, nepefarwnxcs MnpaKkTUYecku
MIFHOBEHHO M BIUSKOWMUX HA CPeAHI MO nnacty nonapusauvi <p>.
Ero cmbicn TakoB. Ecnu nokasatenb nonsapusauumu OaHHOW f-U KMNeETKU
BblLUE CpeAHero no nnacTty (kneTka yXe CyWweCcTBEeHHO Mnonsipu3oBa-
nacb), TO 9TOT 4YJfieH BHOCUT MONOXMWUTENbHbIN BKNag B ee AalbHewn-
Wyl nonspusauunio; ecnm TOT Xe MokasaTenb MEHblue CpeaHero no
nnacty (kneTka pacTaHyTa YyXe NnoNnapu3oBaHHbIMKM KNeTkaMu), TO
3TOT uneH 3amMeansaeT ee AanbHenwyk nonapusauuio. llocnegHee wu
oTpaxaeT uHrMbupyrwmnin ganbHoAEeNnCcTByOWMA addekT ynpyrux Ha-
TAXeHun. VIMeHHo 3To ganbHOOEWCTBUME U ABMNSAETCHA B AAaHHOW MoAenu
CpeaCcTBOM KOHTPONs nonsipusaunuum uHOWBMAYaNbHbIX KNETOK CO CTO-
POHBbI Lernoro.

AHanunTuyeckoe ¥ MalWMWHHOE uccrnegoBaHue ypaBHeHus (14) npwu-
BEno K cregywowuMm OCHOBHbIM  BbiBogaM. [lpu onpegeneHHom, He
CNWLWKOM ManoM 3HayYyeHWu napameTpa ke OJHOpPOOHOE Menonspuso-
BaHHOE COCTOSIHME nnacta CTaHOBUTCA MeTacTtabunbubiM, a npu panb-
HelleM pocTe 3TOro napameTpa — HEYCTOWYUBLIM. JTO 3HAYUT, 4TO
B MeTacTabunbiton obnactv nop BRAWAHMEM LOCTATOYHO CUMBHOrO Mo-
NSApU3aLNOHHOIO BO3MYLLEHUS, a B HeycToW4mBon obnactu npu HUY-
TOXHO ManoM TakoM BO3MYLIEHUM NnacT Ha4yHeT nyTeM OBUXeEeHWUs BOf-
Hbl MonsipM3auuM OT MCTOYHWKA BO3MYLIEHUS paccrnauBaTbcs na [o-
MEH MNONsPU30BaHHbIX W [OMEH pacTAHYTbIX KNeTok. Ha HekoTopom
paccTossHMM OT Kpas nnacTta BOMHa ocTtaHoBuTcsa (puc. 26, A). Takow
Xe pesynbtaT OygeT, ecnu BMECTO OAHOrO MONSAPU3yHLLEro Bo3Mmylie-
HUa OyayT nogaHbl ABa MPOCTPAHCTBEHHO CONMMXEHHbIX BO3MYLLEHUS.
OcoB6eHHO MHTEepecHO, YTO OTHOLIEeHMe ANWH MNOoNsipM30BaAHHOrO U pac-
TAHYTOrO JOMEHOB MNPM HEU3MEHHbIX MapameTpax W XEeCTKOW 3akpen-
JIEHHOCTM KOHLOB Mjlacta MNOCTOSHHO M He 3aBUCUT OT abcomnTHON
OnuvHbl nnacta. CnepoBaTenbHO, AaHHAs MoAefnb B HEOrpaHUYeHHbIX
npegenax Bocnpou3BoaAuUT eHoMeH ckennuHra (macwTabHOW MWHBa-
pPYaHTHOCTKN), Nexawmun, Kak Mbl 3HAaeM, B OCHOBE [PMWLIEBCKUX pery-
nauui. 3amMeTuM, 4YTO C TOYKM 3peHUs JaHHOW mopenu ans obecnede-
HUA CKENNMWHra HU ofHa KneTka He AOJkHa obnagaTtb MHgopmaunen
O CBOEM MOJIOXEHUN B LENoM: €OMHCTBEHHOE, YTO OHa AOMXHa «OoLy-
watb», — 9TO nonspu3auunto Gnumxanwero cocega n obuee ynpyroe
pacTaxeHue nnacta. WMHbIMM  crioBamu, faHHas MoAeNnb 06bscHseT
MacwTabHO WHBapuMaHTHOE pacyfeHeHWe KINeTOYHbIX MNacToB, He Tpe-
6ys NMOHATMIA TMNa NO3ULUMOHHOK MHdOpPMaLUu.

Mpu pocTaToyHO pas3ABUMHYTbIX MONSPU3YIOLWNX BO3MYLLEHUAX U
GonblwnX 3HaYeHUsAX £e BO3HMKAET, B BMAE Mmnajwen MoAbl, Takxe U
6unonspHoe paccnoeHne nnacta (puc.26, b5). B artom cnyyae nocto-
SAAHHO (He 3aBUCUT OT ANIMHbI NracTa) OTHOWEHWE CyMMbl ANUH 060-
X NONSPU30BaAHHbIX AOMEHOB K ANMHE HEMNONspM30BaHHOrO.

Ecnv HanoXuTb Ha cucTeMy [OMNOSIHUTENbHOE (BHELWHEee) pacTs-
XXEeHWe, TO COrfnacHoO MoAenu AnuHa Monsipu3oBaHHOrO AOMeEHa YMEHb-
wuTCcsa; npu ocnabneHun pacTAXeHUsa OoHa, HanpoTUB, YBENUYUTCA.

106



Puc. 26. HekoTopble pesynbTaTbl ma-
WWHHOTO uccnepgoBaHus wmogenun  YC-
KIMK:

A — BO3HUKHOBEHMWE OfHOro [JOoMeHa,
b — BO3HWKHOBEHWE ABYX YCTOWYUBBIX
[OMEHOB MNOMSIPU3OBAHHbLIX KNEeTOK CO-
OTBETCTBEHHO Ha ogHom (J1) wm Ha
AByx (b) kpasix kneTtoyHoro nnacta ¢
3aKpenneHHbIMN KoHuamu npu 6es-
[eKpeMeHTUOM pacnpefeneHun ynpyrux

HaTsxeHun (I — HavyanbHoe nonapu-
3ylouee BO3MyLIEHUe, Il — okoHva-
TenbHasa cTeHka pgomeHa); B — nocne-

foBaTeNbHble (asbl pas3BUTUS MNepUOAM-
YEeCKON CTPYKTypbl MpWU Hanmuiuum  fge-
KpemeHTa ynpyrux HaTsaxeHuin. Bespge
no ropuv3oHTanuM — pAnWHa nnacTta, no
BepTMKanNu — KneTouvHas nonsipuaa-
umns



B HeHaTAHyTOM nnacTy rpaHuua mexay AomMeHamu OyaeT pasmbiTON
W pacnpegeneHve nonsipu3auum OynoeT NOMHOCTbIO ONpefensaATbCs No-
KanbHbIMW BO3MYLLEHUAMU; Takas cuUcTemMa He obnapaeT BHYTPEHHeN
YCTONYMBOCTbIO.

Btopas cutyauma (Hanuuue p[OeKpeMeHTa YNpYrux HaTsXKeHun)
onucbiBaeTcs ypaBHEHWEM, aHamnorMyHbiM (14), HO oTnuyawwumcsa oT
Hero 0Oonee CMNOXHbIM BbipaXeHWeM ANns AanbHOOEWCTBYKOLWNUX YMpy-
rmx cun. OTO ypaBHeHWEe Mbl He MPUMBOAMM U COOOWMM NuUWb pe3ynb-
TaTbl €ro MaWWHHOrO aHanus3a; MOAYMHAKLWMECH €My CUCTEMbl AONXK-
Hbl MOCTEMEHHO pacYNeHATbBA Ha NepuoanvYeckue AOMEHbl MNonsapuso-
BaHHbIX W HEMONSAPU3OBaHHbLIX KMNETOK MOCTOAHHbIX ab Cconi THBHIX
pasmepoB (puc. 26,B). Takue cucTemMbl CBOWCTBOM MacWTabHOM WH-
BapuMaHTHOCTM He obnapatorT.

O6nactb npumeHumoctn mogenu YC—KIJIK pgoctaTtoyHo wwupoka,
Tak Kak MnpakTuyecku BCe anuTenuanbHble MopdoreHesbl — OT racT-
pynaunmm 1 Ao 3aknagku nnakog OpraHoB YyBCTB — HauyMHawTCcs C
BblAE€NEeHUs AOMEHOB MNONSAPM30BaHHbIX KNeTOK. PAA4 KOHKPEeTHbIX npu-
MepoB OyaeT paccmoTpeH Huxe. Mopaenb AonyckaeT UM HECIOXHYHO
3KCNnepuMMeHTanbHYl0 MNPOBEpPKY, KOTOpas YCMEeWHO ocyulecTBnseTcs.
XoTa cama no cebe aTa Mogenb oOnNuCbiBaeT NUWb HadanbHYyk pas-
MEeTKy 3nuTenuanbHbIX MNNacToB, a He WX nocregywwune cgopmonsme-
HEeHUsl, OHa, kak OyaeT Moka3aHO MO3Xe, XOpPOLWO «CTbIKyeTcaA» C Mo-
hensiMn, HenocpencTBEHHO Takue M3MEHEHUSI OMUCHLIBAKOLWUMMU.



fmnasa 4. IMHAMUWYECKAA CTPYKTYPA TMNOCNEOOBATEJIbHbIX
OTAMNOB MOP®OTEHES3A

OTa rmaBa 3aHMMaeT LUeHTpanbHOE [MOJIOXEHME B MOHorpadcum.
B Hen mbl 6ygeM npuMeHsaTb K peanbHbIM Mopdonpoueccam kak 00-
Wwme noaxoAbl U KOHKPETHble MOLENU, U3NOXEHHble B +-M U 3-n rna-
Bax, Tak U cBeAeHuss o CyOMUKPOCKOMMYECKUX OCHOBax MopdoreHesa,
cBOAKa KOTOpbIX gaBanacb Bo 2-i rnmaBe. Haww rnaBHble 3agaun Oy-
OYT COCTOATbL B TOM, 4yTOOblI COCTaBUTb npencrtaBneHna 0 MHOrNoypoB-
HEBOW [AMHaAMMW4YECKOW CTPYKType Kaxaoro atana mopdoreHesa u no-
CTapaTbCda NOHATb, KakK W3 npepgbigyuiero 3Tana MOXeT BblIBOOAUTbCHA
nocnegywwun. BbinonHeHne 3Tux 3agady obneryaetcsa TeMm, 4YTO, He-
CMOTpS Ha KonoccanbHoe cTajuiiHOe M BuAOBOe pasHoobpasue Mop-
donpoueccoB, paHHUA MOpdOreHe3 MpakTUYEeCKM BCEX MHOTFOKNEeTOoY-
HbIX XXWBOTHbIX €CTECTBEHHO pacnajaeTcs Ha OAHW W Te Xe nocnepo-
BaTenbHbIE 3Tanbl: OONeHes, ,qpo6neHV|e (B KOHUEe KOTOpOoro BblaendawT
ewe sTan 6nactynaumu) un ractpynauuto. Ha 6Gonee no3gHux cragu-
X pa3BUTUE pasHbiX TUMOB XMWBOTHbIX Ha4yMHAET pe3ko Mexay cobon
pasnuyaTtbCs, M Ha 3TUX CTaAUAX Mbl OrFpaHWYUMCS pPacCMOTPEHUEM
MopdoreHe3a ogHMX NMUWb MNO3BOHOYHbIX. Mbl uccnegyem MopdoreHes
MX OCeBbiX 3a4yaTkoB W 3aTeM obcyaum HekoTopble Haubonee obuume
3aKOHOMEpPHOCTN MopdoreHe3a 3a4aTKOB OpPraHoB.

MOP®OTEHE3 HAWLEKNETKM OO HAYANA [OPOBNEHUA (MPOMOP®OTEHES)

O6uwenpuHATO, 4YTO «dopMMUpPOBaHNE SNLEKNETKU... 3TO He npento-
Ons K pasBUTUIO, a camo pas3BuTMEe, U NPUTOM €e[Ba NN He O0YeHb OT-
BETCTBEHHAsA €ro 4yacTb — KOrga 3aknajbiBaeTcsa cambli yHAaAMeEHT
npomMmopdornornyeckon opraHusauuum...» (Actaypos, uut. no [159]).
OTOoT 3Tan pas3BuTUA, Ha3blBaeMblll 4acTo npomopdoreHe3omM, BecbMa
ecBOEOOpa3eH kKak B 4YUCTO OpManbHOM OTHOLWIEHUWU, TakK U MO TeEM
mMaTepuanbHblM cybcTpaTtaM, Ha KOTOpbIX OH pasbirpeiBaetcd. C dop-
ManbHOW CTOPOHbI CBOeoOpasue 3aknw4vaeTcs B TOM, YTO MopdoreHes
ANUEKNEeTKN MoXeT OblTb MOYTU McYepnbiBalOWE OMUCAH Kak psag no-
enegoBaTenibHbIX MOHWMXEHUW nopsaaka cummeTpun. [JencTBuTensHo,
0O Hayana cBOero pocta oouut He obnagaeT onpegeneHHoOW nongap-
HOCTbIO M MOXEeT paccMaTpuBaTbCA KakK «CTaTUCTUYECKUN wWap» (s
TOM CMbicfe, YTO HanpaBfieHUs ero nocneaywuwen nonspuv3aymum pas-
HOBEpPOSATHbI). Ha aTom 3Tane, cnefoBaTesnibHO, €r0 CUMMETPUS MOXeT
Bblpa)aTbCs CMMBONOM 00/00-m. 3aTeM B XOA4e pocTa U OCOOEHHO Cco-
3peBaHMa oouuTa NPOMCXOAUT YCTOMYMBOE BblAENEeHWE MNOMNSIPHOW Ocw,
T. e. nepexod K cummeTpum oo-T. Bcnea 3a aTuM, 4acTo B MOMEHT
EWOM/IOAOTBOPEHNA UMM aKTUBAUMKN SNUEKNETKU, BblAENAeTcs MNNOCKOCTb
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3epkanbHOW CUMMETpPUU, COOTBETCTBYKLWAs carnTrTanbHOW MNIOCKOCTYU
Oyaywero opraHmama; NOBOpPOTHadA CMMMeETpPUA Npu 3TOM yTpaumBaeT-
cs M obWwuii NopsgoK CUMMETpUM NoHuxaeTcsas Ao 1em. Bce atm aTa-
nbl AUCCUMMeETpU3aLnn CBA3aHbl, Kak NpaBuno, C U3MEHEHUAMU BHYT-
pPEeHHEeNn CTPYKTypbl, @ He POpMbl paHHEro 3apofbilia; No3ToOMy MX crie-
AyeT OTHEeCTM K KaTeropum LBETOCMMMETPUMHBbIX. MIHTepecHo, 4TO noc-
negHee npaBunbHO M B OyKkBanbHOM CMbICMe, Tak Kak nonspusauus
M carutranusauusa psga SnuUekneToK COoMpoBOXAalTcs nepepacnpe-
[erneHneM okpaleHHbIX KOMMNOHEHTOB OOMa3Mbl.

OHaHTMOMOpdHaA AuccumMeTpusauus, NpuBoasLlasi, Kak Mbl YyXe
3Haem, Kk noTepe MNOCKOCTU CUMMMETPUMU, MPOSABMAAETCA Ha MaKpOypoOB-
He y OonblIMHCTBA 3apojblllell TakXe AOCTaTOYHO paHo. Hepepnko oHa
BblpaxxaeTcqd B AUCCUMMETPUYHOM pacnonoxeHun 6GrnacTomepoB U Ha-
cTynaeT ewe [0 NOTepuM MNOBOPOTHOM cummeTpum (cMm. puc. 2, A\, J12).
Bonbliel xe 4YacTblo 3HAHTUOMOpPM3aLUA BbISBNSIETCS YX€ MNocne Bbl-
OerneHns carnTtanbHOW NMOCKOCTM W, Takum 0Opasom, NMOHWXAET CUM-
MeTpuilo 3apofbiwa Ao nopsgka 1. CnepgyeT pasnuyatb crnydYalHy
(cTaTMCTUYECKYD) M 3aKOHOMEPHYI (MOCTOSAHHYK) 3HaHTMOMOpdusa-
umto. MNpun nepson nesble M NpaBble KOMUW HEKOTOPOW MOPAOCTPYKTY-
pbl BO3HWKAKT ClyvyalHO M MPUMEpPHO B paBHOM KONMYECTBE B npepfe-
nax opraHmsamMa wnu nonynauuu; 370 ocobeHHO XxapakTepHo Ans nu-
CTOpacnonoXxeHuss y pacteHuin. Bo BTopom cnyyae, xapakTepHOM Ans
3apoablluelnt XKMBOTHbIX, YMCNO KOMUA OAHOro Tuna pes3ko npeobnapa-
€T Hap 3epKanbHbIMW BapuaHTamu.

3akoHoOMepHasa Mopdonormyeckass SHaHTUOMopdu3auma oTnumyaeT-
Cca OT BCeX APYrMxX NpoLeccoB MNOHMXEeHWs nopsgka OGuonornvyeckon
CUMMETPUM TeM, YTO [OJIKHA OCHOBbLIBAaTbCA Ha TreHeTu4ecku peTep-
MWHWPOBAHHOM 3JHaHTMOMOpPMU3IME MOMEKYNApPHbIX UM CyOGMUKPOCKO-
NMYEeCKNXx CTPYKTyp. HekoTopbie npeAnonoXeHus O Takux CTPYyKTypax
yXe BbiCkasblBanucb B rn. 2. OgHako Kak npupoda MOIEKYnApHOro
3HaHTMOMOpdM3mMa 3apofblllen, Tak U yCnoBusa ero nepexoga Ha Mak-
pOypOBEHb MNPOAOIIXKAKT OCTaBaTbCsAd OAHOW W3 HauUMeEHee W3YYEeHHbIX
n TpygHenwux npobnem Guonormyeckoro mopdoreHesa. MoOXHO Tonb-
KO 3aMeTuTb, 4YTO ¢opmManbHO TakoW nepexon sABAAETCA TUNUYHON
aMepreHumen u, No-BMAUMOMY, MOXeET npoTekaTb MNuUWb TOorga, Koraa
npeabiaywas, 6onee cummeTpuMyHas MakpoopraHu3auusa noTepsina yc-
TONYMBOCTb.

MaTtepuanbHbiM cybcTpaToM onucaHHbIX npeobpas3oBaHUN ABNSAKOT-
cA oonnasma W KOpTUKanbHbIM crov sAnuekneTok. Oonnas3ma BecbMa
reteporemHa n Hapsgy ¢ cybMMKpoCKONMYECKMMU CTPYKTypamu copep-
XWUT, Kak NpaBuiio, MHOFO 4acTul, BUOWMbIX Jaxe Mpu CpaBHUTENBHO
ManbiX ONTUYECKUX YBENUYEHUSAX: TPAHYNbl XenTka W NUIMeHTa, XWU-
poBble BKMHOYEHUS M Ap. B xooe cMMMeETpUIHBIX NepecTpoek MpoUCXo-
OST WX NepeMelleHusi, Ha3BaHHble oonna3MaTU4YecKoOW cerperayuen.
Oonna3smaTtunyeckas cerperauus nerko Habnwopgaema, ogHako cyas no
BCEMY, OHa $BMNAETCH NMUWb BHELWHWM OTpaxXeHWem HeBUOMMbIX nepe-
CTPOEK, MNpPOUCXOASAWNX MO MPeuMMyllecTBY B KOpPTUKANbHOM croe
aiuekneTkn. JTOT cCrnoW nNuwb B MNocrnegHue roAdbl CTaHOBUTCS [AO-
CTYNHbIM ANSA u3yyeHunsa [ 160, 161];
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Moa nNoHATMEM KOpTMKamnbHOro cnos (KopTekca) 4aule Bcero o6b-
eQWHAKT nnasMaTuyeckyto MeMOpaHy SAWLEeKNeTKM U nexawun nog
Hen (uHoraa ob6pasyllWwnn BOPCUHKM) CMON MUKPOUMAMEHT U MMUK-
poTpybouek obuwer TOonwuHon npumepHo 0,5 mkm. CuHTe3s wu cbopka
KOMMOHEHTOB KOPTUKaNbHOTO CIiOsi MPOWUCXOAAT B TEYEHUEe O0OoreHesa;
BeCbMa BaXHble MOMEHTbl AOCTPOWKM KOpTekca, B pe3ynbraTe Ko-
TOpbiX OH MpuobpeTaeT COKPAaTUMOCTb KaK MPW WCKYCCTBEHHbIX Han-
pesax [181], Tak, no-BMagnuMoOMy, U B HOpME, NMPOUCXOAAT MpU pas3pbl-
Be 3apojbllleBOro ny3bipbka, T. € B Hayane nepuoga CO3pEBaHUS.
Opyroi BaXHbIl MOMEHT ObICTPO/ MepecTpoOWKM KopTekca — 3TO MO-
MEHT ONMOAOTBOPEHUSA, UMW akTUBaUWUW AWLEKNETKN. Y MHOIMX TWUMNOB
SANLEeKNeTOK B 3TO BpeMs WcYe3alT BOPCUHKM W pajananbHoe pacno-

noxeHve MukpodunameHT CMeHsleTCa Ha TaHreHuumanbHoe (napan-
nenbHOE MOBEPXHOCTH).

Monapusaunsa anuekneTkn

B HekoTOpbix cny4yasix MNONSIPHOCTb OouMTa MOXeT ObiTb BbligBIE-
Ha elle B Havamne nepuoga ero pocta. Hanpumep, y HacekoMblX, XU-
MepoBbIX pbib, amgpubuin, Kypuubl yXXe B MONOAbIX, NUWb TONBKO Ha-
YyaBWMUX pacTu oouumTax S4pO 3aMeTHO CMeleHO K Oyayuwemy aHu-
ManbelloMy noncy. Xpomocombl oouutoB uyepss Allobophora calligi-
nosa yxe B npodase nepBoro AeneHus co3peBaHWs CUINbHO CABUHYTHI
K OOHOMY MNONnICy oouuTa, B JAaHHOM cnydae K BeretatupHomy. Y ps-
0a KALWEYHOMOJSIOCTHBIX U HEKOTOPbIX -KOCTUCTbIX pbi6 A4pO cmellaeT-
ca K nepudepunm ooumTa nNuwb B nocrnegHux ¢asax ooreHesa, Hesa-
[ONro 0o AeneHun cospeBaHus.

bonee oT4eTNMBLIM MNPOSIBIEHMEM oOOMNfa3MaTU4Yeckon cerperauumn
ABNAETCA KOHUEHTpauusa XenTka B BeretaTMBHOM mnofywapum snue-
KNeTkn, a Takxe nepemMmeweHna APYrnx oonnasmMaTtnyeckux BKIOYe-
HUA U pacTBOPEHHLIX B OOMfla3Me BeLWEeCcTB BAONb NOMSPHOW ocu siue-
kneTkn. OOHaKo yxXe AaBHO OblfI0O NMoKas3aHO, YTO MNONAPHOCTb CamMoWn
AALEKNeTKM KW pacnonoxeHuwe 6opo3n nocnepytouero gpobneHns He
n3MeHsieTcst (3a MCKMIYEHMEM OYEHb HEMHOrMX BWAOB), €cnv nyTem
LeHTpUdYyrnpoBaHns CMeCTUTb KOMMOHEHTbl oonnasambl M3 UX 06bly-
HblX MONOXeHWW. Bo3HuMkNa Mbicnb, 4YTO B sAUekneTkax umeetcs 6o-
nee yCTOWYUBLIA HOCUTENb MOMSPHOCTU, HEXENW BellecTBa OOMMa3sMbl.
MpakTuyeckn eguHCTBEHHOW TaKoW CTPYKTYponW MOXeT ObiTb KOpTU-
KanbHbIA crnoi. [onbiTaemMcs BbIACHUTb, HAa 4eM MOXeT ObiTb OCHOBa-
Ha nonapusauMa KOPTUKANBbHOIMO CMoA M Kak MOMNSApM30BaHHbIN KOp-
TEKC MOXET BNUATb Ha CTPYKTYypbl OOMNfasmbl.

EcTecTBeHHO, 4TO nonspu3auuld KOPTMKaNbHOro cnos HabnwaaTtb
ropasgo TpyaHee, 4yeMm camoin oonnasmbl. Onsa atoro TpebytwTca cne-
umManbHble MeTOoAbl WMCCNeAOoBaHUSA KMNEeTOYHbIX MemOpaH, KOTopble Ha-
Yyanu paspabaTtbiBaTbCsa Nuwb B nocrnegHue roabl. K HacTtoswemy
BPEMEHN HaWW 3HaAHMSA O MNONapuM3aunuM KOPTUKANBHOro Ccrnos eule
BecbMa dparmeHTapHbl. OgHO M3 Hauboree sIpKUX MPOSIBIIEHWN NoOns-
pusaunum KopTukanbHOro crnosi HabnipaeTcs B sLekneTkax MONMC-
KoB, obnagamwWwmnx NOASAPHEIMU fIONACTSAMMU.
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dopmunpoBaHne NONSAPHbIX NonacTe HayuMHaeTcAa B nepuos OGonb-
woro pocta oouutoB. lMpepnonaraetcs, 4TO OHW oOpa3ywTCa B Mec-
Tax KOHTakTa oouuta ¢ PONNUKYNSAPHbIMU KNneTkaMmu. Y OpHOXOHOrmMx
monntockoB Nassarius, Crepidula w Buccinum yxe KO BpeMeHU nep-
BOr0 [eNeHust co3peBaHWs MNoBepxHOoCTb byayuien nonactM pesko OT-
nuyaeTca OT OCTaflbHOMW MOBEPXHOCTM slLa M HOCWUT Ha3BaHWe BereTa-
TUBHOrO nonsipHoro natHa [162]. BereTtaTnBHOe NonsipHoe MNATHO MO-
KPbITO MHOFOYMCMNEHHBIMW CKMagkamMu WNM BbIPOCTAMU — MUKPOBUIN-
nAMU, WHOrga BeTBSAWMMMUCA. JTO nokasbiBaeT, 4YTo B obnacTtu Bere-
TaTUBHOrO MNATHA WMMeeTcss U3ObITOK nNnasmMaTuyeckon  MemOpaHsbl.
B oTnuume oT npoyel NOBEPXHOCTM sAWLeEKNeTkM MembpaHa BereTa-
TUBHOTO MHATHa He NOKpblTa pyTEeHWNOKpalluBaeMblM [NUKONPOTENA-
HbIM CrOEM, 4TO, BO3MOXHO, CBMAETeNnbCTByeT 06 WMHTEHCMBHOM CUHTE-
3e 34eCb HOBOW MeMOpaHbl.

Kpome TOro, B momsApHbIX nonacTtsax MonmntockoB Bithynia w Crepi-
dula obHapyxeHbl ocobble Be3uKynsapHble Tenbua, hopmupylwmnecs B
TeyeHMe ooreHesa Wn3 J3HAoMMasmMaTuyeckoro petukynyma [ 163].
MHorga B nonsipHbix nonactax Habnwpgaetca Oonblioe ckonneHue Mu-
ToXoHApui. OQHaKo MUTOXOHAPUMU, KaK U ApYyrue KOMMOHEHTbI oonmnas-
Mbl MonsipHow nonacTtu (pubocombl, XenTok), BpAa Nu UMerT mopdo-
reHeTu4yeckoe 3HaveHue. [1encTBUTENBHO, €cnvM WX OTOrHaTb W3 nona-
CTU C MNOMOLbI0 LEHTpUdyrMpoBaHusa, a NOToM nonacTb OTpe3aTb
6yayt HabnwpaTtbca Te Xe pedekTbl pa3Butua (OTCYTCTBUE LENOMMU-
Yyeckon Me3ogepMmbl), YTO W MNpPU OTPEe3aHMW HOpManbHOW fonacTw.
Opyroe peno Be3uKynsipHble TenbLa: €CnM UX CMECTUTb LEHTpPUyru-
poBaHMEM U3 fonacTu, TO yAaneHue nocrnefHen yxe He cKaXeTcs Ha
xoae passutusa [163]. CnepoBaTenbHO, MMEHHO BE3WUKYMSAPHbIE Tenb-
ua, a Takxke, BO3MOXHO, BHOBb CHMHTE3MpoBaHHas nnasmaTtunyeckas
membpaHa nonacTtei npuaawT nocnegHuM KX MopdoreHeTmyeckoe
3HayeHue.

Y anuekneTok APYrux BWOOB XWUBOTHbLIX CTPYKTYPHbl€ OCHOBbI KOP-
TUKaNbHOW MOMSPHOCTU CKPbITbl ele rny6xe B CyOMMKPOCKOMMUYCCKON
obnactu n BoisBNsATCA ¢ 6onbwum Tpyaom. PaboTel B aTonm obnactu
BeayTCst rpynnow ronnaHACKUX aBTOPOB Ha SAWLEKNEeTKe LWNnopLeBomn
narywkn. Mcnonb3yss mMetod 3amMopaxuBaHUsi-CKanbiBaHWs, MM yaa-
nocb nokasaTb, YTO B OMNMOAOTBOPEHHOW SIALEKNETKe LWNOPLEBON ns-
rYLWKu KMMeKTCs [OOCTOBEPHbIE aHUMalbHO-BeretaTUBHble pasnuuns B
KOHUEHTpauuum 4yacTuy pasMepoM OKOMO s HM, PacCMOSIOXEHHbIX MexXay
ABYMSA CroagMu nnasmaTumyeckon mMembpadbl [164]. PyHKUuMs 3TuX 4a-
CTUL ocTaeTcs HeumsBecTHOW. [Mo3xe metogom coTtooTbenuBaHna 6Gbinu
nokasaHbl 3Ha4yuMTenbHble aHWManbHO-BEreTaTuBHble pasnuunsa B naTe-
panbHOW MNOABWXHOCTM MeMOpaHHbIX NMUNMAO0B, MPUYEM 3TW pasnnyus
pe3ko BO3pacTalT nocrne OonfoAoTBOpPeHUs anuekneTkn. B Hen nunuabl
aHUManbHOro nofywapuss MoYTM MONTHOCTbI WMMMOOGWMNU3OBaHbI, a Yy
nMNnaoB BereTaTMBHOIO Nonywapusa MNOABMXKHOCTb MPMMEPHO Ha [ABa
nopsaaka Bbiwe [165].

Bokpyr anuekneTkn 3TOro e BuAa 3aperncTpupoBaHO 3drekTpuye-
ckoe none, CBUAETENbCTBYWLEE O MPEUMYLLECTBEHHOW KOHUEeHTpauuu
WOHHbIX KaHanoB B aHUMManbHOM, a HacoCOB — B BeretaTUBHOM MoO-

112



nywapumn [73, 74]. HesacHo ogHaKo, HaCKONbKO 3TWU AaHHble MOXHO
3KCcTpanonupoBaTb Ha AWLEKNeTKU APYruX BUAOOB.

Ha kakue CTpyKTypbl siiLeKkneTku U Kakum obpa3om nonsipusoBaH-
HblIi KOPTEKC MOXeT BO3JeNcTBOBaTb? YXXe roBOpWUNIOCb, YTO MONSpU-
30BaHHbIN KOPTEKC KakMM-TO 0OpasoM OpUEHTUPYEeT OBUXEHUS 4acTul
oonnasMmbl U onpepensiet, 6onee unu MeHee TOYHO, UX OKOHYATENbHYH
nokanusauuto. CywecTBeHHYO pofb B OoMNnasmMaTUYeCKOW cerperauuu
urpaet MuKpodunameHTapHbln cnow kopTekca. Hanpumep, HekoTopble
aTanbl cerperaumn B KPYMHbIX ANLekneTkax Tpybo4yHMKa c ABYyMs npo-
TUBOMONIOXHBIMMU MNOMAPHLIMW NNa3mMmamMu OBNoKMpyTCsa uUUTOXanasu-
HoM [166]. OnpegeneHHble KOMMOHEHTbI OONMasMbl y acumgun (Tak
Ha3blBaeMasi Muonnasma, 3a cYeT KOTopoun copmumpyeTcs myckynaTypa
XBOCTa U Me3eHXMMma) HenocpeACTBEHHO CBS3aHbl C AKTMHOM KOpPTeK-
ca [167]. WHTepecHO Takxe, 4YTO oOonnasmaTtmyeckas cerperauus y
acuumauinm 3aBuCUT OT rpagmeHToB cBobogHoro Ca”? B anuekneTke: ec-
nv annnuuuMpoBaTb K OOHOMY Kpat sAnuekneTku cybctpaT, coaepxa-
WMA KanbuMeBbll MOHOMOP, TO MMEHHO C 3TOro Kpasd OyaeT BO3HMKATb
TaKk Has3blBaeMbli OpaHXeBbl oonna3MaTu4YeCcKui cepn, M3 KOTOPOro
BnocrneacTeum dopmupyetca Martepuan xopabl [168]. OTM paHHble
noATBepPXAalT, 4YTO MNONAPHOCTb KOpTekca B HOpManbHOM pa3BUTUM
MOXeT OblTb OCHOBaHa Ha acCMMMETPUYHOM  pacnpefeneHun MNOHHbIX
KaHanoB, cos3gawlwux noaobHble rpaaueHTbl; WMOHbI B CBOKW o4vepenb
MOTYT BAUATb Ha PYHKLUIO MUKPOUNAMEHT.

Onsa nocnepywwero 3atana MopdoreHesa apobneHuss ocobeHHO
BaXHO B3auMMOOENCTBME KOpTeKca C BepeTeHaMu deneHuin co3peBaHus
n gpobneHns M C KNETOYHbIM SAPOM  3UrOTbl. OTW B3aMMOOENCTBUS
oboloaHble: C O4HOW CTOPOHbI, UMEHHO BepeTeHa [AeNeHun co3peBaHUs
(ToyHee, kKak MOKa3aHO Ha dAuWLeKkneTkax MONMCKOB, BEpeTeHO BTOPO-
ro peneHus cospeBaHuss [169]) onpegenswT mecto Gyayuwiero aHu-
ManbHOro nontwca, T. € MNONAPU3YIT KOPTEKC; C ApYyrom — nonspu-
30BaHHbIN KOPTEKC SBHO BNMSieT Ha MNONOXEHWe W opueHTauuio Bepe-
TEH W agep AeneHuni gpobneHus. 3To cka3biBaeTcs, Hanpumep, B TOM,
YTO A4PO WM BEpPeTeHO MNepBOro AeneHuss ApobrneHuss y MHOrux swnue-
KNeToK CTpeMATCA pacnonoXuTbCs Onuxe K aHMManbHOMY MOMKCY
ANLEKNeTKn, Npuyem 3TO pacnofnoxeHme BOCCTaHaBNMBaeTCcs Mocne
ueHTpudyrnpoaHma ObicTpee, YemM BO3BpaWalTCss B CBOU OObIYHbIE
NOJNTOXXEHMA 4YacTuubl cmelleHHon oonnas3mbl [170]. Takaa TeHaeHuus
coxpaHanacb M NpvM NOJaBMEHUU KMNETOYHbIX AeneHun apobrneHus.

[MonapHasa nonacTb TakXe BNUSAET Ha NONOXeHue aaep 3UroTbl U
TEM caMblM Ha pasmepbl aHMManbHbiX GnactomepoB. Y Crepidula pe-
neHve 6nactomepa D, copepxawero nongpHykw nonacTtb, NpUBOAUT K
o6pa3oBaHUO MeHbLUEro aHuManbHoro 6nacrtomepa (k/), Hexenu pe-
neHwe napTHepoB 6nactomepa D, He ob6nagawwmx nNONApHOW no-
nacTtbto. [pu yganeHun nonactu pasmepbl BCeX aHMManbHbIX GnacTo-
MepoB ypaBHuBatwTcHA. [lockonbKy aHumanbHble GnacTtomepbl MaKcu-
MarnbHO ydareHbl OT MOMSAPHOW NonacTW, Ha MNONOXeHWe agep BnuseT
BECb KOpPTMKaNbHbIN CroOW Alua, a He TOMbKO OGnuxanwue ero yyacT-
ku. Mpun 3TomM KOpTEKC NonsApHOW nonacTu kKak Obl oTTankueaeT oOT
cebsa agpa [170].
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MexaHn3Mbl BMUAHUA KOpTeKca Ha f4pa W BepeTeHa MoYTU He u3-
yyeHbl. M3BECTHO nuwb, 4TO MUrpauusa sgep noa aHuManbHbIA KOPp-
TEKC B sANUax MHoroweTuHkoBoro 4epBsa Chaetopterus nopaBnsetcs
KONMXMUMHOM W, crnegoBaTenbHO, 3aBUCUT OT MukpoTpybouek. B apo-
b6awmxca anuax paka Artemia sagpa mMoryT ObiTb COBMHYTbI OT LEHTpa
K nepucepum sanua noa OEeNCTBUMEM UUKIOrekcumupa — wuHrubutopa
cuHTesa benka [170].

MoXHO gymaTb, YTO BO MHOIMMX Tunax SNUEKNeTOK WMMEHHO onpe-
AeNneHHoe NONOXEeHUe KNeTOYHOro sapa 3uroTbl U BepeTeHa nepBoro
penexHns apobneHuns — efBa N He eAWHCTBEHHaa  «UHMOpMauunsa»,
nepegatwuiasca oT NOMAPU3OBAHHOrO KOpTeKkca Ha nocneaywouimve cTa-
aun passutua. JencTtButenbHo, B aAnlekneTkax ackapuabl [171], rpeb-
HeBMKOB [172] w ruapakTuHum [173] uCKycCTBEHHOe cMmelleHue sapa
3UroTbl UNM BepeTeHa MepBOro geneHnsa ApobrneHuMs He uckaxano Xop
apobrneHns n Bcero nocnegywouwero pas3BuTUs, XOTH, €CTECTBEHHO, Opu-
eHTauua ocen p[pobneHna OTHOCUTENbHO UCXOOHOW awuumanbilo-Bere-
TAaTUBHOW MONSAPHOCTM SANLEKNEeTKM npu 3TOM OTnmM4yanacb OT HOpManb-
HoW. OTO W 3acTaBnaeT 3akl4YuTb, YTO y AaHHbIX BMAOB C Monspusa-
uMenn KopTekca MOXeT He ObiTb CBA3aHO HMYero MopdoreHeTnyecku
BaXHOro cBepx (PaKTOpOB, OPWEHTUPYIOLWUX AApa U BepeTeHa.

Bnpouyem, 3TOT BbIBOA Hemnb3a cyuTaTb Bceobwwum. Tak, y Cnupa-
NN CcMmelleHne BepeTeHa MepBOro fAeneHnsa Apob6neHuss OTHOCUTESNbHO
NONSAPHOW oOCW NpMBOAMT K HeobpaTMMbIM aHoManusam panbHewnLwero
pasBuUTUA, XOTS XO4 cCamMoro ApobGneHuss npu 3TOM CYWeEeCTBEHHO U He
HapywaeTtcsa. TONbKO NOBOPOTLI BepeTeHa, He CBA3aHHble C ero Hakno-
HaMW OTHOCUTENbHO MNOMNAPHOMW Oocu (T. € B OAHOMW M TOW Xe WUpOoT-
HOM MNMAOCKOCTWU), He NpuUBOAAT K HapyweHuam passuTtua [170]. Cne-
poBaTenbHo, y Cnupanuii aHuManbHO-BeretaTuBHasi MOMSIPHOCTb KOP-
Tekca (NPMYEeM WMMEHHO W TOMbKO OHa, a He KakMe-nnbo WHble BO3-
MOXHble ero HeoAHOPOAHOCTM) OKa3blBaeT Kakoe-TO AOMONHUTENbHOE
BNIMSIHUE Ha pas3BUTME, He cBoAslieecs K YCTaHOBKe s4ep W BepeTeH.
B 3aknio4yeHne ynoMsHem ewe O ABYX BaXHblX OCOOEHHOCTSAX nons-
pusaumm KopTekca.

1. XoTqa, Kak oTMeyanocb, HepeAko nonapusauns KopTekca 4YeTko
cBA3aHa C NoOKanbHbIMW BHEWHUMKU akTopamu (TOYKOW npukpenne-
HWS oouMTa K CTEHKe roHajbl, MOJIOXEeHMEeM BepeTeHa [feneHus Cco-
3peBaHus u Ap.) W, Takum obGpasom, nogumHaeTcs npasuny I. Kwopwn,
M3BECTHbI WU Apyrue npumMmepbl: nonspusauus anuuekneTkn dgykyca Mo-
XeT MpoucxoauTb B COBEPLIEHHO OAHOPOAHOW B CMbIC/Ee OCBELEHHO-
CTWU, aspauuMm ”n ApYyrux npu3HakoB BHelwHen cpege [174]. Kak Mbl
yBMOMM NO3Xe, MHOFO aHanorMyHblX (PakToB WM3BECTHO B CBHA3W C ca-
rmTTanusaunen anuekneTkn. M3 HUX cregyeT, YTO K MOMEHTY nons-
pusauunm unu carntranu3auum AnuekneTkMn ucxogHoe 6Gonee cuMmeT-
pU4HOE COCTOSIHME KOpTeKkca CTaHOBUTCA HEYyCTOWYMBBLIM WAW NO Kpau-
Heln Mepe meTacTabunbubiMm.

2. CBOWCTBO ObITb NONAPM3OBaHHLIM W NOAAEPXUBATbL HOpPMarnbHble
nonspHele nponopuuyn obnacter sWLEKNeTKN OTHOCUTCA K KOpTeKcy
Kak K LenoMy M He CBH3aHO XEeCTKO C Kakum-nubo onpegeneHHbIM
ero yyacTkom. 370 criegyeT M3 Takux OnNbITOB.
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Mo kpanHen Mepe OT 3penblX HEOMNNOAOTBOPEHHBLIX (8 B HEKOTOPbIX
cny4yasix M OT ONNOAOTBOPEHHbIX) SAWLEKNeTOK MOXHO OTopBaTb 3Ha-
yuTenbHble (parMeHTbl aHUMarnbHOrO KOpTeKca M oonnasmbl, MPUYEM
HEe HapylaeTcs HM MOMSAPHOCTb, HM MPOMNOPLMUOHANBHOCTL ApPOONeHus.
Takue onbITbl CTaBUNMUCL Ha ALekneTKax ronoxabepHbiX MONIOCKOB,,
MHOTOLW ETUHKOBOTO 4YepBa Chaetopterus, MOpPCKMX €Xel, rae oTpbiBa-
nu dparmMeHT B 1,2 obbemMa fAnua, U faxe acuuguii, xapakTtepusyto-
WKuxca Haubonblewn «MO3auMyHOCTblO». Ha aAnuekneTkax NpyaOBUKOB
W MUOMA yoaBanocb MNONyYUTb HOpManbHOE pas3BUTME TakXe Mpu OT-
pbiBE 4acTu BereTaTMBHOrO MarTepuana snuda, XOTA OH coaepxan
CTPYKTYpbl TMnNa nonsApHbix nnasm (umt. no [175, c.ss]). C apyron
CTOPOHbI, ecnu yaanuTb [0 ONMOAOTBOPEHWUS aHUMalbHYK MOMOBUHY
anueknetkn Dentalium, TO npounsongetr CTPOro nponopuumoHanbHoe
yMeHblUeHMEe obObema NONSPHOW MnonacTu; HEKOTOPOE YyMeHbLUeHWe No-
nactm npou3onaeT M Npu TOW Xe onepaumu nocrne oOnNmIog0TBOPEHUSA
[176]. Bce aTM gaHHble FOBOPAT O TOM, YTO B NOMSAPU3OBAHHLIX fNLe-
KneTkax [0 Hayana ppobneHus BO3MOXHbl perynsiumm OpULLEBCKOrO
Tuna, CBA3aHHble C BOCCTAHOBMEHMEM MaclwTabHOW WHBapMaHTHOCTKU
6narogapa TOMy, 4UYTO OCTaBLUMECA B cocCTaBe sINLEKNeTKN YacTuubl
KOpTEeKca u oonnasmbl M3MEHAKT CBOK WMCXOAHY MOpP(OreHeTn4yeckyto
cyabby B COOTBETCTBUM C MOMOXEHMEM B HOBOM LIENIOM.

Ecnu crtaBuTb BOMPOC O MOAENUPOBaHUM npouecca nonsipusaummn
KOpTekca, TO MMEHHO [Ba OTMEYEHHbIX Bbille CBOWCTBa cnegyeTt no-
NOXUTb B OCHOBY MOAENU: nonapmsaumss [OJDKHA WHULUMPOBATLCS
CpaBHUTENbHO cnabbiM TONMYKOM uNU B npegene Boobuwie BO3HUKATH
M3 HEeyCTOMYMBOCTM M AOMXHA NpeactaBnATb cobonm aBToOKaTanuTuyec-
KWA pacnpoCcTpaHAWNUACA N0 KOPTEKCY Mpouecc, KOHTPONMupyembli
pasmepamu uenoro. MoXHO pgymaTb MNO3TOMY, 4YTO UCKOMasi MOAENb
O6bina 6bl popmanbHo 6nuskon k mogenm YC—KIMK (rn.3), xotsa, ko-
HEYHO, KNEeTKW LOSMXHbl OblTb 3aMeHEeHbl APYrMMWU CTPYKTYPHbIMU eau-
HMuamu. 3a nocrnegHMe eCcTeCTBEHHO MPUHATbH  YacTuubl KOpTeKca,
CBfA3aHHblE C WOHHbIMW KaHanamu W Hacocamu, a 3a aBToKaTanuTu-
YECKUI pacnpoCTpPaHAKLWNINCA NPOLECC, MHULUMPYEMbIA cnabbiM Tomn4-
KOM WM  HEYyCTOWYMBOCTbK, — pPOCT KOHUEHTpauuum 3TUX 4YacTuy B
Kkakon-nnb6o obnactu kopTekca. He wucknw4vyeHo, 4YTO U Ha 3TUX CTa-
OVSAX pasBUTUA CBA3b C LENbIM OCYLWECTBNAETCS MNyTeM YNpyrux Ha-
TSOKEHUN, nepepawwmxca yYepes MukpodunameHTapHbii cnon. O4veHb
nokasaTtenbHO, 4YTO HATSAXEHUS KOpTeKca HauyuHalT BbISIBNATLCA B
MOMEHT CO3peBaHUA SANLEKNETKU, T. €. UMEHHO B MOMEHT YCTOWYMBOW
nonsipusaunm kopTekca. lNogobHas mMopenb, onucbiBalowas aBToka-
TanUTUYECKY nonapu3auuto pacnpegeneHnsa MOHHbIX KaHanoe, pas-
BuTa B pabote [177].

NHTepecHble coobpaxeHnss O TOMOMOrMYecKUX NpuHUMNax MNonspu-
3auun anueknetok BbiaBuHynu E. B. lNpecHoB mn B. B. Wcaesa [177a].
M3BecTHO, 4TO noboe BEKTOPHOE MoJfie Ha TPEeXMEPHOW MOBEPXHOCTU
(v, B 4acTHOCTWM, Ha cdpepe) [OMKHO UMETb NO KpawHen mepe OAHYy,
a B obwem cnyyae HevyeTHOE 4YUCIO OCOObLIX TOYEK — paspbiBOB Non4d
(obuxoaHbIN NpumMep: MOKPbLITLIA BONOCaMW LIap Henb3a pacyecaTb,
He oOpas3oBaB «MaKylWKW», TOrda Kak TopoupanbHYld MNOBEPXHOCTb
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MOxHO). Cdepnyeckoe BEKTOPHOE Mnore AnuekneTkm moxeT ObiTb 06-
pasoBaHO, Hanpumep, MoreKkynamu KOPTUKANbHOrO akTWHa, MOCKOIb-
Ky uX nonumepusauus, Kak roBopunocb B . 2, ngeT BEKTOPU3OBaH-
Mo, OT OOQHOr0 KOHUa MONeKynbl K Apyromy. Takoe none JOMXHO UMETb
Kak MUHMUMYM OAHY TOYKY paspbiBa, KOTopad W cTaHeT NPeAnoNlIoXu-
TenbHO nomncom sanueknetkn. MoxHO npeactaBuTb cebe, 4TO B NO-
NApuU3ylWeMCcs KOopTekce npoucxoauTt «6nyxaaHue»  MHOMUX To4ek
paspbiBa nond, OAHa M3 KOTOPbIX BnocneacTsum crabunusupyeTtcs.
[JaHHbIN npouecc COOTBETCTBYET nepexoay OT HEeyCTOWYMBOW K YCTON-
YMBOW CTPYKType KOpTekca.

Carntranusaumsa anuekneTok

OHa npoTekaeT B pasHbiX rpynnax aul pasfnyHO U Ha pasHbiX
cTagusax pas3sutus. HaubGonee usyyeHbl B 3TOM OTHOLIEHUWU sINLLEKNET-
Kn am@pubuin. Y wnopueBon NArywku ewe B pacTywumx ooumtax 3a-
MeYeHbl acMMMeTPUYHblE OTHOCUTENbHO MOMSIPHOW OCKM HEepaBHOMEPHO-
CTU pacnpegeneHust xentka. OgHako CTONb paHHWE NPU3HaKW caruT-
Tanusauuun sIBNAKTCSA, NO-BUAMMOMY, HecTOoMkuMu. Bo Bcskom cnydae,
B HOpManbHOM pasBuTUM ML amcpubuin, kak 3To OblNo NokasaHo elle
B XIX B. Hbionoptom wun Py, carutranbHas nNnNocKocTb onpeaenseTcsd
MeCTOM BXOXOeHusi cnepmarto3ouga. Ha cTopoHe gnua, npoTmBono-
NOXHOW TOYKe NPOHUMKHOBEHMA cnepmarto3ouia, Bo3HukaeT ocobas 30-
Ha — cepbil cepn, M3 KOTOPOro pa3BMBaeTCA BMNOCNEACTBMM Jopcanb-
Haa ryba 6Gnactonopa (NepBUYHbIN OpraHnM3auMoHHbLIN uUeHTp). Obpa-
30BaHUE ceporo cepna u 3HameHyeT cobom yCcTOMYMBYK carmtranusa-
umio anuekneTtkn. [oaTomy cregyeT npexae BCEro paccMOTpeTb, YTO
npegcraesnset cobol 3Ta CTPYyKTypa M KakoB MexaHu3Mm ee dopMu-
poBaHu4.

CBoe HasBaHWe cepbii cepn MOMAy4Yun MNoTOMY, YTO OH NpeacTaBns-
et cobon 30HY, cBoGOAHYHO OT CyGKOPTUKANMbLHOrO MWIMEHTa, pacnono-
XEHHOro noJ MOBEPXHOCTbK OCTaNbHOW YacTM aHMManbHOro nonywa-
pua 1 nNpuparLWwero eMy 4YepHyw oOKpacky. 3Ta 30Ha BO3HMKaeT B pe-
3ynbTaTe OTTOKa MUIMEHTa K TOYKe BXOoXaeHus cnepmatosouga. Opf-
Hako OTTOK MUIMeHTa — [JaNeko He eAMHCTBEHHOE CMelleHue oonnas-
MaTU4YeCKMX KOMMOHEHTOB, COMpPOBOXAallee carntranusauuio. B aiue
xBocTaTton ampubun Discoglossus pictus B TeyeHne nepBbiX ABYX 4a-
COB Mocrne NpPOHWKHOBEHUSI CMepMaTO30MA0B MPOUCXOAAT WUHTEHCUBHbIE
nepeMeLLeHnst XenToYHbIX FpaHyn, rMUuKoreHa M LMTONna3MaTU4Yeckon
(BepoaTHO, pubocomanbHon) PHK. [178]. 3Tu nepemelweHns npueo-
OAT K TOMY, YTO Ha JopcalnbHOW CTOPOHE BO3HMKaeT 3HauyuTenbHo 60-
nee KpyToOW rpagueHT KOHUEeHTpauum Ha3BaHHbIX KOMMOHEHTOB, 4YeM
Ha BeHTpanbHOW. B yacTHOCTM, Ha gopcanbHOW CTOpoHe B obnactu ce-
poro cepna npuMmblkawlwee K KOpTeKkCy ckonneHue Haubornee kpyn-
HbIX XENTOYHbIX TFpaHyn (Tak Ha3biBaeMas «XkenTodyHas CTeHa») rpa-
HMYUT co CBOOOAHOW OT XenTka AopcanbHOW UMTOMnasmoun, coaepxa-
LWen MHOroYMCreHHble BE3WKyNbl 3HAOMMa3MaTU4ecKkoro peTukynyma
W, NO-BUAMMOMY, CUHTETMYECKM BecbMa akTuBHOW. [lpeanonaraetcs,
YTO BCe NepeMelleHus Bbi3BaHbl HanpaBlIEHHbIMW COKpalW,eHUsMu Kop-
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TUKanbHOTrO CfoOsA, a CaMu COKpaleHWs — BO34eiCTBMEM Ha KOpTeKc
NonNApHbIX Ny4yncrtocten ob6onx NMPOHYKNEeycoB, NPENMYLLECTBEHHO MYX-
CKOToO.

Yxe 6bonee cta net Tomy Ha3ag M. BopH oTkpbin, 4To obpasoBa-
HVe popcanbHbIX CTPYKTyp (6nactonopa) MOXHO Bbi3BaTb B HeOObIY-
HOM MecCTe MOBEPXHOCTW SAWLEeKNeTKU, noBopaynMBas ee BOKPYr ropu-
30HTanNbHOW OCKM BCKOpe Mnocre OnnoAoTBOPEHWUA U YAepXuBasd ee OKO-
no nonyyaca B NOBepHYTOM nonoxeHuu. B nosgHenwux pabortax
[179, 180] nokasaHo, 4TO Onactonop BO3HWKaAeT B TOM MecTe, rae
CTeKawlWwnn BHM3 Nocne noBOpoTa XenTok obpasyeT MpMNOBEPXHOCT-
HYH «XEeNnTOoYHyk cTeHy». [lpyn 9TOM ecnu noBopaymBaTb ANLEKIETKY
TOYKOW BXOXAEHWUA cnepmaTos3oupga BHM3, To 6GnacTtonop ob6pasyeTcs,
Kak »n B HOpMe, Ha Npe3ymMnTUBHOW JopcanbHOW cTopoHe (puc. 27,A),

A
xe

ad
TBE

Puc. 27. OonnasmaTtuyeckne daktopbl caruTranusauuum B anuekneTke amdpu-
6uin. MokasaHa CTpyKkTypa sWLeEeKNeTKM, NMOBEPHYTON BOKPYr rOpPM3OHTanbHOWN
ocu Ha 90° BHM3 (A) wnu BBepx (5) OTHOCUTENbHO TOYKU BHeApeHus
cnepmaTto3ouga (TBe):

6n — wmecTto ob6pasoBaHus 6GnacTonopa, AU — AopcanbHas uuTonnasma,
Xe — XxenTtoyHas cTeHka (no [179])
HO ecrnM NOBEepHYTb 3TOM TOYKOM BBepx, — Onactonop obpasyeTca Ha

npe3yMnTUBHON BEHTPanbHOW CTOPOHE, HECMOTPSA Ha TO, YTO Aopcanb-
Hasg uuTonnasma ocTaeTcs Ha MPOTUBOMOMOXHOW cTopoHe (puc. 27,5).
OTcloga cnepgyet, 4TO HM B uuMTOonnasme, HW B KOPTUKANbHOM Croe
cpa3y nocre OnnoAoTBOpeHMs He obpasyeTca kakux-nmbo Hesame-
HUMBIX cneuuduryecknx eTepMUHaHT [opcalnbHOW CTOPOHbI: NoKanu-
3auus nocnegHen onpegenseTcsd, CyaAd NO NPUBEAEHHbIM AaHHbIM, 06-
wen KoHdwurypaumenm xentka, Hecneunduyeckm BO3LENCTBYHOLLEro Ha
KOPTUKANbHbLIN CIOW SANLEKNETKN.

K uHTepecHbIM BbiBOAaM NPUXOAAT aBTOPbl UCCNefoBaHWa no Ae-
TepMUHauMn gopcoBeHTpanbHoOW nondpHocTn (ABTM) y 3apoabiwen ko-
ctucTtbix pbido [180a]. Mo wux gaHHbIM, «OBI nopaepxuBaeTcs acum-
METPUYHOW CTPYKTYPOW HaATAXEHWN, BO3HMKaKLWMUX CHayana Ha rpa-
Huue OGnactooepmbl C XENTOYHLIM MELIKOM, a MOo3Xe — Ha rpaHuue
pasgena Onactogepwmbl, nepubnacta M XKentovyHoro Mewka. Bnnotb
[0 Havana racTtpynsauum pgetepmuHauus OBl nabunbHa u cBA3aHa
He C pasnuuynmaMum B cocTaBe MaTepuana Onactogepwmbl, a c obuien
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nonapusaumen KNeTto4dHblX MNOTOKOB». OnucaHHble aBTopamu HaTsaxXe-
HUA B 6nactogncke KOCTUCTbIX pPbiG BMOMHE TFOMOMOrMYHbI TaKOBbIM,
NoABMAKLWMMCSA Yy 3apoabilleir am@pubuit na Gonee nos3gHUX cTaauax
N OPUEHTUPYLWWUM Y HUX ABWKEHUS racTpynaumm u  Henpynsuum
(cM. HUMXe). Y KOCTUCTbIX pbliG M3-3a (haKTUYECKOro BbiNafeHusi MHBa-
TMHALMOHHOW racTpynaunumM mopdoreHeTMyeckas ponb none HaTsaxe-
HUN NposBnsgeTcA Ha Gonee paHHUX CTaAUAX PasBUTUSA.

OuHaMu4yeckas cTpykTypa npomMopdoreHesa

MonbiTaemca Tenepb Ha OCHOBE BCEro CKa3aHHOro BblAenuTb rnas-
Hble YPOBHW MepeMeHHbIX MpomopdoreHesa W onucatb OTHOLIEHUA
MeXAy HUMMW, WUCMOonNb3ys YeTblpe Tuna CcMOpPMynUpPOBaHHbLIX B M. 1
MEXYPOBHEBbLIX OTHOWeEHM. [lMpexae Bcero — YTO Mbl NpUMEM 3a
AWHamMunyeckne nepemMeHHble npomopdoreHesa, T. e. 3a Haubonee Obl-
CTpble NepeMeHHble, B KOTOPbIX U MPOSABNAETCA ero peanbHbln MoOpdo-
reHeTuyecknn pesynbtat? Mbl nonaraem, 4TO K 3TOM KaTeropuu cne-
AyeT OTHeCTM nepeMelleHUss COCTaBHbIX YacTenW oonnasmbl, KopTekca,
MWUTOTMYECKMX BepeTeH W KNeToyHbiX  Agep. beictpoTta cmeweHun
oonnasMaTUYeCKUX BKIIOYEHUN, BEpeTeH W KIeTOYHbIX A4ep W3BecT-
Ha: OHW CMelalTcs KaK Mnod BAUSHMEM BHELWHWX CUM, TakK WU CNOH-
TaHHO na pacCTOsAHMA, CONnoCTaBMMble C pa3MepamMu Lenon anuekneT-
KW, 3a BpemMeHa nopsgka MWHYT wunu, camoe 6onbliee, HEMHOrMX Ae-
CATKOB MUHYT. [lepemelleHns 4vacTuy KopTekca uccrnepoBaHbl cnabee,
HO, CyAs Nno onbiTaMm anekTpodopesa WMOHHbLIX KaHanoB Ha aWuekneT-
kKax Oypbix Bogopocrnen [74] u nNo CBETOBOW WHAKTMBAUMW NUNUAOB
KOpTeKkca dnuekneTku wnopueBon narywkm [165], ckopoctm wmx na-
TepanbHbIX ABWXEHWN He MeHblue OOblYHbIX ANns MembpaHHbIX peuen-
TOPOB CKOPOCTENW, T. C. TOXE MOopAAKa MUKPOMETPOB B MUHYTY.

Bonee meaneHHble nepeMeHHble eCTeCTBEHHO pacnajgalTcs Ha fABa
YPOBHSHA, KOTOpble, Kak Mbl YBUAUM 13 AanbHenwero, roMOMOrnYHbl
ypoBHAM 06onee no3gHUMx aTanoB MopdoreHesa. BepxHuUin Mbl MOXeMm
Ha3BaTb YpPOBHEM MeANEeHHbIX BMOXMMWYECKMX MNepeMeHHbIX (B Aanb-
Henwem Mbl ero 6yaem HasbiBaTb ypoBHEM OMOXUMUYECKUX NepemMeH-
HbiX). Peyb maget o npoueccax CuHTEe3a, TPAaHCMOPTUPOBKM U OTMOXe-
HUA pasfnnMyHbliX  MOPMOreHeTUYeckn BaXHbIX (PaKTopoB B TeyeHue
ooreHe3a. M3 artoro obwupHOro kpyra npoueccoB Ans Hac Haubonee
BaXHbl Te, KOTOpble WMET OTHOWEHME K MNOCTPOEHUI0 KopTekca:
BCTpamMBaHWe B nnas3maTuyeckylo MembpaHy peuenTopoB, WMOHHbIX Ka-
HanoB M HacocoB, cuHTe3 u cbopka mukpodunameHT n ap. Cioga xe
cnepyeT OTHECTU W FOPMOH3aBUCUMble MpoLecchl, BeAylime K cospe-
BaHuto snueknetkn [181]. lMpoueccbl aTol kaTeropun, Kak M Boobuie
npoueccbl ooreHesa, MOryT MpoTekaTb OYeHb AONro — AEeCATKU OHEeW,
Mecsaubl M Aaxe roabl (Mnekonutawwue). lna HUX xapakTepHa Ma-
nasi cteneHb pernoHanbHOW cneuuduyHocTM, ecnu TakoBasd BoobLie
nmeercs.

Mo Bcem aTMm nokasaTenam faHHble npoueccebl 6ornee Bcero Noaxo-
AAT K ponu napametpoB. OOHako OHM AENCTBYKOT HE HENnocpeacTBEH-
HO Ha AWHaMW4YecKMe NepeMeHHble, a Ha MpouecCbl MPOMEXYTOYHOrO;
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YPOBHS, KOTOpble OCOOEHHO XxapaKkTepHbl Ana Guonormyeckoro mMopdo-
reHesa. Peub uget o npoueccax ycTaHOBMEHWS JOCTAaTOYHO OBLIMPHBLIX
W NNaBHbIX (3@ WCKIIOYEHMEM HEKOTOpbIX O0COObIX TOYEK) HeogHopoa-
HocTen, ona kotopbix PO (cMm. c. 47) nmeeT nopagoK MUKPOHbI —pe-
CATKM MUKPOH. Ha paccmaTpuBaemom OTpe3ke pas3BUTUSA cloga OTHO-
cUTCA nonspu3auuda, a 3aTeM M carmTranusauumsa KopTekca. XapakTtep-
Hble BpemMeHa 3TUX MpPOLEeCcCOB ONpefensnTcd ANMUTENbHOCTbIO npebbl-
BaHUs KOpTekca B MNONSIPM3OBAHHOM, a 3aTeM B CarMTTarn3oBaHHOM
COCTOSIHUSIX. Mbl yXe 3HaeM, YTO KOpPTEKC MPUXOAUT B YCTOWYMBO MNO-
Nsipu3oBaHHOE COCTOsIHME, KaK NpaBuIilo, B MOMEHT CO3peBaHuUs, a B
carnTtannsoBaHHoe — B MOMEHT onnopgoTeBopeHus. Haubonee addek-
TUBHOE [encTBMe na [OUHAMWYECKMEe MNepeMeHHble KaK nonsapusoBaH-
HbI, TaK U caruTTanM3oBaHHbLIA KOPTEKC OKa3biBaeT B nepuon A0 nep-
BOro pJeneHvss apobrneHus (no OGonblwen 4YacTM HECKONbKO 4acoB OT
MOMeHTa co3peBaHua wunu onnogoTtBopeHuda). B nepuon paHHero apob-
neHna acuMmeTpus KopTeKkca Takxe nposaBndeTrcs (CM. HUXe), No 3a-
TEM MOCTENEHHO WuCYe3aeT, 3aMeHsICb APYrMMMWM MNPOCTPAHCTBEHHO Op-
raHM3ywuwumn dgakrtopamu.

Cmbicn 1 HeobxoAMMOCTb y4yeTa 3TOro ypoBHA OyayT SACHbI, ecnu
npoaHanuM3anpoBaTb B3aMMOOTHOLUEHUS BCEX TPEX YPOBHEW Ha NpoTa-
XeHun npomopdoreHesa. Obcyaum npexae BCEro UX YCTOWYMBOCTb-
HEYCTONYMBOCTb. [QMHaAMWYECKMEe nNepemMeHHble Ha MNpPOTSXKEHWU BCEro
npomopdoreHe3a xapakTepu3ywTcsa camum no cebe HeycTOMYMBBLIM NoO-
BeJeHueM, 4YTO criegyeT KakK M3 YUCTO MeXaHU4eckux coobpaxeHun
(nerkocTb M GbICTpOTa WX CMELEHUN BHEWHUMMU akTopamMu), Tak W,
4TO 0COBGEHHO BaXHO, M3 BbIWENPUBEAEHHbIX AAHHbIX O BO3MOXHOCTM
M3MEHEHU UX MopdoreHeTnyeckon cyabbbl. [encrtButenbHo, u3 dak-
TOB HOpPManbHOro pa3BUTUS SNLLEKNETOK nocne yaaneHus ux dparmMeH-
TOB crnegyeT BO3MOXHOCTb MepeonpeneneHns cyabbbl 4acTuy Kak Kop-
Tekca, Tak M oonnasmbl, a U3 aHanOrM4HbiX pe3ynbTaTOB OMNbITOB MO
CMelleHU0 BepeTeHa nepBOro geneHus gpobneHuna cnegyeTt, 4TO M Mo-
nocbl BepeTeHa He onpeaensitoT cneunmdpuruyHoOCTb TOro y4dyacTka qanue-
KNeTKku, B KOTOpbIN OHWM nonaayt. buoxmmuyeckne nepemeHHble, Ha-
npoTue, obrnagatT Ha BCEM MPOTSXKEHWM OOreHe3a BeCbMa YCTOWYM-
BbIM MOBEAEHMEM, HE MNOABEPXEHHbIM OLWYTUMbIM  BO3LENCTBUAM CO
CTOpPOHblI HU3WWUX ypoBHeW. PaccmoTpum Tenepb npoueccbl nonsipusa-
UMM 1 carutranmsauum kopTtekca B uenom. OKOHYaTENbHO MNONAPU3O-
BaHHbIA, KakK W OKOHYATENbHO CarnTTanM3OBaHHbIA KOPTEKC, YCTOWYM-
BO XPaHUT OOCTUTHYTYHO cTeneHb cummeTpuu. OpgHako B HavalnbHble
nepuoabl Ka)XAoro u3 nocrnegoBaTefbHblX CUMMETPUWHBIX MNepexonoB
KOPTEKC OYEeHb YYTOK K BO3AENCTBUIO AUHAMUYECKUX NepeMeHHbIX, KO-
TOpble U MHULUUMPYIOT €ro nepecTponiky (BepeTeHa co3peBaHuUA — Mo-
napusauunio KopTekca, MOTOKM oonnasmbl U XenTka — caruTranuaa-
Lu1I0); nHorga, Kak Mbl BUOENWU, KOPTEKC U He HyxAaeTca B OeNCTBUM
nokanbHbIX AUCCAM METpMU3aTopoB. OTO rOBOPUT O TOM, 4YTO B AaH-
Hble nepuoabl KOPTEKC B LENoM CylLlecTBEHHO meTtactabuneH wunu nps-
MO HeyCcTOW4YMB (3TO MOXET NPOSABMATbLCHA, HANpMMep, B BO3MOXHOCTU
npugaTb ManbiMuW BO3OAEWCTBUAMM pasHyl HanpaBleHHOCTb npoueccam
rpynnMpPOBKM MOHHBIX KaHanoB WMW KakUxX-To APYrMx MemOpaHHbIX
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yactuny). ONUTeNnbHOCTb «carnTTanbHON HeyCTOMYMBOCTU» onpegenuma
M3 SKCcnepMMeHTa W cocTaBnseT ANA AuuLekneTkn amdpubuin Bpemsa no-
paaka 0,5— 1 4 nocne onnoAOTBOPEHUA: B 3TOT CPOK MOXHO nepeon-
pefenuTb C MOMOLLbLIO MOBOPOTa MOMIOXEHWe [opcanbHbIX CTPYKTYP.
OnnTenbHOCTb «NOMSPHONW HEYCTOWYMBOCTU» B TOYHOCTM HEU3BECTHa,
HO OHa, BO3MOXHO, 3aHMMaeT KaKOW-TO COMOCTaBMMbIA MPOMEXYTOK
BpeMeHW nepen co3peBaHWEM U B TeYeHue ero.

K o06oMM HeycTOMYMBOCTAM KOPTEKC «MNOABOAUTCA» MeONEeHHbIMM
n3MeHeHusAMn Bnoxmmmnyecknx nepemeHHbix. NHbIMU croBamu, 3Tu He-
YCTOMYMBOCTM MNapamMeTpu3ylTCsa AaHHbIMW nepeMeHHbiMU. KOHKpeTHOo
37O AOSIXHO BbIpaxaTbCs B MOCTENEeHHOM co3fjaHuu, bnarogaps pabo-
Te 6MOXMMUNYECKMX NEepeMEHHbIX, YCroBUN ANA ObICTPOro nepemMelleHuns
YacTuL KopTekca C NOocrneAylolWwuM uX 3akpenneHunem B HOBOM MONO-
XeHun.

Tenepb Mbl MOXEM OKOHYaTeNbHO KnaccuduuupoBaTb MEXYPOBHE-
Bble OTHOWeHWsa B npomopdoreHese. OrpaHN4YnMMcCs aHanM3oM OTHOLIe-
HAW MPOMEXYTOYHOro WM HM3Wero ypoBHeW Kak 6Guomorunyeckm Hanbo-
nee uHTepecHbIMW. B nepuoabl yCTOWYMBOCTU YPOBHSA «KOPTEKC B Le-
foM» MeXAy HUM W YPOBHEM OMHAMMWYECKUX NepeMeHHbIX FrOCMOACTBY-
10T ApuLlWEBCKNE OTHOWeEHUA: cyabba yacTuy oonnasmbl, a Takxe sagep
N BepeTeH eCTb (PYHKUMSA OT WUX MONIOXEHWUS OTHOCUTENbHO MONSAPM30-
BAHHOro, a 3aTeM W caruTrann3oBanmHoOro koptekca. B nepuopbl xe
HeyCTOMYMBOCTM KOpPTeKca B LENoM MexAy HWMKM ycTaHaBnuBakTCH

ANUreHeTUYeCcKMe OTHOWEHNA — B3aumogencTeme OBYX paBHO HeycC-
TONYUBBIX npoueccos.
OnureHeTnyeckme OTHOWEHUS — CpaBHUTeNbHO pegkaa cutTyauud

B pPa3BMTUM, TakK KakK OHW HECOBMECTUMblI C YCTaHOBIIEHWEM WNU MOA-
AepXaHnem 4YeTKOW MNPOCTPAHCTBEHHOW oOpraHuv3auuMum U MOryT 3aBe-
CTM cUCTeMy K Henpepackasyemomy ucxogy. Ho Ha paHHOM 3Tane pas-
BUTUSA 3apodbllly Heyero TepATb: OH ewe He obnagaeT npocTpaHCT-
BEHHOW opraHusauven n emy «6e3pasnnyHo», Kakas WMEHHO Touka
KopTekca CTaHeT aHuMManbHbIM MONlCcoOM wunu ByaeT cOOTBETCTBOBaTb
carmtTranbHOMYy MepuauaHy W Kakume 4YacTuubl oonnasmbl 6yayt Tam1
HaxoauTbca. BmecTe ¢ Tem npocTpaHCTBEHHas opraHusauus AOoJXKHa
OblTb yCTaHOBNEHa BO3MOXHO ckopee. B aton cuTyauunm pgencreue
ANMreHeTU4YeCcKon CUCTEMBI, NO-BUAMMOMY, ONpaBAaHo.

[TpOMeEXyTOYHbIN YyPOBEHb «KOPTEKC B LerloM» — MepBbld N0 XoAay
pasBUTUS YypOBEHb — XpaHuTenb Makpomopcdonornn. Kak mbl nosxe
yBUAUM, MakpoMopdonorunyeckme pesynbraTbl, [OCTUTHYTbIe W 3a-
KpenrieHHble Ha 3TOM YpPOBHEe, CTaHYT HayalnbHbIMW YCIOBUAMU ANS
MYHKLUMOHMPOBAHNSA  aHamnoOrnyHbliX, MNO3Xe BO3HUKAKLWMNX YPOBHEN.

OPOBNEHWE W BIIACTYNAUUA

Mepuon apobGneHna JocTaTOYHO MOMHO ONMWUCbIBAeTCs B Kypcax amM6-
pUOMOrMK, U Mbl 34eCb HAaNOMHUM NULWb TO, YTO Heobxoaumo Ans Co3-
JaHUS KapTWUHbl ero AuHamuyeckol Mepvon Apob6neHus
NPpUHATO pas3gensatb Ha aea atana 11821 Mepsb  aTan, HasbiBaeMbIi
0O HEKOTOpPOW CTeneHuW YCMOBHO 3TanoM CUHXPOHHOro ApobneHus, xa-
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pakTepu3dyeTtcs 6onee unu MeHee CUHXPOHHbIMU OefeHusMKU Bcex Gna-
CTOMEpPOB WM OnMxanwmx MNOTOMKOB OAHOro Oractomepa, a Takxe,
4TO rnaBHoe, cneaywwWwWUMu dyHAaMeHTanbHbLIMU CBOWCTBaAMU: OTCYT-
CTBMEM 3aMeTHbIX MPU3HaAKOB aKTMBHOCTU FeHOMa camoro 3apojblilia
(cuHTesnpyemble Genkv TpaHCNUPYKTCS C MaTpul, 3amnaceHHbIX ele
B ooreHese) u otcytcTBuem Gi-asbl KNeTOYHOro uukna, sBnsowen-
cs Ha 0Oonee no3gHMX 3Tanax pas3BUMTMSA CaMoOW ANUMTENbHOW MO cpas-
HeHno ¢ apyrumum dasamu. Ha cnepgywouwem atane, Ha3biBaemMoM ne-
puoOOM aCUHXPOHHbIX OeneHun ApobneHusa, wunm GnacTynauum, 3Tu
NpuU3HaKMm 3aMeHSATCA Ha obpaTHble: HauyMHaeTCA TpaHCNAuus Ha re-
HOMe 3apoabila, B KNeToyHoM uukne nosasnsdetca Gi-asa.

Y pasnuyHbiX BUAOB OTHOCUTENbHAA MPOOOSIKUTENBHOCTb KaXgo-
ro nepuoga MOXeT ObliTb Pa3fIUYHOW: €CnM Y MOPCKUX €XeW CUHXPOH-
HbIMWU ABNAKTCA 4— ¢ NEpBbIX LWUKMNOB AENeHun, To y TaKkuxX [aneko
oTCTOAWMX APYr OT Apyra rpynn, Kak Kpyrnble 4YepBu U Mnekonuta-
loWmne, CUHXPOHHOCTb HapyllaeTcs yXe Nnocrie NepBoro geneHuss opoo-
neHusa. CoOTBETCTBEHHO paHO npobyxgaeTca W aKTUBHOCTb reHoma
3apogbiwa [183], T. e. nepexoa Kk cTaguum 6GnacTtynauum cBA3aH Mpex-
O€e BCEero ¢ pe3kon MepecTPOMKOM CTPYKTYpbl KIETOYHOro Luukna.

B cpaBHMTenbHOM acnekte ApobneHue MOXHO pas3fgenuTb Ha ge-
TEPMUHATUBHOE UM HepgeTepMuHaTuBHoe. Ecnn gpobneHue petepmuHa-
TUBHOE, TO MMEHHO B €ero xoge onpegensietcs MopdoreHeTndyeckas
cyobba OGnactomepoB; nNpu HeaeTEPMWHATUBHOM [pOONEeHMM OKOoH4Ya-
TenbHas cyabba kneTok onpegensieTcsa 3HaduTesnlbHO no3xe. Haubonee
XapakTepHble NpuMepbl LeTepMUHATUBHOro ApobrneHnsa — cnupanb-
Hoe pOpobGneHue MONMIOCKOB W KOMbYaTbiX 4epBel, OunaTepanbHoe
ApobrneHue KpyrnblXx 4YepBen M HeKoTopbiXx Apyrux rpynn. K dopmam
C HegeTepMMHATUBHbIM ApoGfeHnemM OTHOCATCS B OCHOBHOM BTOpPWUY-
HOpPOTblE —UTMOKOXWNE W MNO03BOHOYHblE. [locne 3Tux BCTYNMUTENbHbIX
3aMeyvyaHuih HayHeM pacCMOTpPeHMEe PpasfINYHbIX MNEPEMEHHbIX CUHXPOH-
HOoro gpobnexus. lNepuog 6GnacTtynauuM Mbl paccCMOTPUM MO3XKeE.

lMepeMeHHble, CBA3aHHbIE C KMNETOYHbIMU LUKNaMU AeneHun
apobneHus

B nepuog ppobneHuMa MOXHO  BblAENUWTb MO KpaWHen Mepe fABa
YPOBHS MEPEMEHHbIX, NPUYEM HUXHUWN U3 HUX XecTKo obycnosnusaeTt
BEPXHUN. HWXHWIA ypoBeHb npeAacTaBneH npoueccamu, nexawmmu B
OCHOBE KaXOO0ro u3 KMNeToYHbIX LUWKNOB nepuoda ApobneHus, a Bepx-
HUMN npeacTaBnsaeT cCoOOM HaKONWUTENb, WM «CYETUYUK» ITUX LMKNOB.
MHbIMKM cnoBamu, JaHHble YPOBHU CBA3aHbl Mexay cobown kak agBuxe-
HMEe MUHYTHOW KM 4acoBoW cTpenok wunu, no M. BOureny u I. WycTtepy
[ 184], kak uMkn u rMNepUmnKm.

PaccmoTpum cHavana nepeMeHHble, CBSA3aHHbIE C KIEeTOYHbIMMU
yuknamu. OOO3Ha4YMM uX Kak 7n-nepemeHHbie. pu 3TOM Mbl UCXO-
avum u3 tepmuHonorun T. A. Jetnadg, obo3HauuBwen Kak 7o Npoaon-
XUTENbHOCTb UWKNa NepBOro geneHms gpobneHus v nokasaBLlIEW, 4TO
3Ta ANWTENbHOCTb MOXET SABMSATbLCA MWMHBapUaHTHBIM CYETYMKOM Bpe-
MeHN cobbiTuA paHHero passutua [185]. MogyepkHem, 4Tto nog 7,-
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nepeMeHHbIMiU Mbl 6yaem MNOHMMAaTb HEe TOMbKO YUCTO BPEMEHHbIE, HO
TakXe W NPOCTPaHCTBEHHble MPOLECChl, pa3BopayMBalOWMecs B CBHA3U
C M-M pgeneHvem gpoobneHus.

Yem panbwe npoaBuralTCs uUCCNefoBaHUMs B [aHHOM Hamnpasne-
HUW, TeM SsICHee CTaHOBUTCHA CIlIOXHas, KOMMMeKcHas CTpyKTypa
I,-nepeMeHHbIX. YXe cernyac MOXHO cKasaTb, YTO B MX COCTaB BXO-
OVUT HECKONbKO OTHOCMTENbHO aBTOHOMHBIX LIUMKIIMYECKUX MPOLECCOB C
AOBONbHO ONMU3KUMM  XapakTepHbIMU BpemMeHamu. JTO UuKIu4yeckue
cobbITNS, pasbirpbiBallinecs B  KOpTUKanNbHOM croe pJpobsawenca
AWUeKneTkn, B ee uuTonnasme, UMUK peaynnukaumu ueHTpuonen, a
Takxe coObITMS, CBA3aHHblE HENOCPEeACTBEHHO C KMETOYHbIM HAOPOM:
pacnag u cbopka sigepHoW o060no4YkM, KOHAEHcauus-gekoHAeHcauns
XpoMocoM u apyrne. Mbl paccMOTpMM INUWb HEKOTOpble Npouecchl,
CBSAA3@aHHble MPEeUMYLLECTBEHHO C KOPTUKaNbHbBIM CrOEM.

B gpobswunxca anueknetkax am@pubunm 6binnm obHapyXeHbl nepuo-
OVYeckne M3MEHEHUs ONTUYECKUX M MEeXaHWYEeCKUX CBOWCTB MOBEPXHO-
CTW, npokaTbiBalLWMeCs BONMHAMW OT aHUMalNbHONO K BeretaTUBHOMY
noncy C 4acTOTOW, paBHOW 4YacTOTe HOpMalbHbIX AeneHun gpobne-
Husa [186]. Kaxpas Takass BOMHa COCTOUT B AENCTBUTENbHOCTU U3
OBYX: CHayana npokaTbiBaeTcs BonHa paccrnabneHus KopTekca, 3aTem
BOJIHA €ro COKpalleHUss U MNOBLILIEHUS XECTKOCTU. OTU [aHHble SPKO
OEMOHCTPUPYIOT MPOCTPAHCTBEHHYK pPa3BEpPHYTOCTb 7 N-NMEpPEMENHbIX,
MX CBSI3b C npoueccamu Tuna aBTOBOMH. Bckope 6bino o6GHapyxeHOo
[ 187, 188], 4TO onucaHHble npoueccbl MNpoTekawT Takke N B 6e3b-
AAepHbIX parmeHTax SWLEeKkneTok, NpuMYemM C YacToTon, OGnmu3kon wunu
Heckonbko ©Oonbwen HopmanbHoW. OTcioga cnegyetr MX OTHOCUTENb-
Has aBTOHOMHOCTb OT MPOLECCOB, MPOTeKalLWmnX B KMNEeTOYHbIX sapax.

[OaHHble 06 OTHOCMTENBbHO  He3aBUCUMMbLIX  LUTONMasmMaTu4ecKux
nepmvogax Obinnm nonyveHbl u B ApobawmuxcAa AnAuekneTkax MOPCKUX
exen. Tam oTmeyeHbl KonebaHusa KOHUeHTpauun Ccynb@ruapunbHbIX
rpynn uuMTtonnasmaTtuyeckmx OenkoB, coBnajawouwime ¢ putmMukon gpob-
neHvss (K Havyany KaX[oro [AeneHns KOoHueHTpauusa S//-rpynn noBbl-
wanacb); 3TM KonebGaHMs COXpaHsANM CBOK 4acToTy MNpu nogaBneHuu
nenenun agpa 3urotbl [188]. BmecTe ¢ Tem B AnuekneTkax MOPCKUX
exen oTmeyeHa onpejeneHHass HEe3aBUCUMMOCTb PUTMOB KOPTUKAMbHbIX
MU uutonnasmaTtmyeckux kornebaHui; nepBble CBA3aHbl, OMEBUAHO, C ne-
pecTpoOMKon cucTemMbl MUKpPOUNaAMeHT, BTOpble — MNPEUMYLLECTBEHHOE
nepectponkon mMukpoTpybouek [189]. lMonHoM cxembl perynauuu ne-
pYOAMYECKMX MNPOLECCOB, CBA3AHHbLIX C KMNETOYHbIMU UWKNaMu B ApPO-
bswencsa sanuekneTke, Moka 4To HeT. HesicHO, mMpumMeHuma nu B Ka-
KOW-TO Mepe K 7,-MepemMeHHblM cxema KonebaTenbHbIX MNPOLIECCOB,
npeanoxeHHasa CTtepHoMm (cM. rn. 2), wnu apyrue, e nogobHble.

Mepengem Tenepb K BOMPOCY O CYETe UMM HaKOMMeHUM nocneposa-
TenbHbIX AeneHunin. To, 4YTO TakoOW cyeT uMMeeT MecTo W onpegensier
BPEMEHHble pyb6exnm MHOTMX BaXHbiXx CcOObITUIA paHHEro pasBuUTuUS,
cnepyeT yxe M3 TOro, 4TO M MepecTpoika KNeToYHOro uukna npu ne-
pexoge Kk OGnacTynsuum, U HacTynreHue racTpynsaumm NpuypoyeHbl K
onpepeneHHblM Homepam pAeneHuin. Hanpumep, B siiuekneTkax LwWnop-
LEeBON NATYLW KW CUHXPOHHO UMM METaxpoHHO (aHMManbHO-BeraTaTuB-
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HOW BOMHOMW) MPOXOASAT NepBble 12 AENEHUN, a racTpynsaumm HavuHa-
etca Ha 14-m unu 15-m pgeneHun. MomeHT nepexopga k 6nactynauuu
CBsi3aH, NO-BUAUMOMY, C OAOCTUXEHWEM KPUTUYECKOro sAaepHo-nrasmMma-
TUYECKOro OTHOWEHUA B Kaxaom wu3 oGnactomepoB [ 182], HO MOMEHT
Hayana racTpynsuuMMm C HUM He CBsi3aH UM, BO3MOXHO, onpegensertcs
bonee HenocpeACTBEHHO YUCNOM npowepwunx peneHun (LUMKNOB pen-
nukaumm O HK).

Opyro cuyeTymk, CBSA3aHHbIN C uuknamu pennukauun OHK, o6-
HapyxeH B snuekneTkax acuumguii. OH onpepensieT Havano cuHTesa
aueTUNxXonunHacTepasbl, KOTOpoe HacTynaeT TOYHO MOCMe s -ro uukna
pennukauun O HK He3saBMCMMO OT TOro, MpowWwno NuM MNpu 3TOM TO Xe
camoe 4yucrno uyutotomuin. Oencteme Takmx OHK-pennukaTuBHbIX CcYeT-
YMKOB CBA3bIBAOT C npoueccamu gemetunuposaHma O HK B nocnepo-
BaTeNbHbIX aKTax pennukauuum, 4To MOXET MPUMBECTM K aKkTuBauUuUW re-
Homa [188].

B paHHeM pa3BuTUM M3BECTHbI, OAHAKO, COObITUSA, MPUYPOYEHHbIE
K onpegeneHHOMy BpeMeHW, HO HacTynawuwue B 3TO BpeMs U B OT-
cytctBue uuknos pennukauum OHK. OgHo n3 Takux cobbiTuihi — BbI-
OeNneHne MUKPOMEPOB Ha BeretaTMBHOM MONOCE ANLEKNTEeTKM MOPCKO-
ro exa, npoucxopsiuiee B HopMe Ha 4-m geneHun gpobneHusi, Ho Ha-
cTynawouee B 3TO Xe camMoe BpeMs U Npu NOMHOM UMM YacTUYHOM
nogaBneHun pgeneHuin. MNMokasaHo, 4To 3TO cobObITMe TpebyeT MpPOXOX-
AeHuna detolpex S//-uuMknos, T. € OHO OCHOBAHO Ha «c4yeTe» Cynbd-
TMAPUNBHBIX YacoB (XOTA He BCe aBTOPbl C 3TMM COrfMacHbl — CM.
[190] n Huxe).

OauH n3 camblx 3arago4vHbiX (PEHOMEHOB paHHero pasBuUTUs —
ractpynonofobHble NOTOKM MUIMeHTa W XenTka, Habnwgawwueca B
3penbiX, HO HeONnoOAOTBOPEHHbIX ANuekneTkax Rana pipiens TO4YHO B
TO Xe BpeMsl, B Kakoe Yy HUX AofxHa 6bina Obl HACTynMUTb HOpMarlb-
Has racTpynauua. 3TM OBUXEHMS  HacTynawT M 3akaHYuBakwTCa B
OOIKHOE BpeMsa faxe Mnpu yaaneHun sgapa anuekneTkn M obHapyxu-
BalOT onpeaeneHHoe CXOACTBO C HOPManbHbIMW  racTpynsuymMOHHbIMU
OBVMXXEHMAMU Ha 3MEeKTPOHHO-MUKpOcKonuyeckom ypoBHe [188]. Ecnu
3TM OBUXEHWs — He apTedakT pJereHepauum SAWLEKTETKU, TO OHMU
BHOBb YKa3biBalT Ha NMPUCYTCTBME aBTOHOMHOIO OT SAEpHbIX Npouec-
COB CYeT4yuKka BpEMEHM, NOoKanuM3oBaHHOro B UMTOMnasmMe WAN KOpPTU-
KanbHOM crnoe. OTU OBUXEHMUSA, TakuMm obpa3omM, HMKaAK He MOryT ObiTb
ceasaHbl ¢ OHK-pennukaTMBHbBIMW CcYETYMKaAMM, HO CBsi3aHbl 1M OHWU

C KOpTUKanbHbIMKU UnN S/7-c4eTYnKkaMnm — HEU3BECTHO.
PaccMoTpuMm Tenepb OOQHO U3 BaXHEWLUX NPOCTPAHCTBEHHbLIX COObI-
TUI, NpoTeKawliMX B KaXAOM LWKNe AeneHuid ApoGneHusa, — OopueH-

Taunw MUTOTUYECKUX BEPETEH.

MutoTnyeckue BepeTeHa N uUX B3aMMogencTemne
C KOpTUKalNbHbIM ClioeM

OpuveHTauma MUTOTUYECKUX BepeTeH AeneHun apobneHus — rnas-
Hbl, XOTS W He eAWHCTBEHHbIN akTop, onpeaenawWmnn B3auMHoe
pacrnonoxeHue 6GnactomepoB. NS MNOHUMaHUS MEXaHW3MOB OpUEHTa-
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UMM BaxHO TO OOCTOATENbLCTBO, YTO OKOHYATENbHOE pacrnonoXeHue-
BepeTeH OTHOCUTENbHO OCel fAnua WNu JaHHoro Grnactomepa ycTaHaB-
nuBaeTCcs He cpa3y: Ha cTaguum meTtadasbl OpuUeHTauuss BepeTeHa Mo-
XKeT OTKMOHATbLCSA OT OKOHYaTeNnbHOW Ha HECKONbKO OECHATKOB YrnoBbIX
rpagycoB (B AnuekneTtke ackapugbl — go 90°). OkoH4yaTenbHasa opwu-
eHTauMsa pocTturaetca K cragum aHadasbl nyTeM noBopoTa pacTtyuwe-
ro BepeTeHa, 4acTO CONPSAXEHHOro ¢ BO3BpaTHbIMU KavyaHuaMu. Bo Bcex
3TMX MNOBOPOTax pelwawlwylo pofb WUrpaklT MoMCbl BepeTeHa, Tou-
Hee — nonsipHble Ny4YMUcTOCTU (3Be3abl), 0Opa3oBaHHble MUKPOTPYOOU-
KamMu, OTXoAAWMMM OT LUeHTpuonen. YcTpaHeHMe XPOMOCOMHOro an-
napaTta He cka3blBaeTCHd Ha 3TUX npoueccax.

Yem onpegendeTcs OKOH4YaTernbHas YyCTaHOBKa BepeTeHa: KakuMu-
TO BMIOXEHHBIMW B HEro BHYTPEHHMMU akTopamu, B3anMoOOeNCTBUEM
C KOpTUKamnbHbIM Crnoem AaHHoro 6nactomepa unu, MoxeT ObiTb, OnNu-
CaHHbIMK BbIlWE «CYETYMKaMu» AeneHnn agpobneHna? YTto kacaeTtcs
nocnegHero ¢aktopa, TO NUWb OAWH MNPUMMeEp yKa3blBaeT Ha ero BO3-
MOXHYI pOfb B OpMEHTaLWW BepeTeH: oTAereHue MUKPOMEPOB y MOp-
CKOro €exa B pe3ynbTaTe CKITOHEHUS BepeTeH [aHHbIX AeneHun Apob-
neHus K BereTaTMBHOMY MOMOCY MMeHHO Ha 4-m 5//-umkne. OpgHako
nokasaHo [191], 4TO MUKpOMeEpbl BbIAENATCA B MEHbLUEM KONMUYeCcTBe
Unu He BbIAENSATCA BOBCce, ecnu Obina HapyweHa reoMmeTpus npegle-
CTBYWLNX [ENEeHWA U COOTBETCTBEHHO CTPYKTypa MexbnacToMepHbIX
KOHTakToB. PesynbTaTbl 3TOM paboTbl M GonbWMHCTBA ApPYyrux wuccne-
[OBaHW ykasbliBalT Ha TO, YTO pewawlwmm (akTopoM OpueHTauumu
BepeTeHa faeneHuss pgpobneHus paHHoro 6nactomepa sBRAsSeTca ero
dopma, onpepensemass B NepByw oOyepedb KOHTakTaMu C COCegHUMU
6nactomepamu. Takol BbIBOA COOTBETCTBYET KNaccuyeckum, chopmynu-
poBaHHbLIM elle Ha pybexe Hawero Beka npasunam gpobneHusa O. MepT-
Bura. Btopoe npasuno rnacut: «Ocb BepeTeHa 3aBuUCUT OT (POpMbl K
O pepeHUNPOBKM NPOTONMa3M 3TUYECKOro Tena Takum obpasom, 4To
oba nonwca BepeTeHa pacnofioXeHbl B HanpasrneHun Haumbonbluen
NPOTAXXEHHOCTN MpOoTONMnasmMmaTU4eCcKoW Macchbl».

OgHo un3 Haubonee SACHbIX 3KCMepMMeEHTanbHbiX MOATBEPXAEHUN
3TOro npasuna MNosflyYeHO CPaBHUTENbHO HEeAABHO Ha AWUeEeKneTkax MOoI-
niockos [170]. HopmanbHO B AByx nepBbiXx 6Gnactomepax Monncka
npyaoBMKa BepeTeHa pacnonaralTca napannenbHo Apyr Apyry u o6-
en KOHTaAaKTHOW 30He oboux GnactomepoB, T. € BOONb ANUHHOW OCKU
nocnegHux. O4HaKo ecnu MpPOTAXEHHOCTb KOHTAKTHOW 30Hbl MCKYCCT-
BEHHO yMeHblwaTb (genctemem TpuncuHa mnum O TA), To yem Oonble
¢dopma OnactomepoB npubnuxaetcsa Kk cdepuveckon, Tem Oonee Ba-
pnabenbHOW M He3aBUCMMOW ApYyr OT Apyra CTaHOBUTCA oOpueHTauus
oboux BepeTeH. Takoh pe3ynbTaT NO3BOMSET OTBEPrHyTb ANSA [aHHO-
ro crnyyasi Kak «BHYTpMBEpPETEHHble» akTopbl, TakK W CYETYUKU [ene-
HUIN B KayecTBe onpegenuTenen opueHTaunuum BepeTeH U noJyYepkuBa-
eT Beaywyw ponb ¢opmbl Grnactomepa (kKoTopas B CBOKW o4vepenb Of-
penensieTcsa KOHTakTaMu C coceaHUMKU GnacTomepamu).

MexaHu3Mmbl, nexawue B OCHOBE «OLLYyLleHUs» BepeTeHamu dop-
Mbl MOBEPXHOCTU Onactomepa, B TOYHOCTM HeusBecTHbl. OpHako wuc-
XO4S M3 BeAyllen ponu 3Be3[ U U3 NocTeneHHoro npuobpeteHns yanu-
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HAKLWMMCA BEpeTeHOM OKOHYaTeNlbHOW OpWeHTauuu, MOXHO JymaThb,
4TO yaNuVHSLWMECA BepeTeHa Kak Obl «OWynbiBAOT» KOPTEKC MUKPO-
Tpyboykamu 3Be3q, NMpUYEeM UMEHHO OT KOpPTEKCa UCXOQSAT CUrHanbl
ansa cbopkn unn pasbopkm mukpoTpybouexk.

B nosgHux ¢asax muTo3a, a UMeHHO B aHadase, HabnwopgatwTcsa 06-
paTHble BNUSHUSA BepeTeHa Ha KOPTEKC, OCyL ecTBAsLWMecs, BO3MOX-
HO, Yepes3 Te Xe 3Be3abl. ATU BNUSHUA onpefenstT ¢GOpMUpPOBaHME
cnegywouwen MexbnactomepHoi 6opo3gbl TOYHO B 3KBATOpUaAnbHOWN
nnockoctn BepeTeHa. Ecnu go ctagum aHadasbl CMecTUTb MexaHu4e-
CKMW BepeTeHo U3 ero HopmanbHOro nofnoXxeHusi, To 6opo3ga nponger
B HeobOblyHOM ansa cebss mecTe, HO CHOBa B 3KBATOpPManbHOW MNIOCKO-
cTun BepeteHa [170]. Takon adpdekT cBA3aH, NO-BUAUMOMY, C KaKUMMU-
TO BNUSHMAMW CO CTOPOHbLI 3BE3[] BepeTeHa Ha BCTpamBaHuWe YacTul
nnasmaTunyeckon membpaHbl. MexaHU3M 3TUX BNUSHUA B TOYHOCTM He-
N3BECTEH.

C ovHamukoln BepeTeH M opmMMpoBaHMEM MeXONacTOMEpHbIX KOH-
TaKTHbIX 30H TECHO CBs3aHbl W NpoLecchbl oonna3mMmaTu4yeckoln cerpera-
UMK, KOTOpble MPOAOSMXAKTCS Ha NepBbiXx AeneHusax ApobneHus, npu-
obpeTad, O6bITb MOXET, Ha 3TUX CcTaaMax Aaxe Oonbliee 3HAYEHUE, YeMm
B ooreHese. YNOMSIHEM fnuWb O ABYX NpuMMepax Takux MNpOLEeCcCOoB.
1. Y MHorux copm C geTepMUHATUBHbIM ApobneHvem Ha cTagum 2—
8 GnacTtomMepoB NPOUCXOAAT BereToaHMMmalbHble MNepeMeLlleHnss mare-
puanoB, onpegensawwmnx obpasoBaHMe anuKkanbHbIX CTPYKTYP JIUYUH-
Ku (Hanpumep, anuKanbHOrO XOXOJIKA PECHUYEK, MPUCYLLEero NMYnHkam
Tuna Tpoxodopbl, unu d¢otountoB rpebHesukoB). lMo-Bugumomy, aTu
MaTepuanbl nepemeLlianTcss B OCHOBHOM BAOMb MepUAMOHANbHbIX KOH-
TakTHbIX 30H [192]. 2. B gdnuekneTkax HEKOTOpPbIX BWOOB MOJITIOCKOB
C NONApPHbLIMW NfAasMamu nonagaHue MNOcCrnegHux B OOWH M3 OBYX nep-
BbiXx OnacTomMepoB onpegenseTcsas xapakKTepHbIM pocToM ©6opo3gbl +-ro
peneHus apobnenus, ornbawwelnn cHOPMMPOBAHHYI paHee MOMAPHYIO
nnasmy c kakon-nu6o ctopoHbl. Ecnu wuckycctBeHHo (nyTem cpaBnu-
BaHUs AWLEKNeTKu) 3acTtaBuTb O60po3dy pacceyb MNONSIPHYK nnasmy
nononam, TO KaxAabll U3 OBYX nepBbix 6GnactomepoB cdhopmupyeT Le-
Ny NUYUHKY.

BosBpawascb k mopdonorum apobneHusi, 3ameTum, YTO BbINOJHE-
Hue BTOporo npasuna [epTBura u 3anoxeHune mMexbnactomepHon 6o-
po3abl B 3KBaTOpUalnbHOW MIOCKOCTM KaXAoro nocriegylowero BepeTe-
Ha [AocCTaTo4Hbl AnNa cobnogeHus OCHOBHOW 3akOHOMepHOCTM papobne-
HUA GONbLWIKWHCTBA ANLEKNETOK, 32 MCKMHYEHUEM MHOTOXENTKOBbIX —
OpPTOroHanbHOCTM MOCNefOBaTENMbHbLIX BEPETEH, T. €. OpuMeHTauuu ABYX,
a B HEKOTOpbIX Cny4yasdx W Tpex nocnegoBaTeNbHbiX BepeTeH BO B3a-
UMHO MepneHauKYNsSpPHbIX MNMOCKOCTAX. [1eNCTBUTENbHO, Takash OpPMWEH-
Tauus HenocpeacTBEHHO BbiTekaeT M3 BToporo npasuna [eprtBura.
Ons aToro Hago Tonbko, 4YTOGbI HavyanbHOE OTHOLWEHWE ANIMHHOTO WU
KOPOTKOrO MOMEPEYHUKOB SANLEKNETKM unum brnactomepa He MpeBbllla-
no 2:1. B 6onee cnnwleHHbIXx 6nactoamckax B COOTBETCTBUM C Te-
MW Xe MnpaBunamMu onpenenieHHoe 4YWUCNo nocnefoBaTeNbHbIX BepeTeH
pacnonaraetca B OOHOW W TOW >Xe& MNIOCKOCTW, napannenbHON OMNMHHON
ocn BGnacrtogucka.
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OpTOroHanbHOCTb NPaKTUYECKN MOSHOCTbI OO6bACHSAET paguanbHbii
Tun gpobneHus. OgHako npu cnMpanbHOM M APYrMX BapuaHTax Apob6-
NeHns, OTHOCALWIMXCA K OeTepMWHaTUBHOMY TWUMY, BaXHYyl pPonb WUr-
paloT ele M B3aMMHble cMelweHns 6nactomepos, Kk pas3bopy KOTOpbIX
Mbl MEepexoanM.

[OBnxeHus GHaCTOMEDOB M TOMONOrM4Yeckne nNepecTponkn
npun netTepMnMHaTUBHOM ,up06neva|

OBuxeHna GnactomepoB MoOryTt ObiTb pasgeneHbl Ha aHadasHble U
uHTepdasHble. K aHadasHbIM ABUMXEHUSIM  OTHOCSATCA XapaKTepHble
B3aMMHble 3HAHTMOMOPdHbIE NOBOPOTHI OTAEMAKLWUXCA APYr OT Apyra
(Haxopswmxca Ha cTagum aHadasbl) 6nacTtomepoB cnupanbHO Apo6s-
WMXCA AWML MOINIIOCKOB. Y Tak HasblBaeMblX AeKCTpanbHbIX (NpaBo-
Bpawatwwmx) ¢opM B Xo4e 3TUX MOBOPOTOB OGnuxanmwun k Habnwopa-
Tento Grnactomep kaxaoW napbl NOBOpayMBaeTCA MO 4YacCOBOW CTpernke,
a JanbHWUA — MNPOTUB 4YacOBOW OTHOCWUTENbHO OCU, COEAUHSIKLIER 3TU
aBa 6nactomepa. Y cuHuCTpanbHbiX (neBoBpalwatowux) d¢opm nNoBo-
poTbl MAyT B obpaTHOM HanpaBneHWu (CM.CcTpenkun Ha pwuc. 2, Au J12).
MmeHHO B pesynbrtate 6GnacTtomepHbiXx NOBOPOTOB Apobsawmeca snue-
KNneTku, a 3aTeM u B3pocrble ocobu npuobpeTtatdT MopdONornyeckyto
nNpaBu3Hy uNu neBu3Hy. MonekynspHble OCHOBbl 9HAHTUOMOPMHbLIX NO-
BOPOTOB, MO-BUAMMOMY, Kak-TO CBA3aHbl C reHeTU4Yeckm OeTepMUHUPO-
BAHHOW CTPYKTYpPOW OTAENbHbIX MUKPOdMNamMeHTOB CyOKOPTUKANbLHOrO
cnost unu Bcero atoro cnos B uenom [170]. Bonpoc aTtoT, ogHako, Aa-
neK oT ACHOCTM.

MHTepdasHbie OBuXeHMs OGnacTtoMepoB MMeEKT WHYIO npupoay u
npuMBOAAT K nepeynakoBkam 6nactomepoB 06bIYHO B CTOPOHY BO3pa-
CTaHMaA uX CBA3HOCTW (KonuvecTBa  cocefein). Tak, nepsble YeTbipe
6nacTtomepa y €Ul HEKOTOPbIX BUAOB KPYrfblX YepBeW BHavane Mo-
ryt ObiTb pacnofioXeHbl NUHENHO, T-o6pasHO unu kpectoobpasHo, HO
3aTeM nytem uHTepdasHbiX ABUWXKEHWN o0O6pas3ylT NNoTHYyW pombuye-
CKYl YyMnakoBKy. MHTepecHO, 4TO y ackapwabl B xoAe AarnbHeunwwero
ApobrneHnss aHuManbHble GrnacTomepbl NEeBOM CTOPOHbI Tefna BHOBb 00-
pa3yiT pomb, a ux npaBble napTtHepbl — T-obpasHyw durypy. Ta-
KuM obpasom, n uutepdasvble OBUXEHUS B KakON-TO Mepe MNOoAYMHSA-
IOTCS SHAaHTUOMOPdHbIM hakTopaMm.

TeHpeHUNa uHTepdasHbIX ABMXKEHWUNA K CO3[4aHWI0 MMOTHbIX ymnako-
BOK He O3HayaeT, YTO OHW OCHOBaHbl Ha 4YUCTO MNACCMBHOM CTpemie-
HUXW CUCTEMbI K MEXaHW4YECKOMY paBHOBECUID, Kak npegnonaranu cTa-
pble aBTopbl [153]. O6 akKTUBHOCTM 3TUX OBUXEHWWA CBUAETENbCTBYIOT,
Hanpumep, WHTEHCMBHble UMTOMNasmMaTu4yeckme TeyeHnda B OGnactome-
pax ackapuabl npu nepexoge T-ob6pasHoW KOHMUrypauumm B pombuye-
ckyt. lMocne TpeTbero geneHns apobrneHns y Kpyrnblx yYepsen Habnio-
JaeTcs Apyroe uHTepdasHoe OBWXEHWe: OAUH N3 BeretaTuBHbIX Ona-
CTOMCpPOB, «pacTarnkuBasi» cOCeJHue, yCTaHaBNMBaAEeT KOHTAKTbl C Hau-
bonbwum konuyectBOM Apyrux 6GractomepoB, B TOM 4uCne W aHu-
ManbHbIX. Y Kpyrnoro uyepBsi Enopleus brevis aToT BeretaTuBHblA 6na-
CTOMep AaeT Hayano SHToAepMe.
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Y Cnupanuin aHanorMyHble npoueccbl MOXHO 0603HauMTb Kak «Ka-
TacTtpodbl cBA3HOCTM». OHM COCTOAT B TOM, 4YTO Ha ONpenesieHHoMn
cTtaguu pgpobrneHmsa oaAuH M3 NOTOMKOB Gnactomepa D (3aHumatruwero
uHorga HapaBHe ¢ 6rnactomepom B Haubonbwyto nnowagb BeretaTuB-
HON MOBEPXHOCTU ANLEKNeTKW) NpoaBUraeTcss CBOMM BHYTPEHHWUM KOH-
LOM WNKM >Xe MNOSHOCTbI0 MorpyxaeTcsa B nonoctb 6Gnactouens, ycTa-
HaBnNuBas KOHTaKTbl C aHUManbHbiMW BGnactomepamu (MUKpomepammu).
Y npypnosuka Tak BegeT cebs OOAUH M3 KPYMHbIX BeretatuBHbiX OGna-
CTOMEpOB, MAeHTMdULNPYEMbIA COrNacHoO CBOeMy nocregylwemy pas-
BuTuo kak 3D. Bo Bpems naysbl B ApobneHuu, Bo3HMKaKLWEeNn Ha cTa-
Aun 24 BGnacTomMepoB, OH YBeNMYMBaeT YWUCIO CBOMX COceael OT s A0
24 [193]. Tak xe BegeT cebs Ha ctagum 32 6GrnacToMepoB aHanorny-
Hbli ©nactomep y Monntwcka Patella. Y gpyrmx BuAoOB «KaTacTpodbl
CBA3HOCTM» MMeloT 6onee nokanbHbIA XapakTep W BbIPaxawTCs B yXO-
Ae C MOBEpXHOCTU Apobsuenca ANLEKNeTKM aHuManbHbix Grnactome-
poB, uaeHTUdUUMPpYyeMblX Kak MoToMku 6Gnactomepa 2d y Dentalium
My OBYCTBOpYaTbiX MonnckoB u 6nactomepa 4 d y Crepidula.

OpgHo M3 6nuxamwunx nocneacTBU «KatacTpodbl CBA3HOCTU» CO-
CTOMT B TOM, YTO yBEeNIMYMBLINA CBA3HOCTb Onactomep AenuTcs Heoa-
HOBPEMEHHO CO CBOMMW MapTHepamMu NO BereTaTMBHOMY KBapTeTy.
MHbIMKM crnoBamu, M3MEHSAIOTCA XapaKTepPUCTUKU €ero KneTOYHOro LMK-
na. lNpegnonaraeTcsi, 4TO MMEHHO 3TO onpegensetr 0cobeHHoCTW ero
panbHeWwen cyabbbl: NOTOMKM YBENUYMBLUMX CBA3HOCTb GrnacTtomepos
(6nactomep 4d, a uHorga u 2d) nonyyawT npeMmyLleCTBEHHOe pas-
BUTME N opmMupyT mesogepmanbHble (4d) n GONBWWHCTBO 3KTO-
agepmanbHbiX {2d) cTpykTyp. OTu xe 6nactomepbl pawT maTepuan
CMUHHOW CTOPOHbI 3apodbiwa. Takum obpasom, kaTacTpodbl CBSI3HO-
CTU ABNAKTCA OAHOBPEMEHHO AnddepPeHUMpPYLWUMN U GUCCUMMETPU-
3ylowumn npoueccamu. YBenumyeHne CBA3HOCTU MOXHO MpefoTBpaTuTb
uHkybaumenm paHHMX 3apogbiwen B cnabbix pacTBOpax XIOPUCTOro
nutua. B aTmx cnyyadx TOMOMOrMA KMETOYHbIX KOHTAKTOB CTaHOBMUTCSH
bonee BapuabenbHOW M OHWM oOCTalwTCA pafananbHO-CUMMETPUYHBIMU
[194]. CnepoBaTenbHO, NO KpawHen mepe y HekoTopblx Cnupanui yc-
TOoMYMBas AuccuMMeTpusaums BO3HWKaAeT WMeHHO Omnarogaps karvacT-
pode CBA3HOCTU, T. €. He paHblWwe 4YeM Ha cTagum 24—32 6GnacTto-
MEpOB.

Torga Kak y BWAOB C retepokBagpaHTHbIM ApobneHuem u nonsap-
HbIMW flonacTAMW 3apaHee npegonpegeneHo, kakouW u3 6Grnactomepos
yBENUYUT CBA3HOCTb (MM OydeT 6Gnactomep, copepxalwui NOMASAPHYHO
nonacTb), Y BMAOB C FOMOKBaApaHTHbLIM ApobrneHvem Takown npeponpe-
AENeHHOCTN, KaK oKasanocb, HeT: Npu ydaneHun OJHOro U3 ABYX Be-
retaTuBHblX 6nacTomepoB, KOHTaKTMpPylLWWUX Mexay cobow na Bere-
TaTMBHOM nontwce (1o 6nactomepbl B u D, HepasnuuMmbie y romo-
KBaapaHTHbIX dopm), Gonee yem B 90% crny4yaeB CBA3HOCTb yBeNnuyu-
BaeT ocTaBwwuiics Gnactomep  (04eBMAHO, 4TO ecnuM Obl MOTEHUUM K
yBENUYEHUI0 CBA3HOCTM ObiNu 3anoXeHbl TOMbKO B OAHOM M3 ABYX
KOHTaKkTupylowmx 6GnacrtomepoB, Npu yaaneHUU «BCENyl» OLHOro w3
HUX Takom mucxod Mor 6bl oxmpgatbca He 6onee yem B 50% cny4aes).
B HekoTOpbIX cryvyasx Takykt Xe pofib MOr BbIMOMHATbL Aaxe OAWH 13
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6nacTtomepoB, He KOHTakTupylowux mexagy cobom (A uwnu C) [193].
Kpome TOro, HabniogeHus HOpManbHOro pas3BUTUA sanuUekneTok Pa-
tella nokasanu, 4YTo BHYTpb BABMUralOTCA U MbiTAlOTCA YCTAHOBUTb KOH-
TakTbl C aHMMalbHbIMW MWKpPOMEpamu BCe 4YeTbipe MaKpoMepbl TpeTb-
ero kBapteta (3A—3D), HO B KOHLE KOHLOB WX BCEX «OTTECHSAET»
6nactomep 3D (To4yHee roBopsi TOT M3 KOHTAKTMPYKL WX Ha Bererta-
TMBHOM nontce 6ractomepoB, KOTOpbIM nNocTdakTym nonyyaeTt 370
HauMeHoBaHue).

Bce 310 nos3BonsieT 3aknw4uTb, YTO «KaTtacTpodbl CBA3HOCTU» —
cobblTuA Ans gaHHoro 6nactomepa B WM3BECTHOW Mepe crnydvanHbie W
BbIrMAAsLIME KaK MNoTepss YCTOMYMBOCTM MNpenblaylwero COCTOSHUSA
CUMMETPUYHON CBSI3HOCTU. BmecTe c Tem ycTaHaBnuBakwllwascsa noc-
ne «kaTacTpodbl CBA3HOCTM» TOMOMOrMsS LENOro BCeraa ogHa U Ta Xe.

OuHamunyeckasn CTPYKTypa nepuoaa CUHXPOHHOTO D,pO6ﬂeHMF|

MocTponM Ha OCHOBE M3MNOXEHHbIX AaHHbIX CXEMY MHOroOypOBHEBOW
CTPYKTYpPbl AaHHOro nepuopa pas3BuTudA. [M1OCKOMNbKYy reHoMm 3apojbilia
B 9TOT nepuon Gesgencresyer, Haumbonee BepXHWN YPOBEHb MOXHO
OTOXAECTBUTb C TOW TPYMNnon MEPEMEHHbIX, KOTOPYH Mbl 0603Ha4unu
KaK CYETYMK KNEeTOYHbIX AereHuin. QTOT YypOBEHb HENOCPEACTBEHHO MO-
poxpaaetca 6onee ObiCTpbIMM [ N-nepemMeHHbIMKU, KOTOpblEe, Crnefo-
BaTenbHO, 06pasylT HuXKenexawun ypoBeHb. [lockonbky cobbiTus,
onpepgensemble cYeTYMKom, no 6Gonblwen 4YacTu NPUYPOYEHbl, KaK Mbl
Bugenu, Kk s — 12-my, nHorga k 15-my genexHuto gpobneHus, xapakrep-
Hble BpeMeHa cyeTyuMka M [N-ypoBHSA pasnunyalTcsa NPUMEPHO Ha no-
pALOK.

[deicTBMe cuyeTyMKa Ha HuXxXenexawme 7,-NepeMeHHble MOXHO COo
3HAYMTENBbHONW YBEPEHHOCTbK OXapakTepusoBaTb Kak napameTpuye-
ckoe. O6 3TOM CBMOETENBLCTBYIT PE3KOCTb U3MEHEHUS CTPYKTYpbl Kne-
TOYHOrO UWKNa Ha onpederieHHOM HOMEpe OeNneHu’ U cam Xapaktep
npoLeccoB, CBSA3bIBAEMbIX CO CHETYMKOM, — Oyab TO KpuTMyeckas Be-
NMYMHa A4epHOo-UUTONNa3mMaTU4Yeckoro OTHOLWEHUS WX, OYEBUAHO,
CBsiI3aHHOe C 3TOoW BenuyuMHon 3HaveHue [K+]/[Na+] B uutonnasme
[195]. TMapameTpbl, BMOXEHHbIE B CYETYMK, MOXHO, NO KpanHen
Mepe B NepBoM nNpubnuxeHun, cuyutaTb MNPOCTPAHCTBEHHO OAHOPOA-
HbIMW.

C ppyronn ctopoHbl, 'n-nepemeHHble ewe He obpasywT cobon Hu3-
wero ypoBHsa. lMocnegHuit, T. €. YpOBEHb AMHAMWYECKUX MNEPEMEHHbIX,
anst nepuopa ApobneHus MmeeT cMbIC CBA3bIBATb C TEMU Xe MpPOLEC-
camu, 4To u Ana npomopdoreHesa: C OTHOCUTENbLHO ObICTPLIMK ABUXE-
HUSIMM MOJIIOCOB MMUTOTUYECKUX BEpeTeH, YacTul oonnasmbl B Xxode ee
npogonkarwluliencs cerperauum m yYactuy kopTekca npu cdopmupoBaHum
oyepeaHbiXx MexbrnacToMepHbIX KOHTAKTHbIX 30H. XapakTepHble Bpeme-
Ha OBWXEHWUW 3TUX CTPYKTYP CYLWECTBEHHO MeHblle BPEMEHW KNeTou-
Horo uukna. [lo oOTHOWeEHW K nocnegHen rpynne npoueccoB napa-
MeTpaMn SABMAAKTCA MPOCTPAHCTBEHHbIE KOMMOHEHTbl 7M-NepeMeunHsblXx,
onpepenswolwme opMy NOBEPXHOCTM Kaxporo genswerocsa 6Gnacrtome-
pa. OencTBuTENbHO, Mbl YyXe Buaenu, 4to dopma OGnactomepa, He
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BNUAA HENocpencTBEHHO Ha LUWHaMMWKy BepeTeHa, onpeaenseT ero yc-
TOWYMBYIO OpMEHTaLMI0O WK Xe [enaeT ee HeycTomduBow (B MCKycCT-
BEHHO OKpPYrNeHHbIX 6nactomepax).

CnepoBaTtencHo, ons nepuoja paHHero apobneHuss xapakTepHa no
MeHbLUE Mepe TpexypoBHeBas [AWHamMuyeckasl CTpPyKTypa, npuyem
KaxXabl N3 OBYX BEPXHUX YPOBHEWN NapamMeTpUYECKU BNUSET Ha HUXe-
nexawun. C opyron cTopoHbl, HabnwogawwTca U oT4eTnMBbie obpaTHble
BMUSAHNA: YPOBEHb CYeTYMKa [AeNneHun — 3TO, KaK yXe roBOpuUIoch,
rMNepuunkn, HEenocpeAcTBEHHO SABMNSALWUNACA CYMMOW 7,-NepeMEeEHHbIX,
a NpOCTPaHCTBEHHbIE KOMMOHEHTbI MocnegHux (pacnonoxeHue 6opo3n
oyepenHbIX gerneHun gpobneHns) 3aBUCAT OT AUHAMUYECKUX NEpPeMeH-
HbiIX (OBWXEHMN nontcoB BepeTeHa). [103TOMY MeXypOBHEBbI€ OTHO-
weHnsa B xode AapobneHusa O6nu3kum K anureHetmyeckum. Mexay «ue-
NbIM» U «3NeMeHTamMu» B 3TOM Nepuojde pas3BUTUA ele He BO3HMKNO
TOW acMMMeTpuMm OTHOLIEHMN, KOoTopas XxapakTepHa Aana 6Gonee no3a-
HMWX CTagui pas3BuUTUA.

OpaHako nepeyvucrieHHblin Habop ypOBHEW AOCTaTOYeH AnNdA onucaHus
NVWb HegeTepMWHATUBHOrO ApobneHns. BaxHo oTMeTUTb, YTO MMEHHO
B AWUeKkneTkax AaHHOro tuna B nepuop ApobrneHus oTcyTCTBYyeT CBSA-
3aHHas C uUenblM gpuweBckas cucTema, onpegenswouwas cyabby 6nac-
ToMepa kak (YHKUMIO OT ero nonoxeHus. [llogobHoe yTBepxaeHue
MOXEeT Bbl3BaTb HeAOYMeHWEe — BeAb Kak pa3 Ha HegeTepMUHATUBHbIX
anuekneTkax ObiNM nonyvyeHbl MNepBble AaHHble, Nerwmne B OCHOBY 3a-
koHa [Odpuvwa. Ho npm ux aHanuse HeobGXOOMMO y4uTbIBaTb, Ha Kakux
cTagusix pasBUMTUA peanbHO MpPOSBMASETCS [ApulleBcKas 3aBUCUMMOCTb
cyab6bl OoT uenoro. Ha siuekneTkax HeaeTepMUHATUMBHOrO Tuna Haw-
b6ornee ApKO OHa MPOSABMSAETCHA yXe€ MO OKOH4YaHuu apobneHus, npubnu-
3UTeNbHO C Hayana racTpynsuuu, Korga u onpegensietca cyabba oc-
HOBHbIX 3aknagok. [pyras, yXxe u3BecTHass Ham ¢asa LpULIEBCKOro
noBefeHus, npucylias npakTUYecKn BCEM sNLeEeKNneTkaM, OTHOCUTCS K
nepuogy [O Havyana ppobneHus; B 3TOT nepuon dnuekneTka, HECMOT-
psa Ha ypaneHune ee dparmMeHToB, cnocobHa BoccTaHaBnueaTb Apobne-
HMe no Tuny uenoro. OpgHako nocrne Hayana ppobneHus M3oNUpoBaH-
Hble OnacTomepbl yxe ApobATCA «no TUMY YacTu», OEMOHCTpUpysa yT-
paTy MCXOOHOW LEenoCTHOW opraHusauumum (CBA3aHHOW C KOPTUKANbHbIM
crnoem). B HekoTopbix cnyyasx ygaeTtcs TOYHO YCTaHOBUTb BpPEMSA 9TOW
yTpaTtbl: Ha AWLekneTkax MOPCKOro exa OHO coBnagaeT C MOMEHTOM
ynnowieHns ABYX nepBbix 6nactomepoB no nepson mexbnactomepHon
6opo3ge [191]. MoaTomy, Kak 3TO HM NapafoKcanbHO C TOYKMU 3pe-
HUSA Kraccu4yeckon ambpuonornu, MMEHHO SNUEeKNeTKn C HedeTepMuHa-
TUBHBIM TUNOM [pOGMNEeHNSa SABMSAITCA B W3BECTHOW CTEMNEHU MOo3aunuy-
HbIMMW.

C LOpyronm CTOpPOHbI, Kak pa3 B fAWLekneTkax [eTepMUHATUBHOTO
Tnna obHapyXeHbl BeCbMa CyLleCTBEHHble TOMOJIOrMYeckne nepecTpon-
K, oxBaTbiBawlmMe ecrnv He BC Apobdawylcs snuekneTky, TO Hau-
bonee BaxHble ee y3nbl M onpegenswwune cyabby GnactomepoB C BO3-
pocllieii CBSI3HOCTbIO (@ 4epe3d HUX — U cyabby psga KOHTaAKTUpYHo-
WMX ¢ HAMKU BnacTomepoB). 3T TOMONOrMYecKUe MNepecTponku cospa-
0T HOBBI YpPOBEHb, BO3HUKLWMWA NyTEM 3MepreHuun w3 noTepsBLIEro
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YCTOWYMBOCTb UCXOOHOrO pacnonoxeHus 6nactomepoB (noTeps yCTOW-
YMBOCTM MOXeT ObiTb yHKUMENW napamMeTpoOB Tuna cyeTyuka nJene-
Hui). lNMocne cBoero BO3HUKHOBEHWS 3TOT YpPOBEHb HauMHaeT OpULLIEB-
ckum obpa3oMm BNUATbL Ha cyabObl YBENWYMBLIMX CBA3HOCTb GrnacTtome-
poB. lMpuyem 06BLEKTOM APULLIEBCKUX BO3AENCTBUIA ABMAKTCA YyXe 3Ha-
KOMble Ham [n-nepemeHHble — Bedb NepeonpeaeneHue cyabbbl 6na-
cToMepa OCYLEeCTBNSAEeTCA 4Yepe3 U3MEHeHWe BpPEMEHW €ro KrneTo4yHOoro
umkna. BO3MOXHOCTb He yBenun4uBaTb YMCIO MEPEMEHHbIX MOAYEpPKM-
BaeT NMpaBWNbHOCTb WX Bblbopa. Takum o6pasom, HOBbIN YpPOBEHb, KO-
TOPbI Mbl Ha30BEM YPOBHEM MAaKpOTOMOMOrMu, pasmelwiaeTcda cornac-
HO cBOel (PYHKLMM N XapaKTepHbIM BpPeMeHaM MexXAy YPOBHAMM CcyeT-
ymka geneHun n ,-nepeMeHHbIX Bnunxe K nepeomy.

CTtporo roBops, 3apoAbllln YPOBHS MaKpPOTOMOMOrMM MMEKTCA U B
AafuekneTkax Cc HegeTepMuMHaTUMBHbIM ApobrneHuem. Bo-nepsbix, dopma
Kaxgoro B otaenbHoCcTM Bnactomepa onpefensietrcsa He TOMbKO UM ca-
MWUM, a U KOHTakTamu C cocegsamu, obpasywwmummn B MacwTtabax Bcen
ANLEKNeTKN HEKOTOpYK eduHyl ceTb. Bo-BTOpbIX, U B HegeTepMuHa-
TUBHbIX ANLEKNeTKax MMEeKTCH panoHbl CO cneunduruyeckon TOMoMnoru-
en 6nactomepoB. OOHaKo Takume CTPYKTYpbl BblpaXeHbl 3HAYUTENbHO
cnabee n ux ponb B onpegeneHun cyneb 6GnactomepoB HecpaBHEHHO
MeHblUe, YeM, Hanpumep, y Cnupanuin. MakpoTononornyeckmn ypoBeHb
CTAaHOBUTCHA 4Ype3BblYANHO MOLWHbLIM y 3apoAblllel NMO3BOHOYHbIX NULLb
Ha Gonee NoO3gHUX CTaAuUsIX Pa3BUTUSA.

3ameTum B 3akniyeHue, 4To ecnm Obl MakpOTOMONOrMYecKui ypo-
BEHb He BNMSAN Ha cyabbbl oTAenbHbIX OnacTomMepoB, Mbl MMenu 6bl
Aerno c OBYXYpOBHEBOW ronbTPEeTepoBCKON, a He OpULLIEBCKOW cucTe-
Mon. Heuto nogobHoe, BepoOsAITHO, MMeeT MecTo npu OGnactynsaumu 3a-
poabiwein ¢ HefeTepMUHATMBHbBIM TUMOM pa3BUTUHA, K PacCMOTPEHUID
KOTOPOW Mbl U MepexoaunM.

Bnactynauus

[aHHbIN MOpPpGOreHeTUYEeCKMn npouecc CcocTouT B POPMUPOBAHMMU
nepBMYyHOM nonoctu 3apoabiwa (6bnactouens) B pes3ynbTaTe nocTe-
NMEHHOro pacxXxoXOeHWs BHYTPEHHUX KOHUOB OnactomepoB. [Mpu Bcew
nNpocToTe AaHHOro Mopdonpouecca ero MexaHu3Mbl 0O KOHUa He fic-
Hbl. OnpepeneHHy ponb 30eCb UrpaeT, NO-BUAMMOMY, TEHOEHUUS aH-
TUKNMHaANbHO Jenswuxca 6nacTtoMepoB K COXpaHEHU u3ogunameTpu-
yeckon cdopMmbl. MOHATHO, 4YTO Takass opma He Morna 6bl CoOXpaHsATb-
cq, ecnu 6nactomepbl ocTaBanucb Obl CKpenmneHHbIMW B LEHTpe 3apo-
Ablla: Torga OHW mmenu 6bl POPMY Y3KUX KITUHLEB.

OpaHako cTporas cdepunyHOCTb TUMUYHBIX OnacTyn, a Takxe onpe-
AeneHHas MexaHu4deckass pacTsaHYTOCTb MX CTeHOK (ocobeHHO Ha cTa-
aun nosgHen 6nactynbl) CBUMAETENLCTBYKOT O TOM, 4TO dopma Ona-
CTynbl OCyLleCcTBASAETCA WM N0 KpanHen Mepe nopaepxumBaeTcs elle
M M3ObITOYHbIM rMApPOCTaTUYECKUM [aBneHuem B nonoctu 6Gnacrtoue-
na. N36biTouHOEe paBneHne MoxeT obecnedynmBaTbCA  OCMOTUYECKUMMU
MexaHnaMmamum u ObiTb CBA3aHHbIM C Bo3pactaHmem [Na+] B nomnoctu
6nactouens wu3-3a nepekauynBaHWs ITOr0 MOHa Yepe3 KIEeTKUM U3 Ha-
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pyxHon cpegbl. lNMockonbky npu atom pes3ko napgaet [K;] B 6nacTto
uene u ogHoBpeMeHHO Bo3pacTaeT [KA]/[Na+] B kneTkax CcTeHkn 6Gna-
ctouensa [196], BO3MOXHO, 4TO K nosgHen 6nacrtyne Ha obpaljeHHbIX K
6nacrtouento KNeTOYHbIX CTEHKax MOABMSAETCH 3HayuTenbHOEe KONMU4yecT-
Bo Na+, K+-macocoB, T. €. 4YTO 3TW KNEeTKM yxe npuobpeTatT xapak-
TEPHYIO ONSA 3NMTENUEB 3NeKTPUYEeCKyl MOonspHocTb. B Takom cnyvae
paboTalwwme B HUX MexaHW3Mbl MOryT cOOTBeTcTBOBaTb cxeme CTtep-
Ha (cMm. rn. 2). B atom cBA3M WMHTEpecHo, 4YTO 06beM 6GNacTounCTbl
MIeKonuMTawWmx NynbCMpyeT C TUNUYHBIM ANA Takoro MexaHusama ne-
pnoaom B Heckonbko MuHYT [KO. A. Jlabac, ycTH. coobui.].

3ameTuMm, 4TO B AWLEKNeTKax MOMMICKa MNpyaoOBUKA YXe Ha cTa-
aun aByx 6nactomepoB npoucxoauT nepekadka NaCl B nonocte Apob6-
NeHNs N COOTBETCTBEHHO ee OCMOTWYecKoe pasfayBaHuwe, BpeMs OT Bpe-
MeHV npepbiBaemoe BbiGpocaMu BOAbl HApyXy W cnageHnem nonoctu.

B 3zaknwounmtenbHbin nepuoad OGnacTtynAauumMm nNpouMcxoauT ewe OoOHO
BHElLLlHe Mano3ameTHOe, HO BaXxXHOoe npeBpalleHue, NHOTA4a HasbiBaemoe
anuTenusaumen. OHO COCTOUT B CrlaxuBaHWM CTeHKM OnacTouens,
BO3MOXHO, 3a CYeT yBenuMyeHWs NOBEpPXHOCTEN KOHTakTa Mexay 6oko-
BbIMW CTEHKaMW KNeToK. Takoe crrnaxwusaHue, a TakXe CONyTCTBYIO-
wee emy dopmupoBaHue cdpubpoHekTuHoBoro cnos [ 197] obecneduBa-
eT Ha OGonee no3gHUMX cTagusax pasBuTua yaobHbli cybecTpat ans Mu-
rpauMu BBOpaYMBaOLWMXCA KINETOK CTEHKW ractpouens.

B HekoTOpbix cnyyasix, Hanpumep y 6nactyn WrmoKoXwux, nno-
Wwaab KOHTaKTa MeXAy CTeHKaMu KINeToK BO3pacTaeT HacTOMbKo,
4YTO KNeTKW BereTaTMBHOW CTeHKM npuobpeTalT TpeyrosnbHble CevYeHus
C BepwwuHamu, oOpalleHHbIMU B CTOPOHY 6Onactouensa [128]. OvoTt
npouecc MOXHO paccMmaTpuBaTb Kak Haubonee paHHee B OHTOreHese
nposiBNeHne TeHAEeHUUM K KOHTakTHOM nonapu3auuMm kneTtok, tem 6o-
nee 4to B Hem obBHapyxuBaeTca 3avyaTovyHas KoonepaTUBHOCTb (Takue
KMeTKM pacnosioXeHbl myykamu).

Bnactynauma — He nNpoCTO 3aKNUYUTENbHbLIN 3Tan ApobneHus.
HecnoxHble aKcnepuMeHTbl MOKa3blBalT, YTO 6nactynsuumsa obnapaeTt
no cpaBHEHWIO C ApobMNeHMeM KavyeCTBEHHOW HOBW3HOW: CTPYKTYpPHOW
YCTOMYMBOCTbLIO LENoro. fcHee BCero 3T0 NpOABNAETCS B TOM, 4TO
«OTKpbITbIe» GnacTynbl, Kak nNpaBuio BO3HUKAlOWME nocne yaaneHus
yacTn GnacToMepoB, 3aMblKalOTCA TOMbKO B nepuod 6Gnactynauumu.
Y paspesaHHbiXx 6nacTyn WrNoKOXWUX 3aMblkaHWe NpPOXOAUT Crepyto-
wum obpasom. CHavana B CTeHKe OTKpPbITOW OnacTtynbl BO3HUKaeT
OAWH WM HECKONbKO pe3kux Mu3rmboB, obOpasoBaHHbIX MNy4ykamu yno-
MSAHYTbIX Bbllle TpeyronbHbIX kneTok (puc. 28, a—e). B pesynbTate
Kpas paspesaHHon 6GnacTtynbl cbnuxkalwTca M 3aTeM CMblkaloTcs, Npu-
YyeM WHOrAa CMblkaHWe NPOMCXOAMT C NepeKkpbiBAHWEM WAW CknagblBa-
Hnem kpaeB (puc.28, 0, e). TonbKko Mocne 3amblKaHWA CckNagku pac-
npasnstTCca M 6nactyna npubnuxaeTca pasHbIMWM NYTAMU K LUAPOBUA-
HOoW d¢opme (puc.28, r—o). Takas nocrnegoBaTenbHOCTb NpoOLECCOB
noaTBepxgaeT, 4To ANA cdepusaumm GnacTtynbl B HEW [OMXKHO npeg-
BapuTenbHO BO3HUKHYTb 3aMKHYTOe MPOCTPAHCTBO, Heobxoaumoe, BO3-
MOXHO, ANS HakayMBaHWS BOAbI.

HopmanbHaa 6nactyna MoxeT BO3HUMKHYTb TakXe W3 CKOnneHus

5* 131



AuccounnpoBaHHbIX 6nactomepos, a y 3apojbiwein amdpubun — paxe
n3 Hebonbworo yvactka Kpbeilwun 6nactouensa. B nocnegHem cnyvae
BblpE€3aHHbLIN (parMeHT KpbilWKW CHayana npeBpawiaeTcd B NMNOTHbLIN
OKpYrnblA KOMOK KNeTOK, 3aTeM B HeM MNOSBMNAeTCA HEeCKOMbKO He-
fonbwKx nonocted — nakyH, KOTOpble 3aTeM CAMBaKTCA B OAHY,
pPacrnonoXeHHY 3KCUEHTPUYHO W MPUKPBITYIO OOHUM-ABYMSA CNOSMU

K

Puc. 28. Cnoco6bl 3aMblikaHWs MNONOBWHOK pa3pe3aHHblX 6GnacTyn MOpCKOro exa
Strongylocentrotus droebachiensis. Tonbko ¢opMbl /1, M, H, O pa3BuBalTCA B
nuunHok. ®opmbl 9, e, X, 3, U, K — Tynukosble (no [128])

NOBEPXHOCTHbIX kneTok. Takmm o6pas3om BO3HMKAeT MUHMATIOpPHOE
nogobue amdpunbnactynel [ss]. JaHHbIA npouecc MOXeT ObiTb, NO-BU-
OUMOMY, OOBSACHEH yXe 3HaKOMbIMW HaM dakTopamu: yBenumyeHuem
NOBEPXHOCTEW CnuNaHua MexAay KneTkamMu M HakayuBaHuem BOAbl B
obpasywuwytoca nonocte. OueBmagHo, 4to 0ba daktopa 6GyayT Bectu
K CNUSHWIO MepBOHa4YanbHOW CeTW fakyH B OAHY LWapoBUAHYK MO-
noctb. Ee akcueHTpuMyHOE pacnonoxeHne MOXHO OOBACHWTb TeMm, 4TO
Hanbonee NpPoOYHbIMM KOHTakTamMu obnagalT UMEHHO KNeTKM noBepx-
HOCTHOro cnos. [1o3TOMy npW CAWUAHWUU MHOTUX pacCesHHbIX NakyH B
oOHYy cdepuyeckyl nonocte Haumbonee ycTonumeblM 6GyaoeT Takoe ee
NnofnoxeHue, MpM KOTOPOM OHa ONUpaeTCA Na HapYXHYI CTEHKY.
Takum obpasom, 6nactyna obnagaeTt BecbMa BbICOKOW CTPYKTYpPHOW
YCTOWYMBOCTbIO, BOCCTaHaBNMBAACb MpakTU4Yeckn nocne nwbbix Ha-
YarnbHbIX MCKaxXeHwn dopmbl. bBnactynauma — enBa nMu He cambli

yHMBepcaanbM N SCHO Bblpa)XeHHbIn «3KBUGUHANbUbIN y3en» OHTO-
reHesa.
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Kak onucaTb 3Ty yCTOWYMBOCTb B TEPMUHaAX MEXYPOBUEBLIX OTHO-
weHun? Mbl NPUBBLIKNAN K TOMY, YTO YCTOMYMBOCTb LeEnoro onpepens-
eTcs OAPULIEBCKMMW  OTHOLWEHUAMU, CBSA3AaHHbBIMM C MeTacTabwunb-
HOCTbIO, UNMN MPAMON HEYCTOWYMBOCTbK CyAbObl YacTen, KoTopble AuUg-
depeHUmMpyTCA COrfnacHo CBOWM MOMOXEHUAM B YCTOWYMBOM LENOM.
Ho BoccTtaHoBneHue opmbl 6nacTynbl He CBA3aHO C U3MEHEHUEM
cyabbbl ee knetok. Kak HopManbHbIA Xopd 6Gnactynauuu, Tak u BOC-
CTaHOBMNEHWe CTPYKTypbl 6macTynbl OCHOBaHbl Ha MOKanbHbI X CBOW-
CTBax KNeTOK, NMpaKTM4YeCKN He CBHA3aHHbIX C WX MONOXEHMeM B Le-
NOM, @ UMEHHO Ha TEeHOEHUMAX K YBENUYEHWI KOHTaKTMPYHLUX MNo-
BepxHocTen. Takum ob6pa3om, YyCTOWYMBOCTb LENOro OCHoOBaHa B AaH-
HOM cry4Yyae Ha YCTOWYMBBIX CBOWCTBAax OTAENbHbIX KMETOK, OHa ane-
MeHTapucTuyHa. l[lepen HaMM OTHOCUTENbLHO peAKWil, 0COBEHHO B paH-
HEM pas3BUTUM, NpUMEpP TONbTPPETEPOBCKON CUCTEMbI. ITOT BbIBOA
noaTeepxpaetca crnepywwum. Bo-nepsBbix, kak crnegyet u3 npuBeaeH-
HbiX Bbllle AaHHbIX, BOCCTAHOBMeHWe ¢opMbl Onactynbl npeacraBnser
coboil He NpAMONMHENHOe ABUXEHUE K LUenu, a CTOXacCTUYeCKUil, «no-
MUCKOBbIN» npouecc. Bo-BTopbix, n HopmanbHasa 6nacTynsauusa, u oco-
6eHHO BOccTaHoBneHne dopmbl GnacTynbl Mocrne ee HapylweHWnW cBHA3a-
Hbl C nNoBblWeHMeM nopsigka cummeTpuun. ObGa aTux cBOWCTBA Xapak-
TEPHbl Kak pa3 Ana ronbTMpPeTepOBCKUX CUCTEM.

C atmm cBA3aHa un cBoeobpa3Hasd onacHocTb GnacTynAumm cTaTb
CUMMETPUNHBIM TYNWKOM pa3Butusa. [JencTBUTENbHO, HU Ha OAHOW U3
paHHWX CTaguh pas3BUTUSA, HaAYMHas C ONNOAOTBOPEHHOW 3UroThbl, pas-
BUTME He OCTaHaBnMBaeTCA Tak 4acTo, Kak Ha cTtaguu GnacTynbl. Xa-
paKkTepPHO, YTO Yy MOPCKMX eXxell He pasBuBatTcsa Gnactynbl, Haubonee
6nun3kne Kk uaeanbHbIM cdepam (Hanpumep, puc. 28, u); obbl4HO Ta-
KMe 6GnacTtynbl BO3HWKAKT U3 3aMKHYTbIX aHUMalbHbIX MOMOBUH pas-
pe3aHHbix 3apogbiwenn. O4yeBUAHO, 4YTO ANA AanbHENWero pas3BuUTUS
HeobXxoQMMO COXpaHWTb HEKOTOpble OTKIIOHEHUS OT uaeanbHOW CUM-
MeTpuu, KoTopble B AanbHenweMm KoonepaTUBHbIM MyTEM MOryT YyCu-
nuTtbca. Y nogasnsawwero 6onbWMHCTBA BWOOB peyb uaeT O coxpa-
HEeHWW, Ternepb yXe Ha KNeTO4YHOM YpOBHE, HEOAHOPOAHOCTEN, BO3HWK-
WKUXx npu nonapmM3auMu n caruTtranuM3aymu oouuTa; nocre 3aBeplie-
HUa 6rnacTynsauuM WMEHHO 3T HEOAHOPOAHOCTU CTAHOBATCHA UeHTpa-
MW racTpynALUWOHHBIX OBUXEHUN.

FACTPYNALNA

Cpasy Xe no okoHYaHuWM BnacTynsuMm HauYMHaTCA WUHTEHCUBHbIE
nepemMelleHns 4acTeil 3apopbllla UMM Xe paccnoeHue ero martepuana
Ha BHELWHUA W BHYTPEHHUI KneTouHble cnon. COBOKYMHOCTb MNpoLec-
COB, MPUBOASALLMX TEM WNM WHbIM MNYTEM K pacylieHeHutlo Tena 3apo-
Abllla CHavyana Ha ABa Tak HasblBaeMblXx 3apoAblleBblX NUCTKa —
3KTO- W 3HTOAEepMYy, a 3aTeM (y BCEX MHOTOKNETOYHbIX Bbllle KULey-
HOMOMOCTHbLIX) U K BbIAENEHU TPeTbero, cpefHero nuctka (Mesopep-
Mbl), NMPUHATO Ha3biBaTb ractpynsaunein. O630p pasHoobGpasHbIX Ny-
Telh n cnocoboB racTpynsiuMnm paetcs B Kypcax obuien u cpaBHUTENb-
Hoii amGpuonorun. Mbl orpaHnyYumcss 0606 EHHBIM KMHEMATUYECKUM
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onucaHmeM rrnaBHbIX cnocoboB ractpyndauummu, a 3ateM Ha OCHOBe Ta-
KOro onncaHuna nocTtponMmMm cCXeMy OCHOBHbIX AWHaAMUYECKUX yposHe|7| n
MX B3aMMOOTHOLIEHUA Ha JAaHHOM nepunoage pas3BunuTuUA.

O6wan xapakTepucTuka nepuoga ractpynauum

[acTpynauus — 9To nepBbI NO BpeMeHUM Mopdonpouecc, nporte-
KalLWwunun yxe npu akTMBHOM reHomMe 3apojbilia W NpU OKOHYaTEeNnbHO
BblpaBHEHHbIX (MOCMe MX HapylweHWa B OooreHese) sAepHoO-uMTonnas-
MaTUYEeCKUX OTHOoweHusax. [ModTomMy KNneTku racTpynupyluero 3apo-
Oblla MNOJSIHOCTbO aKTUBHbI B OTHOLWEHUM KaK CUHTE30B cneuuduye-
Cknx ©enkoB, Tak W pas3nUyHbIX LUTOCKeNneTHo-meMbpaHHbIX npeobpa-
30BaHuin. C Opyron CTOPOHbLI, BO BCSAKOM Ccryvyae K Havany racTpyns-
UMM 3HaYMTENbHaa 4YacTb KMNeTok (Mo KpaWHewW mepe Yy 3aponblllen
OonblIMHCTBA BTOPWYHOPOTHIX XWBOTHbLIX) €Lle He onpenenuna OKOH-
yaTenbHO TN cBoen And@dEepeHUUpPOBKNM K crnocobHa ero M3MeHuTb
npu pasnunyHbiX dKCnepuMeHTanbHbiX Bo3gencTBuax. OcCHOBHble (XOTS
W He OKOH4YaTenbHble) 3Tanbl AeTepMUHALUWU  KIEeTOK Mpoucxoasat
MMEHHO B nepwuop racTpynsuumm, 4to, ecTtecTBeHHO, nobyxpgaeT wuccne-
AoBaTb CBA3W 3TUX AEeTepMWHALWOHHLIX SABMEHWW C Mopdonpoueccamu
racTpynauuu.

MpakTuyeckn Ansg Bcex racTpynAuMOHHbIX MopdonpoueccoB xa-
pakTepHa oOT4yeTnuMBas KOOMNepaTUBHOCTb KMETOYHOro noBedeHUus, easa
NUWb HameyaBlasca na atane Gnactynauuu. fcHee Bcero aTa koone-
paTMBHOCTb MPOSABASAETCA B YX€ 3HaAaKOMbIX Ham npoueccax KOHTaKT-
Hon nonapusauun knetok (KM K): ractpynauuma HaumHaeTca € no-
aBneHns 6onee WNM MeHee NPOTHAXEHHbIX CNNOWHbLIX obnacTten, co-
CTaBIIEHHbIX KIeTKaMu, aKTUBHO pacTAHYTbIMU U MNONSAPU3OBAHHBIMU
B HanpaBfeHuu, nonepeyHom obGpa3oBaHHOMY MMM nnacTy. Jinwe npwu
Hanbonee NPMMMUTUBHOM, YUCTO AeNTaMUHALMOHHOM racTpynaumum 3Tn
obnactn oxBaTbiBalT Becb nepumeTtp 3apopgbiwa. lpu Bonee cosep-
WeHHon racTpynauum nytem wHBarnHauum KITK npusognt k obpa-
30BaHMI0O yXX€ 3HAKOMOro HamM CaMOOrpaHW4YeHHOro KIeTO4YHOro Beepa,
OKPYXXEHHOro0 UM e TaHreHuuanbHO PacCTAHYTbIMWU KreTkaMu. Takum
obpasom, yxe Havano MHBArMHauUMOHHOW racTpynsuuMM CBS3aHO C YyC-
TAHOBJIEHUEM 3aKOHOMEPHbLIX MONIEN MEeXaHWYEeCKUX HamnpsaxeHun, ob6-
was TonosiorMyeckass CTpPyKTypa KOTOPbIX COXpPaHAETCA HEW3MEHHON B
TeyeHWe BCeEW racTpynsaumum u kKkotopble ob6pa3yldT ee OCHOBHOW MHTEr-
pupylowunn ypoBeHb. CamMu Xe racTpynsuMOHHble [ABWXEHUs, T. e
BBOpauMBaHve (MHBArnHauumsa, N WHBOMKOLUA KNETOYHOro maTepua-
na) v gpyrue conyTcTBylLlMe eMy MepeMeLLeHns, OCYLIeCTBNSAOTCA
rmaBHbiM o6pa3oM 3a CYeT aKTUBHbLIX COKpalleHUW U CBA3AHHbLIX C HU-
MW COBUrOB paHee MNONSAPU3OBaHHbLIX KreTok. PaccMoTpuM KOHKpeT-
Hble NpuUMepbl.

raCprJ’IﬂLl,Mﬂ y rmgponaHbiX nonnnos

N3BecTHO, YTO y TrMOAPOUAHLIX MONMMOB HET WHBarMHaLUWOHHOW ra-
cTpynsuun. Kak npuHATO cuyuTath, obpas3oBaHue BHYTPEHHEro nucTka
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y HUX ocyuiectBngetcs nubo nytem ummurpaummnm (0gHO-, ABYX- WK
MHOTOMOMKOCHON) KNeToK B nonocTe 6nactouens, nubo, nNpuM OTCYTCT-
BMM TakKoW MNOMOCTU, MyTEM HENnOoCPeACTBEHHOro paccnoeHus (genamu-
HauuuM) CNMNOWHON KNeToyHoW maccbl. OpagHako NO KpawHew Mepe B
HEKOTOPbIX cryyasax (NpecHoBOAHAs ruapa) OA4HOW NUWb MMMUTpaLu-
el Oeno He OorpaHM4YuBaEeTCs: MNOCNe ee 3aBeplleHuUs NS MOJIHOro pas-
OerneHnss NMUCTKOB [OfMXHa NpouWTu ewe v genamuHauymsa. ObGpaTHoro
Xe cKasaTb Henb3s: B NNOTHbIX MoOpynax And pas3fgeneHus NUCTKOB
AOCTaToOYHO OfHOW NMuwb AenaMmuHauuu. Mo3ToMy MMEHHO AenamMuHa-
LMI0O MOXHO CYMTaTb OCHOBHbIM KOMMOHEHTOM racTpynsuuMu y ruppo-
nonunos.

Ha ructonormyeckMx cpesax 4epes penaMuHupylolme 3apoAbilin
BMOHO, 4YTO CHayana o6pasylTcs CANOWHbIE 30HbI CO Cria)eHHbIMU
KNeTOYHbIMM rpaHuuamm, KoTopble notom cnusatTtcsa (puc. 29, A, b).
YXe 3TO roBopuT O TOM, UYTO JeNnamMuHauusa pacnpocTpaHsaeTcs B Buae
CNMOLWHON BOMHbI OT KNEeTKN K kneTke. Hanuuue Ha kpasix 30H gena-
MUHaUMKU TPynn KOCO-MOMSAPHbLIX KMEeTOK, a Takxe nonsapusaums noud-
TW BCEX KNEeTOK 3KTOAEepMbl Mocrfe 3aBeplleHus genaMmuHauum roBopsT
O TOM, YTO B OCHOBe nocnegHen moxeT nexatb KMK. OpgHako y rua-

Puc. 29. OenamuHauus Ha nocnepoBaTenbHblX cTaausx passutus (1, B) rma-
poungHoro nonuna Clava multicornis (no paHHbim T. B. OcTtpoymoBon). [lyHKk-
TUP — CrnaxeHHble KNeTOYHble CTEHKU, XWPHBIMU KOHTypamu o603Ha4vyeHbl no-
napu3oBaHHble kneTkn. CTpenku HanpaBreHbl K OCTPbIM «HOCUKaM» KneTok

poMonnNoOB He NPoOUCXOAMT NoApasferneHVMs BHELWHero Ccros Ha nonsd-
PU30BaHHbIA W pPacTAHYTbIA KNEeTOYHble [[OMEHbl, YTO [OJIKHO Oblno
6bl cnepgoBaTb M3 mogenun YC—KIK- Kpome TOro, y HuMx BcTpevaioT-
ca rpynnel 6ecnopsgoyHo  pa3bpocaHHbIX NOMNAPU3OBAHHbBIX KMETOK
(pnc. 29, A). Bce 910 MoxeT OOBACHATBCA OTCYTCTBMEM 3aMETHbIX
yNnpyrux HanpskeHun, BSAI3KONMACTUYHbIM  COCTOSHMEM 3MOpuoHanb-
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MblX TKaHen. N aencTBUTENbHO, 3apoAblilN, UCKYCCTBEHHO AedopMupo-
BaHHble [0 OKOHYaHWsa JdenaMmuHauuu, npuHMMalT noby HaBs3aH-
Hyto uMm dopmy [117]. NUmeHHO Gnarogapsi OTCYTCTBUK 3aMETHbIX YyM-
pyrux cun KIMK B gaHHOM crnyyae He BbINOSHSIET Npucywyt en y 6o-
nee BbICOKOOPraHM3oBaHHbIX (POPM pa3MeTouyHyk ¢YHKLUIO, a ocylie-
CTBNSET NULWb OMOsICbiBAOLWEE pacYlieHeHWEe 3apodbilla Ha BHELHWUNA
WU BHYTPEHHUIA NIUCTKMU.

raCprJ’IﬂLI,VIH Y UTNOKOXWUX

Xoh racTpynaumum y WUrnokoxux nogpobHo onucaH B MHOrovuc-
NEeHHbIX PYKOBOACTBAxX W cuymTaetca kKak Obl  KaHOHMYeckum. Takoe
ybexageHne OCHOBaHO Ha YeTKOW M MpPOCTOM pasmeTKe racTpynsauumu y
3TUX dopm: racTpanbHoe BnsYMBaHWE BO3HWKAeT CTPOro Ha BereTa-
TUBHOM MOJIIOCE M ero cTeHka obpasyeTcs B HOPMarnbHOM pas3BUTUM U3
mMaTepuana BereTaTMBHbIX MakpoMepoB, JawlWnx 3HTomesogepmy; 6o-
nee aHumanbHbI  MaTepuan dopmupyeT akTogepmy. HeT Hukakux
COMHEHMA B TOM, YTO HayanbHble YCNOBUS Ans Takow pa3MmeTku 3aja-
IOTCS KOPTUKaNbHOW MOMNSAPHOCTbI AnuekneTkM. Ho Tak xe o4eBuaHoO,
YTO peyb uAeT O 3ajaHuM NuUWb HavyanbHbIX yCcnoBun, a He 06 ycTa-
HOBMEHNN 3a CKONbKO-HUOYAb AOMIrMA CpoOK [0 racTpynauuu petanb-
HOM M HeoOpaTUMOW npegpa3MeTkM KNeToO4YyHoro MaTtepuana. [ewncT-
BUTENbHO, daxe u3 6nactyn (He roBops yxe o bomee paHHMX 3apo-
AbllWax), pa3pe3aHHbIXx NO MepuauaHy, obpasylTca HOpmanbHble, Mac-
WTabHO-MHBapMaHTHble racTpyfbl, Npu4eM MNPUMEPHO MNOMOBUHA WX
MHBarnnMpoBaBLUero martepuana BO3HWKaAeT W3 NPe3yMNnTUBHOW 3KTO-
AepMbl, BOBMeKawlencs BO BNs4YMBaHWE BMECTe C BeretaTUBHbIM Ma-
Tepunanom [11]. N3BecTHO Takxe, 4TO racTpanbHOe BNsYMBaHWE MO-
XeT ObiTb NOMy4YeHO M3 YMCTO IKTOAEepManbHOro matepuana auumanb-
HOW YacTu 3apofbilla nyTemM noAcafgkum Tyda MUKPOMEpOB, KOTOpble
camy B racTpynsauuMu He y4yacTBYIOT, HO AENCTBYIOT Kak ee MHAYKTOPbI.

3T n MHOrme Apyrue pJaHHble nMNokKa3biBalT, YTO OKOHYaTenbHas
pasmeTka KNeToOYHOro MaTepuana 3apoabilleil UIMNOKOXWUX Ha WHBa-
TMHUPYIOLWWUA 3HTOMEe30A4epMarnbHbIi U HEWHBArMHUPYO WU 3KToAEp-
ManbHbIi MPOUCXOAUT HEHaMHOro paHee Havyana racTpynauuu. Yrto
MOXHO- CKka3aTb O MexaHu3max Takow pasmeTkn? [llpeamaranucb Mo-
aenv, obbdAcHAWMe MacwTabHO-MHBapuMaHTHYO pas3MeTKy ractpyns-
UMM MTIOKOXUX B3amMogeWCcTBMEM [ABYX MNPOTUBOMNOMOXHbIX rpagueH-
TOB: aHMManbHO-BEreTaTUMBHOrO W BereToammmanbHOro, paccmaTpuBa-
€MblX KaK WCTOYHWKM  «MO3ULMOHHOM wuHdpopmauun» [146]. OpHako
3T MOAENnM yXe Ha 4yucTto cpopmanbHOM ypoBHe (ecnu Jaxe He Tpe-
6oBaTb OT HUX WHTepnpeTauuu peanbHbIX KINETOYHbIX MeXaHW3MOB
racTpynauum) He moryT o6bSACHMTb MacwTabHOM MHBAPUAHTHOCTU MOC-
ne nNpPou3BOSbHbIX B3aUMHbIX CMELWEHUN aHWManbHOrO W BereTaTUBHO-
ro martepvana B pasHblX BapuaHTax OMbITOB (4TO yxe obcyxganoch
B rn. 3, cM. puc. 23 n KOMMeHTapuum Kk Hemy). Tem Gonee He mornu Obl
OHM OOBACHUTbL TpPexXMepHyl MacwTabHyl WHBApPMaHTHOCTb, BKMAlOYa-
lowy B ceba perynaumum He TOMbKO MNONAPHbLIX, HO W OAOPCOBEHTPanb-
HblXx nponopuuii. MNMoaobHble TPYAHOCTU HeusbeXxHbl ANA BCeX XUMu4e-
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CHUX (peakuMoHHO-ANMD D Y3NOHHBLIX) MOAENehn Npu MUX MPUNOXKEHUUN K
bonee 4yem oAOHOMEpHbIM cucTtemaM. MexaHu4veckue xe Mopenu, Kak
Mbl 3HaeMm, cBoOGOAHbI OT 3TUX TpyAHocTew. [lonbiTaemMca NO3TOMY
NPOUHTEPNPETUPOBATL FacCTPYNSALUMOHHYIO pa3MeTKy Yy 3apoablluen ur-
nokoxux c nomowbto mogenn YC—KIMK (cm. rn. 3).

Takas nonbiTKa onpaBAblBaeTCA MNpexae BCero TeM, 4YTo nonspwu-
3auna KNneTok npeawecTByeT WUX WMHBaArMHaLWOHHbIM ABUMXEHUAM: ne-
pea caMol racTpynsiuMeid UMEHHO KMeTKUM BeretaTuBHOW obGnactu 3a-
METHO BbITATMBAKTCA B pajuanbHbiX HanpaBleHUWsSX W CTaHOBATCHA
Bbille KNeTOoK Apyrux obnacrten (cMm. puc. 28, n1—o0). OTO He 3HauwuT,
ofHaKo, 4YTO KNeTkn Apyrux, 6onee aHMmanbHbIX pPanoHOB B MpuUHUUNE
HEeCnocobHbl (HEKOMMETEHTHbI) K Monspu3auuMn: npu paspesaHusx
6nactyn, nNpuMBOASALWMUX K CNWNaHUIO UX CTEHOK (rnocrnegHee ykasbliBa-
€T Ha ycTpaHeHue TypropHoro pfgaeneHus B GnacTouene), uenbie no-
nocbl MOMAPU3OBAHHBLIX KNETOK BO3HWKanNuW TakXe W U3 aHUManbHOro
maTepunana [128]. CnepoBaTenbHO, OrpaHWYEHHOCTb 06macTM KneTou-
HOM nonApuM3auMn B HOPME MOXET 3aBWCeTb He OT MHAWBMAYaNbHbIX
CBOWCTB KINETOK, a OT YNPYrux HaTsaXXeHWN, NoAfepXUBaeMbiX B CTEH-
Kax 3aMKHYyTblXx 6macTtyn TypropHbeiM pJaBrneHuem B 6Gnactouene. OTu
HaTAXEeHUA BbIABMASAKTCA MO PaCXOXAEHUKO KpaeB paH nocrne cenapo-
BOK Kak pa3 Ha cTaguu nosgHenm (no He paHHen) 6Gnactynbl. MeHHO
NpUCYTCTBME YNPYrMX HaTAXKEHUN, orpaHumymsawwmx 3oHy KIK, n
MOXeT SIBNATbCA OCHOBHbIM OTNWYMEM WHBATrMHALMOHHOW racTpynauunm
OT AenaMWHaLWOHHOW, ONUWCaHHOW BbilWe ANA FMAPOMNONUMNOB.

B ceete Mopmenu YC—KIK. ponb HavanbHbiXx ycnosun (6yab 3T1o B
YNCTOM BMAE KOPTUKANbHas MOMAPHOCTb WNM, YTO BEPOSAITHEE, MWUKPO-
Mepbl, BO3HMKawLlWMe Ha BereTaTMBHOM MOMOCE MNOA4 BMUSHUMEM 3TON
NONSIPHOCTU) CBOAUTCHA K MNONSpU3yLWeEemMy KNeTKN  BO3MYLLEHWUIO.
B oTcyTcTBMe Takux BO3MmyweHun (Hanpumep, B Bnactynax, obpaso-
BaHHbIX M3 4YUCTO aHWManbHOro martepuana 6e3 MukpomepoB) nons-
pu3auua KNeTok W racTpynsuma oTCyTCTBYHT. [IBa NpoOCTpaHCTBEHHO
pas3ABUMHYTbIX BO3MYLLIEHUA (Hanpumep, HOpMarnbHblE W TPaHCMNNaHTU-
pOBaHHble Ha aHUMMalnbHbIA NOMIC MWUKPOMeEpbl) npuBeayT Kk 6Ouno-
NnsapHOM racTtpynsumn (B COOTBETCTBUM C puc. 26, 5).

bonee noapobHas uWHTepnpeTauuss He TOMbKO HOPMAallbHOro, HO M
3KCNepuMeHTanbHO MoAMUUUMPOBAHHOIO MopdoreHesa WINOKOXWUX Ha
ocHoBe Mmogenu YC—KIM K — peno, 6yaywero. W3BecTHble OO cux
nop fAaHHble He pacxof4ATcA NPUHUUMMANBLHO C 3TOW MOAENbIO.

YTo Kkacaetca camonm racTpynsumu  (obpasoBaHua BNSYMBaAHUSA),
TO MO KpanHen Mepe nepBylo ee a3y (NMpoaBMXEHWE BEPLIMHbI apXeH-
TepoHa B aHMManbHOM HanpasneHun npumepHo Ha 1/3 gnameTtpa 3a-
poAbilla) MOXHO MHTEPNpeTMpoBaTb KaK COKpal,eHWe pacTAHYTO CKO-
LWEHHOr0 «KNEeTOYHOro Beepa» M3 MOMAPU3OBAHHbLIX KNeToK (CM. . 2,
puc. 21, B). OanbHelhwmne dasbl ractpynsymm OCYLECTBNSAKTCSA, MNO-
BUAMMOMY, MYyTEM pacTsSXKEHUA W YNMOLWEHUS CTEHOK YXe BBEpHYB-
lwerocss apxeHTepoHa, MpPUYEM CYLLECTBEHHY poflb Ha 3TOM 3Tane
UrparwT MeXxaHW4YecCcKku pacTaHyTble nnas3matuyeckne Hutu (dwunono-
Oun), NocpeacTBOM KOTOPbIX BeplIMHA apxeHTepoHa MpuKpennseTca
K BHYTpeHHel cTeHke bnactouens [199].
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[acTpynauma y 3apoablwen amdpudbunm (Ha npumepe 06ecxBOCTbIX}

Obwee onucarue. lacTpynauna amdubunm B YNCTO IKCTEHCUBHOM
cMmbicrie BecbMa cnoxHa. lNpexge Bcero cnepyet OoTAenUTb MNpoLECCHI,
npovekatmlwmne HenocpeaCTBEHHO auumanbHee pgopcanbHoW rybbl 6na-
ctonopa (cynpabnactonopanbHaa obnacte — CBO), oT npoueccos,
npoTekawLWwmnX Ha OCTanbHOW MNOBEPXHOCTM 3apogbiwa. Pewatwuwee
3HayeHune Anda racTpynaumn mmerT npoueccel B CBO. CxoagHble npo-
Leccbl nMpoTeKkalwT, XOTS HECKONbKO MNO3Xe M C MeHblued WHTEHCUB-
HOCTblO, B 30HaX, NPUMbIKaLWNX K OOKOBbIM M BeHTpanbHOW rybam
6nacTtonopa.

lMepBbIM OTHOCAWMMCA K racTpynsauuum npoueccom Yy 3apogbien
6ecxBocTbiX ampunbuin cnegyeT cumTatb QOpPMMPOBAHME Ha CTaauu
nosgHen 6nacTtynbl NOMOC BbITAHYTbIX KNETOK, MAYWMUX OT yrnos 6na-
cTouens K MOBEpXHOCTU 3apofblilla B obnacTu Tak HasbiBaeMon Kpa-
€BON 30Hbl — Oyayuiern me3ofepmbl. OTU KMNETKU NOABMATCA BHava-
ne BO BHYTPEHHMX CNOAX 3apojbilia; Ha AopcanbHOW CTOPOHE noro-
Cbl BbITAHYTbIX KNEeTOK 3Ha4YUTeNnbHO MOLLHEe, HexXenu na BeHTpalb-
HoW. Heckonbko Mo3xe B 3Ty MNOMOCY BOBMEKAKTCA KIETKW HapyX-
HOro KNEeTOYHOro cnosa 3apogbia (d3nMcnos), KoTopble CTaHOBATCH
kon6oBuaHbeiMu (kk, puc. 30, A). VMimeHHO 3gecb 3aknagbiBaeTcs 6Gna-
ctonop. Bckope konb6oBumAHble KNeTKM BMeCTe C MNPUMbIKaWUMKU K
HAM KkneTkamu anucnos o6pasyloT XapaKTepHbI KNeTOYHbIN Beep,
CXOAHbIN C TakoBbiM, M306pa)eHHbIM Ha puc. 21, B. HecomMHeHHO, 4TO
ero kneTkM aKTUBHO coKpalwalTcsa® cnocobCTBYsS MHBarMHauuu, Kak
nokasaHo Ha TOM Xe pucyHke. OgHako BO3HUKawLWMe 34eCb CUMbl AB-
HO HeJocCTaTOuYHbl ANA BBOpayuBaHuA 4epes ryby 6Gnactonopa Tex
MHOFOCNOMHbBIX KMETOYHbIX MNMacToB, KOTOpble MpPUCYLW KN 3apoAbiliam
6ecxBoCTbIX amdpubun. AKTMBHO CnocobCTBylOLWME BBOPAYMBaAHUIO MNpoO-
Lueccbl NpoTeKkaloT 34eCb BO BCeW Tonuwie knetoyHoro martepuana. OauH
M3 Takux NpoLeccoB — XapaKTepHOoe paspylweHne 3INUTENUONLHON
CTPYKTYpPbl BHYTPEHHEro KneTo4Horo crnos (rmMnocnos) npu ero nogBo-
pauyuBaHuu yepe3 pgopcanbHylo ryby (puc.30, 6). Takoe paspyleHue
obnervyaet BBopaumBaHune, n P. Kennep [200] Buaut B HEM OAWH K3
rmaBHbIX dakTopoB racTpynauuu. Kpome TOro, HemnocpeACTBEHHO B
obnactn cruba popcanbHow rybbl AEWCTBYIOT YyNpyrue HaTaXeHus wu
aKTUBHbIE COKpaTUTENbHbI€ CUMbl, HanpaBfieHHble Ha packpbiTUe ry-
Obl: Bblpe3aHHas M3 3apodbllia W pacceyeHHass No cpefHew NUHUM Ty-
6a HemeaneHHO packpbiBaeTcA [A[axe Ha xomody, Korfa WCKM4YeHOo
AeNcTBue akTUBHbLIX cun. B HopmanbHbIX Xe ycnoBusAx, Korga MmoryT
AencTtBoBaTb W aKTUBHble CUMbl, packpbiTue rybbl npopomxaeTca A0
ee nonHoro ynnoweHus [140]. Bos3Hukakowme npu packpbiTum ry6bl
HanpsXeHnsa MOryT geWcTBoBaTb ABOSAKO: cnocobcTBoBaTb nNubo npo-
AOMXeHWI0O BBOpavMBaHus, nnbo, HanpoTuUB, BbIBOPAYMBAHUIO YXKE WH-
BarMHMpoBaBLUEero KMeTo4yHOro maTtepumana. Tak Kak nocrnegHee mexa-
HUYecCkn 3aTpyAHeHOo (yXe BBEpHyBLUMWACA MaTepuan MPOYHO Npukpen-
neH K BHYTPeHHel noBepxHoCTM Bnactouens M akKTUBHO ABWXeTCHA MO
Hel BHYTpb), a mepBoe, HanpoTue, obneryaeTcsa m3-sa ocnabneHus Ha-
TAXEHNA MNOBEPXHOCTHOro cros (CM. HUXe), OHO W ocylecTBnAeTCs.
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B Tonwe popcanbHoW rybbl Bce BpeMs maeT Takxke Beretonertarnb-
Hbll POCT AenaMmumHauMmoHHONW 6GOpo3Aabl, pasfenswollei BBEPHYBLUMIACA
W HEeBBEPHYBLIMWCHA KNEeTOYHbIW MaTepuan. Ecnu npu HopmanbHOM XO-
Ae racTpynaunMn faHHbIM Npouecc mano 3ameTeH, TO Mnocrne 3Kcnepu-

Puc. 30. OkonobnactonopanbHas obnactb Ha AByX nocrnepoBaTenbHbIX CTa-
OVAX racTpynauum y LWNopLeBOA NATYLWKA:
A — paHHAA, B — cpepHAa ractpyna. Ha A Toykamu  3alWITPUXOBaHbI
pacTaHyTble kneTtku; 6y — OnacTtouenb, 6n' — 6nacTtonop, Kk — kon6o-
BUAHblE KNeTkn GnactonopanbHOro «Beepa»

MEHTanbHOro noAdaBfieHUs MHBarMHauUMOHHbLIX ABUXEHWN (Hanpumep,
B pe3ynbTaTe BO34eNCTBMSI akTopa HEBECOMOCTM Ha Apobsuwumecs
ANUEKNeTKN [202]) AenaMmuHauuss MOXET ocCTaTbCsd  €OMHCTBEHHbIM
cpeacTBOM pasfeneHus 3apoAbllieBblX NUCTKOB.

B CBO no xopy ractpynauuuM nNpoOUCXOAUT pacTsKeHMWe MNOBEPXHO-
CTW B NpPOJONbLHOM (carmTranbHOM) M cCXaTue B nonepevyHom (natepo-
mMeguanbHOM) HanpasneHuax. OTO aKTUBHOE ABWXEHWe carnTrtanbHOro
pacTaXeHWda — natepomeguanbHONW  KOHBEPreHuuuM — 4YpesBbl4anHO
TUNWYHO [nsA 3apodbllielt BCeX MO3BOHOYHbIX W gocTturaet Haumbonb-
e WHTEHCUBHOCTW YXe N0 OKOHYaHWW racTpynsauumu, npu 3aknapke

139



oceBbiXx opraHoB. 1o kmHemaTorpaduyeckum HabnwopgeHuam Kennepa,
[aHHOe [OBWMXeHWe CBSA3aHO C pacTsXeHMeM-CxaTuem KrneToK anucros
N HEKOTOPOW MX nepeynakoBkowW (cmeHoun cocegen). B runocnoe CBO,
no ero e gaHHbiM [203], kneTKku, BCTpauBadAcb APYr 3a ApPYyrom, me-
HAKT OBYXpsiAHOE pacnofiokeHue Ha OOHOPSAHOEe, YTO TakXe Ccrnocob-
CTBYET pacTAXEHMUIO OAHHOro y4yacTka.

AHanorn4yHble ABWXEHUS B3auUMHOrNoO BCTpauBaHUs KNeTOK TuUMo-
Cnosi nNpoTekawT B panoHax, pacnonoXeHHbix auumanbHee CBO, Ho
34ecCb OHU MNPMBOAAT K WM3OTPOMHOMY YBENUYEHWUID MNOBEPXHOCTU nNna-
cta (anuakTogepma pacTdaruBaeTtca naccuBHo). O6Ga nocnegHux npo-
uecca yBenu4uBalT NOBEPXHOCTb 3apoAbilia, AOCTYMHYK BOBMEYEHUIO
B racTpynsuMoHHOe BnsYMBaHue, n ocnabndaAwT npensTcTBylOWME BRs-
YMBAHWUIO HaTSAXEHUS.

MHTepecHo, 4To Mopdonormyecks, kasanocb Obl, MPOTUBOMOMOX-
Hble npouecchl (onMcaHHOe paHee ocdepuBaHUe U3onupoBaHHoOro dpar-
MeHTa KpbllWwK OGnacTouensa v pacTsXeHue TOro xe maTtepuana B WUH-
TAaKTHOM 3apofbllle) onpeaenstTcs OAHMM W TeM Xe ¢dakTopom —
BO3pacTaHneM aare3mBHoCcTU  (TEHOEHUMU K POCTY KOHTaKTHbIX 30H)
MeXxay BcemMu knetkamu runocrnos. Kaxyuwascs npoTMBOMOMOXHOCTb
MOpPONOrM4Yecknx pe3ynbTaToOB OOBLSCHSETCS pasHbIMU HayalbHbIMU U
rPaHWYHBIMW YCNOBUAMU: 3aKPENMNEeHHOCTbI0 KOHLOB nnacta B MMNTaKT-
HOM 3apogbiwe (4TO MelwaeT MakCMManbHO MNNOTHOW ynakoBKe BCEX
KNeToK rmnocrios) v OTCYTCTBMEM TaKkoOW 3akpenneHHoOCTUM BO dpar-
MeHTax. B oboux cnyyasx npouecc OCHOBaH Ha BHYTPEHHUX CBOWCT-
Bax KMNeTOK, He 3aBUCAWMUX OT WX MOMOXEHUs, NMUWEH BUAUMOMN KO-
onepaTtMBNOCTM M CBA3W C uenbiM. [103TOMY OH MOXEeT, MO Hawen Knac-
cudukaumnm, cHMTaTbCa ronbTPpPETEPOBCKUM.

B cBA3n c atmm cnegyet obcyauTb BCTpevalolylocsd wHorga B nu-
TepaTtype (Hanpumep, [183]) TpakToBKY BCex BooOLWEe racTpynsauMOH-
HbIX MPOLECCOB KaK ronbTMpPEeTepoBCKUX, T. €. OCHOBAHHbLIX Ha COpPTU-
pOBKE yXe WCXOOHO pasnuyalwwuxcsa BUAOB KneTok. Ha nepsbi
B3rna4 kKnaccuyeckume onbiTel [OnbTgpeTepa nNo OTCOPTUPOBKE Mepe-
MeLWaHHbIX 3HTO- M 3KTOAEpMarnbHbIX KNeTOoK 3apofbien amdpubuin un
obBonakmMBaHWi NepBbiX MNOCNEAHMMM Kak Obl MMUTUPYKT racTpyns-
umto. OgHako npefcTaBnNseTcsl, YTO CXOACTBO 34eCb CKOpee BHELLHee.
Bo-nepBbix, knetoyHas copTuMpoBKka B onbiTax lonbTdpeTepa uaer cy-
LWEeCTBEHHO MeaneHHee (Kak MUHUMYM 15—20 4), yeM OBUXEHUSA HOp-
ManbHou racTtpynsumm (5- s 4) u Tem 6Gonee racTpynsLUOHHbIE OBU-
XeHUsa B usonupoBaHHbIXx pparmeHtax CBO (mecatkm muHyT). Bo-BTO-
pbiX, NpY HOpPMamnbHOW racTpynsuMM NPOUCXOAUT BOBCe He o6GBONakKku-
BaHWEe 3SHTOLEpPMbl 3KTOAEPMONM, a WX COrflacoBaHHoe BBOpavYuBaHue
npu COXpPaHeHUM W faxe yBenuyeHUM 30Hbl KOHTAKTOB MEXAY KneTka-
MU 060UX NNUCTKOB B KpaeBOW 30He.

HakoHeu, 4TO Ham kaxeTcsa OCOBEHHO BaXHbIM, K BOBIEYEHUIO B
racTpynsauuio UM Xe K aBTOHOMHOMY BOCMPOMU3BEAEHUID ABWXEHUN,
MOpPdOMNOrnvyeckn He OTAMYAWMUXCA OT racTpynsauMOHHbIX, cnocobeH
He TONMbKO TOT KMNETOYHbIW MaTepuarn, KOTOPbIi HOpMarnbHO Yy4yacTBY-
eT B racTpynauun. o Hawum JaHHbIM, yXe OAWH Tonbko cbpoc Ha-
TSOKEHUW nyTeM COOTBETCTBYHLMX pacCeyvYeHun 3apofbilla MOXeT no-
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poAuTb racTpynsunoHHonogobubie aBwxeHus kak B CBO, Tak u 3a
ee npegenamu. AHamnornyHole ABWXEHUS HabnwpawTca B 9KCNMaHTU-
pOBaWHbIX y4yacTkax Npe3yMNTUBHOW HENPOIKTOOEPMbl CpefHen racT-
pynbl, KOTOpble B HOpME B racTpynsauuio He BoBnekawTcsa [ss]. OTO
nossonseT AymaTtb, 4TO racTpynauus amdubuin npu Bcen CBOEN CNOX-
HOCTU He ABMNHAETCHA YHUKaNbHbIM M BbiCOKOCNEUUPUYECKMM MPOLLECCOM.
lMokaxem, YTO OHa NOAYUHSETCH [OCTAaTOYHO 0Owum MopdoreHeTnye-
CKUM 3aKOHOMEPHOCTSIM, CBSI3@aHHbIM C MONAMMU KNEeTOYHbIX Ha-
TAXEHUN.

Cmpykmypa u MemoObl 8bisigrieHUs Mofel  KIemoYHbIX HamsikeHUU.
Moa nonsMM KNETOYHbIX HATSXEHUW Mbl MOHUMAaeM MHOTOKNEeTOYHble
CTPYKTYpbl C XapakTepHoW Tononornen, obpa3oBaHHble aKTUBHO U
NMaccuBHO pacTAHYyTbIMKM kneTkamu. Mo xody pa3BuTMS 3apofbiia npo-
NCXOAWT CMEeHa OAHOro nona Apyrum, npuyeM Kaxpgoe norsie oxeaThbl-
BaeT 6onbwylo obnacte 3apofbiwa (Na paHHWX CTaguax pasBuTUA —
NpakTM4Yeckn BeCb 3apoAbill) W OCTaeTCsa TOMONOTMMYECKN WHBApUaHT-
HbIM B TeyeHue JOCTaTOYHO ANIMTENbHOro oTpe3ka BpemeHu (He MeHee
HECKONbKMX 4YacoB), XOTA reomMeTpusa 3apoibila B 3TO BpeMs U3MeHSH-
etca. HecmoTpsa Ha BCe pas3nuumsa Mexay nocnegoBaTenlbHO CMEHSIo-
WUMn Apyr gpyra nofnsMu, B UX OCHOBE MEXWT OAWH M TOT Xe Tomno-
NOrM4Yecknin anemMeHT: rpynna unu nonoca KMeTok, akTUBHO MNONspuso-
BaHHbIX W pacTAHYTbIX MNO4 MPAMbIM WX OCTPbIM YINIOM K MOBEPXHO-
CTW 3apofjbia (ecnu Takad nonoca npocTMpaeTcsa OT OAHOW MOBepX-
HOCTW 3apofbilwa [0 APYroW, Mbl Ha3blBaem ee KpOCCnuHWEeRn), u nac-
CUBHO (TaHreHumanbHO) pacTAHyTble 3TUMM KNeTkaMu MpuMblKato-
wue obnactm noOBepxHOCTW 3apofbiwa. HeTpygHO y3HaTb 34ecb Ty
e TOMONOrM4YyecKkyl CTPYKTYypy, KOTopas OnucbiBaeTcsa MOAEINblo
Y C-KIMK.

Mbl Mcnonb3yem [Ba OCHOBHbIX MeTOAa BbISBMEHWS MOMEn KneTou-
HblX HaTsXeHuih. lNepBbli COCTOWT B paspe3aHMM W nogcevyeHun amb-
pPUOHamNbHbIX TKAHEW W npocnexumBaHuM WX AedopMauuin B yCNoBUSAX,
AOMNyCKalLWnX MnpakTUYeCKn TONMbKO MacCuMBHbIe ynpyrue penakcauuu
(noHnxeHHas TemnepaTtypa, gobaBneHune uuToxanasuHa B, peructpa-
UM TONMbKO HemeaneHHblx pedopmauunin) [140]. AHanusupys Takue
aedopmaumn  MNPUXKMU3HEHHO W TUCTONOIMMYECKN, MOXHO MOCTPOUTL
XOTS M cxemaTuyeckume, HO AOCTAaTOYHO oOnNpeAeneHHble KapTbl Monen
KNeTOYHbIX HaTaAxeHun (puc.31). BTopoli mMeToa OCHOBaH Ha aHanuse
reomeTpumn knetovyHon cetn [201]. OH ucxopout us! cneagyrwmnx gony-
WeHNN: 1) HaTaAXeHUs (Kak naccuBHble, Tak M akTUBHble) NOKanu3o-
BaHbl BAONb KMEeTOYHbIX NOBepxHocTeh (Obyaem HasbiBaTb MX 3[€eCb
pebpamu); ») Kaxpas KneToyHas BepwuHa, T. €. MeCTO BCTpeYu He
MeHee 4yeM Tpex pebep, HaxoAMTCS B YCNOBUAX MEXaHWYECKOro paBHO-
BECUS — BEKTOPHAsdA CymMMa BCeX MNPUIOXEHHbIX K HeW Ccun HaTsxe-
HUIA paBHa Hynw. fenctButenbHo, niboe OTKNOHEHWE 3TON CyMMbI
OT HyNs BbI30BET NPAaKTUYECKM MTHOBEHHYIO YMNpYryl penakcauuioo K
HYNneBOMY COCTOAHMIO. 3amMeTuM, 4YTO B NOAABMSAKLWEM 4YUCME KIeTou-
HblX BEPLIWH peanbHOW TKaHM cxoguTca He bonee Tpex pebep.

Ecnu npuHAaTe 3TM gonyuweHus, To, mamepaAsa MexpebepHbie yrnel,
MOXHO TPUrOHOMETPUYECKN paccyuTaTb OTHOCUTEINbHbIE BENUYUHbLI Ha-
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TSKeHU pebep, BbIXOAAWMX Na AaAHHYK BepwuHy. lNpuHuMn pac4yeTa
siceH u3 crnepywouwero npumepa. Ecnu pebpa 1, 2, 3 BcTpevatTca nog
yrnamu 120°, TO 04eBMOHO, UYTO MX HaATAXeHWs paBHbl. Ecnu yron

mexnay pe6paM|/| 1 W 2 MEeHbWe OABYX OpPYyrnx yrnos, TO pe6po 3 — ca-

n cHA

, CHC

/1l
CHI
f
CHI néx
PC
nB 7

Puc. 31. KapTbl nonen KneTOYHbIX HaTAXEHWW Ha nocrnefoBaTeNbHbIX CTaguax
pa3BUTUS 3apoabiliell 6ecxBOCTbiX amdpubuii:

A — nos3gHAs 6Gnactyna, 6 — racTtpyna, B, I — cpeaHas Hewpyna, cCOOTBeT-
CTBEHHO Ha TYNOBUWHOM W TFOMOBHOM YypoOBHAX, [ — no3gHaa Hewupyna, E.
)X — paHHsAAa xBocToBas noyka. A, 6, E — carutranbHble paspesbl, B—/[J —
nonepeyHble, XX — ddpoHTanbHbIN paspe3. XUPHBIMU NUHUAMKM  06O3HAaYeHbI
CUNBbHO HaTAHYTble KNeTOYHble MOBEPXHOCTU, MYHKTMpPOM — cnabo HaTsaHyTble,
TOHKUMWU TNUHUAMW — HeHaTsHyTble, BMC — BeHTpalibHas MO3roBasi cknapjka;
nbx, np6—noct — un npebpaHxmanbHble CKMNagkuW; UB — MNEYEHOYHbIN Bbl-
pocT; pc — poToBas cknajaka; cHC — cybGHelpanbHas cknagka; CHA, CUT —
cybHenpanbHo-gopcanbHbli U cybHelpanbHO-racTpanbHbIA MNYYKU KPOCCIAUHUNA.
Mo [140]

Moe HaTsiHyToe. O603Havyaa cunbl HaTskeHWn pebep 1, 2, ... Kak
Fi, FQq , a yrnbl mMexay pebpamum 1+ 1 2 kKak (+,2) M T. n.,, B 06-
lem Buage Mmeem Ons BepWUHbl 1, 2, 3

F, = F2[cos(2, 3)cos(3, 1)—cos(2, I)]/sin2(2, 1). (15)

Wcnonb3ya aTy opMyny U uaMepuB MexpebepHble yrnbl BcexX KreTou-
HbIX BEpLWH MHTEepecyllero Hac yyacTka TKaHU, MOXHO MOJyYuUTb
BENMUYUHbLI HaTsXXeHUN Bcex pebGep OTHOCUTENbHO KaKoro-Hubyab ofn-
HOro, NPUHATOTO 3a eaAWHWUUY. Takue pacyeTbl NMokasanu, YTo B amGpwuo-
HanbHbIX TKaHAX OTYETNMBO BblAenseTcss rpynna HauGonee pacTsiHy-
TbIX KINETOYHbIX pebep; BenuYUHbl COOTBETCTBYIOLWMUX UM T aBHbIX
HaTsaXeHUNn B 3—4 pasa Gonblwe, YeM MNOYTM Yy BCEX OCTalbHbIX
peGep. CocTaBfieHHble TakMM CMocoGOM KapTbl [MNaBHbIX HaTSXeHUN
KayeCTBEHHO XOpOLWO coBMagalT C KapTaMu, MOfyYeHHbIMU Ha OCHOBe
paspesaHUin M noacevyeHUin, M 3HAYUTENbHO MNPEBOCXOAAT nocnegHue
no cTeneHu geTanusauuu.

FacmpynsayuoHHoe rnose KAemoYHbiX HamsikeHul U obujasi ypoeHe-
eass cxeMma eacmpynsyuu. MakcumanbHO YMpoLWeHHasi, cXxeMaTu3nupo-
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BaHHasa opma nona HaTsaXeHWW nepen Havyanom racTpynsauuMm nokasa-
Ha Ha pwuc. 31, A. naBHble 3NEeMeHTbl 3TOro Mnons — MoNnocCkbl pacTda-
HYTbIX KNeTok (KpoccnuHum) B obnactu npe3ymnTMBHOW Me304epMbl;
HaTsXeHWa OT HWX NepexoAdAT Ha MNpUMbIKalLWMne Yy4yacTKM CTEHKM
6nacTtouens. BHewHsa noBepxHOCTb 3apojbilla Ha [aHHOW cTaguu
npakTuyeckm He pacTaHyTa. B xope ractpymsauumm Tononormyeckas
CTPYKTypa nonsa HaTsXeHun B obwuMx 4yepTtax He MeHAeTCs —KpOCCnu-
HUM MO-NpeXHeMy COeAMHSAIT NOBEPXHOCTb 3apojbiwa c bnacrtouenem,
npespaTtuBwumcs, ogHako, B CbBO B y3kyw wenb. OgHako, 4TOo Hawu-
bonee xapakTepHO Ans racTpynsuyumu, 3TO nome pacnpocTpaHdeTcs B
aHMManbHOM HanpaBlieHUW Ha BCe HOBble 0bnacTu W Bbi3biBAaeT 3aMeT-
Hble TaHreHuuanbHble PacTAXEeHUs NOYTW BCEN NOBEPXHOCTU 3apoabl-
wa, 3a ucknwyeHnem  Haubonee KpaHuWanbHbIX €ro  panoHOB
(puc. 31,5).

Kasanocb ©Obl, cornacHo mogenun YC— KM K 3To AOMXHO npuBecCTn
K pe3komy 06pbiBy (ppoHTa KkneTovyHow nonsipusauum. Ho B TedeHue
BCEW racTpynsiuuMm 3TOro He MNPOUCXOAUT, BEPOSTHO, M3-3a TOro, 4TO
TaHreHumanbHble pacTsaxeHusa nosepxHoctn CBO wn Gonee aHumanb-
HbIX panoHOB OcnabnsAlTCs oOnuWcaHHbIM Bbille BCTpauBaHWEM B HUX
KneTok runocnosd. Takum obGpas3om, obecneuMBaeTcs «OTKPbITOCTbY ra-
CTPYNALMOHHOIO NOnNs, BOBMEYEHWE B HEro Bce HOBOro MaTepwuana.
C ppyronm cTOpOHbI, ANA HOpManbHOrO xoda racTpynsauuum «cTpasBnu-
BaHME HaTSXEHWW» Mn3-3a BCTpauBaHUsS KNeTOK AOJKHO ObliTb gocTa-
TOYHO MeAJIeHHbIM: MOCre pe3Koro CHATUA HaTtsxeHun B CBO nyTtem
ee noacevyeHuss C aHMManbHOW CTOPOHbI B HEN YXe 4Yepe3 10— 20 MUH
nossnswTca 6ecnopsafodHo pasbpocaHHble o4YarM CUMAbHO MNONAPU3O-
BaHHbIX, KONGOBMAHLIX KNETOK, W racTpynsuumsa npuobpeTtaeT XaoTuuy-
HbI, MynbTUNONApnbIn xapaktep. OTcloga BMAHO, YTO MMEHHO HOP-
ManbHas CTPyKTypa nond HaTsXeHWn npupaeT ractpynaumm nnas-
HOCTb W YyCTOWYUBOCTb.

Bonee TOro, HecmoTps Ha BCHO (DEHOMEHOIIOTMYECKY  CITOXHOCTb
racTpynauuMu, MMEHHO MOfe HaTAXEHWUW MOXHO paccMmaTpuBaTb Kak
MH(POPMaLUNOHHYIO OCHOBY MnpoTeKawwWwmux MO ee XxoAy reoMeTpuyeckux
nepectpoek. OTOT BbIBOA MOXHO caenatb UCX0As M3 KOMMbHTEPHOW
mmutauum ractpynsuum [201]. Takas umutauus Obila ocCHOBaHa Ha
mgee (CM.rM.:2), 4YTO KIMETKM CcoKpawawTca BOOMb NUHUWA [NaBHbIX
HaTSXXEHUW, Npu4YeM BEeNUYUHbI COKpaleHWNn nNpuMepHO MNponopLno-
HanbHbl HaTsXeHnam. B3aAB B kavyecTBe HayanbHOro ycnoBus none Ha-
TAXeHn okonobnacTtonopHom obnacTu paHHeEW racTpynbl, U3MepeHHoe
OMUCaHHbLIM BbILLE TPUrOHOMETpuYeckum cnocobom (puc. 32, A), Mo-
AenupoBanu CcoKpaleHne CTEHOK W COOTBETCTBYHWLIUIA CABUM KMEToY-
HbIX BeplWWH. B pe3ynbTaTe nony4yanu HOBOE pacnpefeneHue HaTsixe-
HUA N B COOTBETCTBMU C HMUM MOLENMPOBANWU HOBLIN War cokpaweHun
m T. 4. Ha puc. 32, 5 nokasaH pesynbTaTt, NOMYYEHHbIN 4Yepe3 7 Takux
nocrniegoBaTefnbHbIX LWAaros MogenuposaHusi. BuaHo, 4To npoumutmpo-
BaH He TOMbKO POCT racTpalbHOro BNs4YMBaHUs (To4Hee, u3rub pop-
canbHoW rybbl 6nacTonopa), HO K yToseHue rybbl, a Takxe TUMNUY-
Hble OTHOCUTENbHbLIE CABUIM BHYTPEHHErO U BHELIHEro KIeTOYHOro Ma-
Tepuana (cTpenkum B BepxHeuW 4actm puc. 32, 65). Kpome Toro, Boc-
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npom3BeAeHO BO3HWKHOBEHWE XapaKTepHbiX Kocbix kpoccnuHuii B CBO.
O6patnm BHMMaHME, 4YTO MO XOA4Y MOZAENMPOBAHUA OCTaeTCs JOCTaTou-
HO OonbllOe KOMMYECTBO CUMBbHO PaCTAHYTbIX KNeTok. OTO ob6bsAcHAeT-
cA TeM, 4YTO coKpauwallmMecs KNeTKM pacTArmBalwT COCedHue, TaKk 4To
no 3a4aTky kKak Obl OABMXETCSA BOJSIHA KIETOYHOro CoOKpalleHusa-pac-
TAXKEHUSA.

MoabITOXMM Tenepb HalW nNpeAcTaBleHWa O racTpynaumn amdpu-
6uii, NoCTpoMB ee ypoBHEBYI cxeMy. B Hel sicHO BbipucoBbIBalOTCS ABa

Puc. 32. MogenupoBaHue racTpynaumu amdpubuii Ha ocHOBe nonen KkneTouy-
HbIX HaTSXEeHWUR:

A — cxemaTu3npoBaHHbIl PUCYHOK MCXOAHOW cTaguu (cpaBHu c puc. 30, );
6 — pesynbtaT 7-ro wara MalUWHHOrO MogenupoBaHus. XUpPHbIM Bblae-
neHbl NUHWW TNaBHbIX HaTsAxeHun. CTpenku ykasbiBalOT HanpaBneHWs cMme-
LW eHNs YYaCTKOB OTHOCUTENbHO WX UCXOAHOro nonoxeHusi. O6o3HayeHus,
kak Ha pwuc. 30

nocrnepoBaTenbHbIX YPOBHSI MapamMeTpoB U ypOBeHb AWHaMWU4YeCKux ne-
pemeHHbIX. Hanbonee BepxHWN ypoBeHb npeAcTaBneH OGMOXMMUYecKu-
MW napameTpaMu racTpynsiuuMm, YycTaHaBnuBawLWMWMUCS B JOpcoBere-
TaTMBHOM panoHe 3apofbiwa ewe B nepuon ApobneHus. OcobeHHo
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BaXHOW MoxeT ObiTb ANgA racTpynsaumnm oOGHapyXeHHass MMEHHO B 3TOM<
palioHe paHHAS aKkTuBauWs TreHOB, OTBETCTBEHHbIX 3@ CUMHTE3 akTuHa:
[203a]. MoxHO pgymaTb, YTO MMEHHO MNOBbIWEHUe KOHLEeHTpauum Cco-
KpaTuTenbHbIX 6enkoB ecTb TOT napameTp, Bo3pacTaHUMe 3HA4YeHUs KO-
TOpPOro nNpMBOAMT K nNoTepe YCTOWYMBOCTU paananbHO-CUMMETPUYHON
CTPYKTYpbl GnacTynbl U K ee guccMMmMeTpu3auumn, CBA3aHHOW C racTpy-
nauynen. OpgHako Guoxmmmyeckme napameTpbl CO34alT NUWb Camble
obwme, NMPoOCTPaHCTBEHHO-pa3MblTble MNPeAnOChINKA racTpynsaunm, He:
onpefenss neTtanbHO ee MPOCTPaAHCTBEHHble XapaKTepucTuku. Tem 6o-
nee ckasaHHOe OTHOCWUTCH K OeWCTBOBaBLIMM paHee ¢haktopam oonnas-
M3TUYECKOW cerperaummn, KOTOpble XOTS U MOTYT CYMTATbCA HavanbHbl-
MU  (MNK, TOYHEee, TPaHUYHbIMKW) akTopaMmm racTpynsauum, HO nexat
«MEepPTBbIM Tpy30M», Nnoka OWoxMMMYeckMe napameTpbl He BO3pacTyT
00 KPUTUYECKON BENUYUHBI.

MpocTpaHCTBEHHbIE XapaKTEPUCTUKM racTpynauum onpenenswTcs,,
KaK Mbl nonaraem, ONMUCAHHbIM Bbille TracTpPynALUUOHHBIM MOMeM Kre-
TOYHbIX HaTAXEHWN, KoTopoe xoTa M TpebyeT ana cBoero ycrtaHoBne-
HUA onpefeneHHbIX 3Ha4YeHU OGUOXMMUYECKUX NapamMeTpoB, MO HECBO-
AUMO K HUM ¥ [OMXHO paccmaTpumBaTbCA Kak CaMOCTOSATENbHbLIN ypo-
BeHb nNapameTpoB. [1eNCTBUTENbHO, HAapyLWeHUss CTPYKTYpbl UMEHHO MNo-
na HaTSAXEeHWM O4YeHb NPOCTbIMU 3KCNEpPUMEHTaNbHbIMW NpueMamMmun —
paspe3amMu u noacevyeHusasMm okonobrnactonopHoro maTtepwana — npwu-
BOAAT K ObICTPOMY W pe3KkOMy pas3ynopsagovYeHuto racTpynauun: BO3-
HUKHOBEHWIDO MHOXecCcTBa ee o4aros, cummeTpusauum ryd 6nactonopa
nr. o

HakoHeu, AuWHamuyeckne nepemMeHHble npeacTtaBneHbl BecbMa Obl-
CTPbIMU Mpoueccamu MOonApM3aunm M COKpalleHUs KIeToK: MX Xapak-
TEPHble BpeMeHa — nopsiika MWHYT. Hanpumep, nonspu3auus Kax-
aon otaenbHon knetkn CBO 3aHumaeT He Bonee 5 muH [125], n npu-
MepHO Takoe e BpemMs (3—4 MWH) 3aTpaumBaeTcsd, No gaHHbIM [203],.
Ha NpPOXOXOEeHWe KaxXAOW KNeTKM 4Yepe3 BepLMHY AopcanbHOW rybbl B
xof4e nopBopauMBaHusa. B Havane ractpynsiuumM nepeMeHHble 3TOro
YPOBHSA CTPOSAT, a 3aTeMm, NO Mepe racTpynsuumu, HapcTpauBakT 06-
uiee none HaTsXXEHUN, KOTOPOE B CBOK o4vepedb OKa3biBaeT ApULLEB-
cKoe BO3OeWCTBME Ha MX cyabOy.

Cesa3b ¢ eacmpynayueld mopgoeceHemudyeckux u OughghepeHyupo8oy-
Hbix nomeHyul. Onpepenset NuW NONOXEHUE KNETKUM B racTpynsiymoH-
HOM Mofne HaTsXeHWn nuwb ee Mmopdonornio (6yaeT oHa nonsipusosa-
Ha WNW TaHreHuumanbHO pacTaHyTa) WM TakXe W HanpasneHue ee'
nocnepgywouwen gudpdepeHumpoBkn? Ha 3TOoT BOnMpoc TpyaHO paTb 06-
wm oTteeT. [Ansa 3apogbillen MOPCKUX €XEeN MOXHO, NO-BUOAMMOMY,
NONOXWUTENBHO OTBETUTb Ha o06a Bonpoca: BOBMEYEeHWE B Xxode pery-
NAUMOHHOrO npouecca B racTpynsiuMoOHHOE BMSiYMBAHME NpPe3yMMNTUB-
HOro 3KTO4EepManbHOro martepuana OOHOBPEMEHHO UM «3HTOAEPMU3NPY-
eT» ero. CnoxHee geno obctonTt y amgubun, rae B JaHHOM OTHoOLle-
Hun CBO oTnuyaetca oT apyrux obnacrtei 3apogbiwia, KOTOpble Mbl
YCNOBHO Ha30BeM BeHTpanbHo-6okoBbiMu (BBO).

N3onupoBaHHble dparmeHTel CBO cpegHen racTtpynbl (B TOM 4uc-
ne u cocrtosAwMe TONbKO U3 NPe3yMNTUBHOM HENPOIKTOAEPMbl) CMo-
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«COBHbI HE TONbKO K CaMOCTOSAATENbHbIM racTpynonofoOHbLIM ABUXEHU-
AaM (NnoABopayMBaHuio, AenaMuHauuMun), HoO U Kk ancddepeHUNpoBKe CBO-
UX KNEeTOK COrfacHO MOMOXEeHMUI0, 3aHATOMY UMMWU B 3TUX MUHMATIOP-
HbIX «racTpynax»: KneTku, ccopmupoBaBLIME B HWUX HOBbLIA BHYTPEH-
HUA NUCTOK, HECMOTpPS Ha CBOe HenpoaKkToaepManbHOe Mnpoucxoxage-
Hue, obpasylT XOopAy, MbIWEYHY TKaHb W rMNoOXopAanbubii anuTe-
nn [ss]. JlnWb M3 UX HOBOrO HapyXHOro nuctka OopMUpyeTcs Hen-
poakToAepmMa W MNOKpoBHas akTodepma. Bce atm gBuxeHna u Havano
AnddepeHUNpoOBOK COMPOBOXAAKTCA nongpusaumen  OoOWMPHBIX Krhe-
TOYHbIX Macc (BbIBOO O ABYX YCTOWYUBBIX COCTOSHUAX KIME€TOK — Mno-
NApM3oBaHHOM W HENONSpuU3OBaHHOM — OblN MONyYeH MMEHHO Ha 3TOu
mogenun). OTcioga MOXHO caenaTb BbiBoA, 4Tto knetkm CBO cnocob6-
Hbl He TONbKO K MoOpdOreHeTU4Yeckom, HO M K AnddpepeHUNpPoBOYHON
nepecTponke cornacHo CBOEMY HOBOMY MOMOXEHUIO.

OkcnnaHTupoBaHuble yyactkm BBO, HanpotuB, He cnocobGHbl K ra-
IOTPYNONOAOOHBIM ABWMXEHUSM W COMPSIKEHHBIM C HUMU AunddepeHum-
poBKaMm, a TakxXe K ckonbko-Hubyab yctonumsow KT K (kneTkm cna-
60 nonspu3ylTCA cpasy Xe nocne u3onsaAuuu, a 3aTteM BHOBb Jeno-
.napusyTca). Kak yxe roBopurnocb, U3 HUX passuBarTca Heaudde-
peHuMpoBaHHble 6nacTtynonofobHble ob6pa3oBaHusi. JTO XKe XxapakTep-
HO ansa ¢dparmeHtoB CBO, euwe He nogocTnaHHbIX MHAYKTOpOM (Ha-
npumMmep, B3siTbIX C CAMOW paHHewW racTpynsbl).

Mpu TpaHcnnaHtauum B CBO dparmeHTsl BBEO 6ecxBocTbix am-
(unbuii XoTst M BTATMBAKOTCS B racTpynsilMOHHble OBUXEHUS, HO B MNpo-
M3BoAHble 0OCeBOM Me3odepMbl He AuddepeHumpyTcsa. Heckonbko
MHaye obCcTOWUT Aeno y xBocTaTbiXx aMpuOUR: y HUX y4yacCTKM aHuMMmanb-
HOM 3KTOA4EepMbl, NepecaxeHHble B obnacTtb rybbl Gnactonopa paHHewn
racTpynbel, MoOryT TpaHcauddepeHunpoBaTbCa B OCEBYH Me3oAepMy WU
paxe npuobpertaTb CBOWCTBa NepBUYHOro uMHAyKTOpa [204, 205].
B paByx nocnegHux paboTax pokasbiBaeTcs, 4YTO TpaHcaunddepeHuun-
poBka obycnoBneHa TaHreHumanbHOW WHAYKUWEN, pacnpoCTpaHsALen-
Cs OT elle He BBEPHYBLUErocA npcxopAanbiloro martepvana BAONbL nna-
cTa B aHMMarbHOM HamnpaBlfieHUU W OoTNMYaLWwencs 3TUM OT Krnaccuye-
CKOW LWNeMaHOBCKOW WHAYKUWK, KOTOpas pacnpocTpaHseTcs OT noa-
cTMnawuwero nracrta Ha HakpbiBawWWN ero n MoxeT ObiTb Ha3BaHa
BepTuMKanbHon. WHTepecHO, 4YTO TaHreHumanbHas W BepTUKaNbHasA WH-
OYKUMM pe3Ko OoTnu4yalTcs Nno CBOMM pedynbTaTaM: OAUH W TOT Xe
WHOYKTOP NpWU BepTUKaANbHOW WHAOYKUMW Heupanuayet UHAYUUPYEMBIN
mMaTepuan, a npu TaHreHuymanbHOW — me3ogepmanuayeT, T. €. ynonob-
nset cebe. BbiNno Obl MHTEPECHO BLISICHUTb, HE CBsi3aHa N TaHreHuu-
anbHas mHaykums c nepepgadvenn KM K Bgonb nnacta. Bo3mMoXxHO, 4TO
y 3apoabiiein 6ecxBocTbix amdubuii  TaHreHumanbHass WHAOYKUUA He
NposiBNSieTCA NPOCTO M3-3a CMAMLLIKOM OOMNbLION CKOPOCTU racTpynsuuu.

Kak ©bl To Hu Obino, o4yeBMaHo, 4TOo B ractpynax amcpubun CBO
n BBO poctaToyHO cunmbHO pasnu4yarTca Mexay cobol no mopdore-
HeTU4YeCckUuM u AnddepeHUNPOBOYHbIM MOTEHUMAM: TONbKO ¢parMeHThbl
nepeon o6GnacTu MNPoOSIBNSAT aBTOHOMHYI cnocobHOCTb K ractpyrnono-
nobHomy wmopdoreHedy UM cOOTBeTCTBYWWUM AnddepeHLMpoBKaM.
MoxHo pgymaTtb, 4To 3aTu cBonctBa CBO cBA3aHbl ¢ dakTropamu nep-
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BUYHON uHAYKUMK. CBA3aHHble C 3TMM BOMPOCbI Mbl 0b6cyaum B cnepy-
lowem pasgene.

AKCUANN3AUNMA B 3MBPUOHANIBHOM PA3BUTUMN MO3BOHOYHbIX

Mepuwoa pasBuTua 3apofbillen  MNO3BOHOYHbIX, MAYWWKA Bcrnea 3a
ractpynaumnen, obblYHO Ha3blBAlOT Heupynaumen. ITOT TEPMWUH, OAdHa-
KO, 3aTeHdAeT TO 0OCTOATEeNbCTBO, YTO B AaHHbLIA Nepuon MPOUCXOAUT
3aknagka He TONMbKO LEHTpanbHOMW HEPBHOW CUCTEMbl, HO TakXe 1 me-
304epManbHbIX OCEBbIX OpraHoB — XopAabl M comuToB. MopdoreHes
nocrnegHWX HepaspbiBHO CBA3aH C MOPMOreHe3oM LEHTpanbHON HepB.-
HoW cucTembl. [MloaTomy, Ha Haw B3rNs4, uenecoobpa3Ho ob6beAMHUTH
BCE 3TU Mpoueccbl eAWHbIM TEPMWHOM «akcuanusauyusa», obosHavas uM:
pasBuTMe Kak 3KToAepMallbHbiX, Tak W Me3oAepmarnbhblX OCEBbIX Op-
raHos.

Akcnanunsauma MoxeT OblTb Has3BaHa y3MOBbIM 3Tanom pasBUTUSA
BCEX MO3BOHOYHbIX XWBOTHbIX; OHa OKa3blBaeT CyLeCTBEHHOe, ecnu He
pewatwuiee BNusHMEe U Ha pasmelweHne GonblWMHCTBA OCTaNbHbIX 3a-
KnafgoK, HenocpefACTBEHHO He OTHOCALWMXCA K OCeBblM (CTPYKTypbl ro-
noBHOW obnacTu, nnakogbl OPraHoB YyBCTB, OpraHbl BblAeneHus nap.).,
Akcunanunsaunsa sBnsgeTcs Takxe Haubonee cxoAHbIM Nepuoaom pas-
BUTMSA B pasnNMyYHbiX Knaccax MO3BOHOYHbIX. PacxoxpgeHwe npusHakos
pas3HbiXx BMAOB B xoAde pasButusa, kotopoe umen B Buay K. Bap, dop-
MYNMpys CBOW 3aKOH 3apoAbllLleBOro CXOACTBA, HAaYMHAETCHA NUlb MNOC-
ne akcumanusaummn. O BaXHOCTM akcumanusaumm rosopuT n 10 06CTOSA-
TenbCTBO, YTO MopdoreHes 3apofbilleil KOCTUCTbIX pblbO HauymHaeTcs,,
no CcyTu pgena, HEMOCPeACTBEHHO C Hee: racTpynauus C aneMeHTamu
WHBarmHauum y npeacTaBuTenen 3TOro knacca, NO COBPEMEHHbIM AaH-
HbIM, OTCYTCTBYET.

PaccmoTpum akcuanusaumioo Ha npuMmepe 3apodbilienn 6ecxBOCTbIX
amgpunoduin.

Kunemamuka akcuanusayuu y becxeocmbix am¢pubull Ha Kaemoy-
HOM yposHe. AKcuanusauus HavyMmHaeTCHd Ha OCHOBE YyXe paCCMOTPEH-
HOro B MPOLUNIOM pasfgene npouecca — CarnTTanbHOro pacTaXeHus —
natepomegunanbHoOW KoHBepreHumm matepuana CBO. Yxe B KoHue
nepuvoda racTpynsauum 3T OBUXEHUS PEe3KO YCUNMBAOTCA U MPUBOAAT
K ydaneHuio oT 6nactonopa (KpaHuanbHOMY CABWIY) OCHOBHOW Mac-
Cbl gopcanbHOro MaTepuana. Hayano gaHHOro caBura U MOXHO CHU-
TaTb BpeMeHHbIM pybexom racTpynsuuMm u akcuanusauun. Emy co-
OTBETCTBYeT W NPOCTPAHCTBEHHbIN pybex: ogHO M To xe obuwee OBU-
XeHne natepomeauanbHOW KOHBepreHumu Bbi3blBaeT KayganbHoe (ra-
CTPYNsILMOHHOE) cMeleHne Oonee 3agHero maTepvana M KpaHuanb-
Hoe (HempynsauuoHHOe) cMmelleHue Gornee nepeaHero, AopcanbHOro ma-
Tepuana.

B OBUXEHMN pacTaXeHUs — KOHBEPreHumu MpuHMMAalOT cornaco-
BaHHOE yyacTue Kak JopcanbHasg 3anu- 1M rMnoakrogepma, Tak W KneT-
KM xopaomesodepmbl. Ecnv kneTkn anuakTogepmbl NpenMyLecTBEHHO
pacTArMBalTCs B carutTarbHOM HanpaBleHUW, TO KMeTKW TUMO3KTO-
AepMbl  YOMNWHAKTCA B NEpneHAuKYNApPHOM  MNOBEPXHOCTU 3apojbiia
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HanpaBreHWn, CTaHOBSICb CTONGYaTbiMU, a NOABWXKHbLIE KNeTKU Xopnao-
mMe3ofepMbl MUTPUPYIOT K AOopcoMeauanbHOW  NUHUM 3apodbllia, Ha
KOTOpOM BCTpeyvalTcs [OBa CXOAAWMUXCSA  KNeTo4YHbiX MnoToka. B pe-
3ynbTaTe TakoW MWUrpauuMm YUCAO KNETOYHbIX CMOEB XOpAoMe3oAepMbl
B gopcanbHon obnactu cywecTBeHHO BO3pacTaer.

OnucbiBaemble OBUMXEHUSA XapakTepHbl NuWb And Oyaywen Tyno-
BMWHON obnactmn 3apoabiwa. Cnepean OT Hee, B npexopganbHoh 06-
nacTtu, Me3ofepma He KOHBeprupyeT K AOpPCOMeAuanbHOW NUHUK, a,

HX

DN o0°$o0
o)

Puc. 33. KnetoyHass cTpykTypa obnactm wmeauanbHowW HepBHOW 6opo3aku
(M) wn kpas HepBHOW nnacTuHknm (6) Ha cTagun paHHeN HewWpynbl y 3apo-
Obllla TpaBsAHOW nNATYWKW: KHB — KIETKM HEepBHbIX BanuKoB, HX —
HepBHbIA Xenobok

HanpoTMUB, OBMXETCA B BEHTpalibHOM HanpasneHuu, obpasysa Tam 3a-
Kknagky cepgua. Takmm obpasoM, nepegHsis rpaHuua AOpcanbHOM KOH-
BepreHUnn mMesofepmbl coBnajaeTt C nepefHen rpaHuuen mesogepmarb-
HbIX COMUTOB U XOpAbl.

Bckope nocne Havama pgopcanbHOW KoOHBepreHuumm obocobnsertcsa
3avyaTok xopabl. CnepBa ero kpas WUMeT BWUO CKaTOB KPbIWW, KOHEK
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KOTOPOW BbLIXOAWT Ha MOBEPXHOCTb 3apoAbilla TOYHO MO AopcoMeau-
anbHoW nuHum (puc. 33, J1). B atom obnactm akTomesogepmarnbHas
rpaHvMua Ha HekoTopoe BpeMs npakTu4ecku ucyesaeT u copmupyeTcs
XapakTepHbIN Y3k MeauanbHbld (HenpanbHbIA) xenobok. Heckonb-
KO MO3Xe KMNeTKu gopcanbHOM (HenpanbHOW) TMNO3KTOAEPMbI, a BCnea
332 HAMW W 3INMIKTOAEPMbl HAYMHAKT BbITATMBATLCA W KOHBEPrnpoBaTb
CBOMMMW JopcalbHbIMKM KOHLaMKW K gopcomeguanbHOW nuHuu. BosHuka-
€T MOLLHbIN MHOFOCMOWHbIN KNETOYHbIA Beep, OKaNnMNALWMUN KpblLeno-
Ao6OHyl0 3aknagky xopabl M pe3ko obpbiBalwwunca naTtepanbHO
(puc. 33, 6). OOpbIB Beepa COOTBETCTBYET rpaHMLE HEPBHOW MIACTUH-
KW (pacnonoxeHHOW JopcoMeAuarnibHee) M HepBHbIX BanukoB (pacno-
NOXEHHbIX NnatepanbHee).

MpumepHO K 3TOMY BpeMeHW, T. € Ha CTaguu paHHen Hewpynbl
(HepBHas nnacTuHka enBa obocobunack u ele nnockasi), B gopcalb-
HOW yvacTm TynoBuwHOW obnactm obpasyeTca MOLHOe eanHOoe mnone
HaTAXEeHWN, rNaBHbIMW  3fleMeHTaMu KOTOPOro SABMAKTCHA NONOCHI
(KkpoccnuHMKM) akTUBHO pacTAHYTbIX KMeTOK HenpoakTogepMbl U oce-
BOW Me3ogepMbl, uaywme OT JOpcoMeauanbHOW NUHWW BeHTponaTe-
panbHO W BCTpevalwlwmecs nog OCTPbIM YrAOM C aHanorMyHblMW MOMO-
camun, Maywummn oT AOopcoMeananbHONW nuHum ractpouensa. O6wasa no-
noca pacTAHYTbIX KNeTOK BbIXOAUT Ha OOKOBYI NOBEPXHOCTb 3apopnbi-
lWa Kak pas Ha rpaHuue ero oceBblX OpPraHoB W OOKOBOW MNaCTUHKK
(puc. 31, B; 34, ). OnucaHHble CTPYKTypbl BbISABNAKTCA Kak No nac-

Puc. 34. MopenupoBaHue Henpynsuuum ampubuii B TynoBuwHOMW obnactm Ha oc-
HOBE Nonen MexaHU4YeCKUX HaTSaXeHWn;

A — wucxogHas cTapus (paHHAA Heulpyna), 6 — pesynbTaT MalWHHOIO Mope-
nupoBaHnsA (HepBHbIM >Xenobok no4YTum 3aMKHYT); CcHC — cybHelpanbHaa cknapg-
Ka, MHT — MoOJenupoBaHHasi CrrnaxeHHass MOBEPXHOCTb HepBHOW Tpy6ku. Xup-

HbIM BblA€neHbl NUMNHU TNaBHbIX HaTsXeHWui. [lokasdaHbl TONbKO NeBble MNOMOBUHbI
nonepeYyHbiX Ccpe3oB

CUBHbIM penakcauunam OCeBbIX TKaHel nocne cenapoBoK, Tak un
KOMMNbHTEPHbIM pacyeToOM TInaBHbIX HaTAXEHUN KNeTOYHbIX CTEHOK Mo
onucaHHomMmy Bbiwe meTody (puc. 34, A). HasoBem Herny6okyw (HO
pe3Kko yCUIUBAKLWYKCA Npu cenapoBkax) cknagky OOKOBOW noBepx-
HOCTW, Ha KOTOpPYK BbIXOAAT 06e KpoccnuHuu, cybHempanbHOW cknapg-
ko (puc. 31, B—-, 34, A, cHc). Takum obpasom, Kk Havany Henpyns-
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UMM B TynoBuLHON obnactu 3apopbilwa (OPMUPYETCS MOLLUHbIA MYYOK
KPOCCMUHWUI, KOTOPbIN MOXHO Has3BaTb CcyOHeWpanbito-gopcanbHbIM
(puc. 31,B, 34, A, cHA), U MeHee MOLLHbIN —cybHepanbHO-racTpanb-
Hbih (puc. 31, B; 34,J1, cHr). B ronoBHom o6nactm KpOCCNWUHWUK, TO-
MOMoOrMyHble cybHelpanbito-gopcanbHbIM, BbIXOAAT Ha CAUHHYK MNO-
BEPXHOCTb 3apoAbilla 3HAa4YuTeNnbHO naTepanbHee cpegHel NuHuM (CMm.
puc. 31, ). Tone HaTsAXeHWA B roNnoBHOW obnactu BbLIMAAUT 3HAYU-
TenbHo 0Oonee AUCNEPCHbLIM, W KPOCCNWHWUU 30€eCb CYLWECTBEHHO KOPO-
ye, 4yem B TynoBuUHOW obnactu [201].

K ctaguu cpegHei Hempynbl none HaTsSXeHUW WU3MeHseTcsa cnepy-
ownm obpaszom. CyOHelpanbHO-gOpcanbHbIA MYYOK KPOCCIMHUIA Kak
uenoe perpagupyet, U HaTAXEHUS XapaKTepHOro ANs Hero Hanpas-
NEeHNs COXPaHATCA NULIb B CTEHKaX CKpyvuBatlowencss HepBHOW TpyO-
ku. CybHeWpanbHO-racTpanbHble NMUHUM NoKa ocTtatTca (cM. puc. 31,
). Bmecte c Tem none auddepeHuupyeTcs B NpoAofibHOM Hanpasne-
HUK: BblaenseTcss obnacTb KOHUEHTPUPOBAHHbLIX KPOCCAUHWUIA B 3adHEen
obnactu (roe oHa, cobGCTBEHHO, cywecTBoBana C Havyana racTpyns-
unn), a Takxe NOABNAETCS 3aHOBO XapakTepHbIW MYy4YOK KPOCCIWHUN
Ha rpaHuue TYyNOBULHOIO M rOMOBHOro oOTAenoB, B obnactu Oyayuwen
BEHTpanbHOW Mo3roson cknagkum (puc. 31, E, Bmc). K atomy xe Bpe-
MEHU KOPOTKME CKBO3HblE KPOCCIMHUM HaYMHalT paccekaTb obGnacTtb
rMoTKU, BbIXOASS Ha MNOBEPXHOCTb B BuAae nocTOpaHxuanbiton (n6x),.
npebpaHxmanbHon (nNp6) u potoBow cknagok (pc) —puc. 31,K. He-
6onblan pacTsaHyTas obnacTb BLISIBNSETCA TakXe Ha BepllMHE Mneve-
HOYHOro Bbipocta (nB) —pwuc. 31, A.

OanbHenwwnin mopdoreHe3 oceBbiX OpPraHoB B TYNOBULWHOW obnactu
COCTOUT B KOMMAKTM3auuum WU CUMNbHOM MNPOAOSIBHOM  BbITAXEHUM 3a-
Knagku xopabl (CTAaHOBSALWEWNCA KPYrnom B NOMEpPeYHOM CeYeHuu), no-
BOpPOTE KNEeTOK COMWTHOMW Me304epMbl OT KOCOMOMepe4vnoro K npoposnb-
HOMY (OTHOCWUTENBHO OCK 3apojbilla) pacrnofioKEeHUK U B CKpy4vuBa-
HUM HepBHOM nnacTuHkn B Tpybky. OcTtaHoBumcsa nogpobHee Ha Me-
XaHn3Me nocriegHero npouecca.

He BbI3biIBaeT COMHEHWW, 4YTO CKpyYMBaHMe — aKTUBHbIW npoLecc,
CUNbl KOTOPOTO NOKafnuM3oBaHbl B CaMOM HeWpanbHOM 3a4yaTke, a He B
npUMbIKalOWeENn K HeMy MOKPOBHOW 3KTOAepMe, KOoTopasi TeopeTuyec-
KM Morna Obl oka3biBaTb Ha HEPBHYK NnacTuHky GokoBoe aaBrieHue.
HecoctoAaTenbHOCTb npeanonoxeHus o OOKOBOM pAaBneHun (Kak HM
CTpaHHO, OO CUX MOp WMHOrga BbiCKasbiBaemoro) Obina BrnepBblie MoOKa-
3aHa ewe B. Py, HaGniogaBwum Hewnpynsauuio y 3apofbiia LbiNfeHKa
nocrne u3onAuMM HEPBHOW NMNACTUHKM OT OKpyXakwwWwux TKaHen OoKo-
BbiMM paspesamu. C Tex Mop aHanornyHble OnbiTbl ObINM MOCTaBMEHbI
MHOTroKpaTHO; y 3apoabilen amcpubuii nocrie Takon M30NAUUN HEWpy-
nAuMsA npoTekaeT Jaxe 3HauuTenbHo ObicTpee, yem B Hopwme. Cnepo-
BaTenbHO, GOKOBble TKAHW He TONbKO He CcnocobCTBYHT Henpynauuu,
HO U OKa3blBalT €l MexaHW4Yeckoe COMpPOTUBIEHUE,

B oueHke Beaywmx MeXaHU3MOB HeWpynsauuu, NoKanu3oBaHHbIX B
caMoV HewpanbHOW 3aknagke, CYLWeCTBYKT, OOHaAKO, M3BECTHble Mpo-
TuBopeunsi. Pag aBTOPOB CKMOHHbI CBOAUTb UX K COKpALLEHWUK MYy4YKOB
MUKPOUNAMEHT, PAacnOSyIOXEHHbIX Ha anukanbHbIX MOBEPXHOCTAX
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KneTtok Hemnpoanuaktoaepmbl [206]. OaHako, Kak U NPUMEHUTENbLHO
K ractpynauyum, MOXHO COMHeBaTbCHd, [OCTAaTOYHO NW 3TUX cun Ans
pgedopmauum CTonb MOLWHOW KNeTo4YHOoW Mmaccel, Tem 6Gonee 4to pgane-
KO He Bcerga Heupynsauus conpoBOXAAaeTCs CYWeEeCTBEHHbIM yMeHblue-
HMEM anukanbHOW MOBEPXHOCTM HEPBHOW MNACTUHKW: HENnpynauusa He-
penko npepcrtaeBnseT cobom He CTONMbKO CKpyyYMBaHWe, CKOMbKO cKna-
AblBaHUe NMONOBMHOK HEPBHOW MMAaCTUHKK.

Cnepywouwmne pBe He3aBUCMMble KaTeropum AaHHbIX TOBOPAT B
nonb3y TOro, YTO HENpynauusa, Kak u ractpynauums, moxet ObiTb pe-
3ynbTaTOM COKpalleHUs pacTAHYTbIX CTEHOK BCEX KMeTOK AaHHOro 3a-
yaTka, Mpu4yem I3TO COKpalleHuMe CTOMT B NPAMON 3aBUCUMMOCTU OT WX
UCXOAHOr0 HaTSXeHnsN:

1. Mpn oTceyeHnn c naTtepanbHOW CTOPOHbLI U OTCENapoOBKW OT HU-
xenexawmnx TKaHeM y4yacTOK HENPOSKTOAEpMbl B  XOAEe MNacCCUBHON
(npoBegeHHOW Ha XxonoAy) penakcauuy NPakTUYeCKM MIHOBEHHO WMMU-
Tupyet Ty OpMy CKpyyYeHHOW TpybkuM, KOTOpyl B HOpMEe HepBHas
nnacTuHka npuHUMaeT B pesdynbTaTe ANUTENbHOro MopdoreHesa.

B ycnosBuAx naccvBHOW penakcauuuM MOrMo MNpPOU3OATU TOSBbKO CO-
KpalleHne paHee PacTAHYTbIX KMNETOYHbIX CTEHOK. TOT (akT, 4To 3TO
COKpalleHne Xopowo WMWUTUPYET HOPMalbHY HEenpynauuioo, ykasbiBa-
€T, YTO W 3Ta nocnefHAs MoxeT ObiTb pe3ynbTaToM COKpalieHWs pac-
TAHYTbIX KNETOYHbIX CTEHOK, XOTS B HOpManbHOM MopdoreHese, npwu
HanuumMm conpoTmBneHnss OOKOBbIX TKaHeW, dTO cokpalweHue [OJIKHO
OblTb, KOHEYHO, aKTUBHbIM.

2. Umutauma Ha OBM pesynbTata cokpaweHus WCXOAHO pacTs-
HYTbIX KMEeTOYHbIX CTEHOK [201] Aana cepuio KoHdUrypauun, yauBM-
TenbHO TOYHO coBnajawlwWux ¢ nocnefoBaTeribHbIMM WAaraMun Henpyns-
L1, npuyem BOCMPOM3BOAATCHA TaKXe W XapakTepHble pasnuyinsg Mex-
Oy MopgoreHe3omMm TYJNOBULLHOW M TONTOBHOW 4acTeW HEpPBHOWM NMNacTUH-
KW: Ans TynoBULWHOW 4acTum wmopgenupyeTtca obpasoBaHue y3Kkoro 3a-
MKHYTOro xenobka (puc.34, A, 5), a pna ronoBHOW 4acTu — TUMMWY-
HOEe WWpoKoe AHO MeXxAy HepBHbiMKM Banukamm (puc.35, A, 6). Or-
MEeTUM TaKxXe, 4YTO B TYNOBULLHOW 4YacTW OTYETNMBO BOCMPOM3BOAUTCS
rmagkvin BHEWHWUN KOHTYp HepBHOW Tpyb6km (puc. 34, b, nHT), a B ro-
NMOBHOW YacTu — XxapakTepHbI 3Be340006pasHbli PUCYHOK KPOCCIMHUIA
(puc. 35, b, kn), NpUMEpPHO COOTBETCTBYKLWNUA  KOHTYpy Oyayuwimx
rmasHblXx 3avyaTkoB. [lpyrune mogenupyemble OCOOEHHOCTM Monen HaTd-
XEeHUW Toxe ONM3KO COOTBETCTBYIOT 3KCMEPUMEHTY W HabmwogeHusM.
Bce 310 nossondeT yTBepxgaTb, YTO OCHOBOW HENPYNAUMOHHBLIX ABU-
XEHUN HABMAITCA YCTAHOBMBLUMECH K Havyany Henpynauum nonsd Ha-
TAXXEHWN, KOTOopble 3BOMIOUMOHMPYIOT Onarogaps COKpaleHUaM Kre-
TOK, NMPUMEPHO MNPOMNOPLUOHANbHbLIM HATSXEHUAM WX CTEHOK.

KoHe4yHO, Kak u B cnyvae racTpynsauuu, mogenb ynpouwiaeTt peanb-
Hyl cuTyauuto. B pgaHHOmM cnyyvyae oHa, B 4acTHOCTW, He oTpaxaeTt
NPOAONbHbLIX CUM pacTAXeHUs, AeNCTBYLWMX B TynoBuLWHON obnactu
W nopoXAaeMblX aKTUBHbIM pacTaXeHWem xopAbl W B JanbHenwem
CaMOli CKpyYuBaloWeNncs HepBHOW MNMACTUHKU. OTU CUMbl CYyLWECTBEHHO
pacTarnBaloT OKpyXawlwme TKaHW TynosuuwHom obrmactu u oTBeTCT-
BEHHbl, BEPOATHO, 3@ MPOAOSNbHYK PEeOpUEeHTauul KneToK OCeBON Me-
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3ogepmbl. Kpome TOro, 3T cunbl MOryT Bbl3BaTb XapakTepHbIW none-
PEYHbI U3NOM Ha rpaHuue TYNOBUWHOW W ronoBHOW obnactem u Tem.
camblM cnocobcTBoBaTth MX obocobnenuio. Kak pas3 na mecTte 3TOro
nsanoma n PoOpMMUpyeTCcAa XapaKTepHbIW MYYOK KPOCCAUHWNA, Hameyato-
LWMA BeHTpanbHyl MO3roBykw cknagky (puc.31, E, BMC).

YposHesas cmpykmypa akcuanusayuu. [Tokaxem, 4TO npouecc ak-
cnanusauum obnapaet TPexXypoOBHEBOW CTPYKTYpPOW, CXOAHOW C yxe
paccMOTPEHHON BbllWe CTPYKTYpoW racTpynsauuu. B paHHOM cnydae

Puc. 35. MopenupoBaHune Henpynauun amdubuin B ronoBHOW ob6nacTu Ha OCHOBe-

nonen MexaHW4YeCKUX HaTSAXEHUN:

A — wucxopgHas cTagusi, 6 — pe3ynbTaT MaWWHHOTO MOAENUPOBaAHUA (MYHKTUP-
Ha b o6o03HayaeT npuMmepHble KOHTYypbl rnasHoro 3avyaTka), kn — 3Be3goobpas-
Hbli PUCYHOK KPOCCAWHUWA. XWPHbIM BblAeNeHbl MWUHWUK T[NaBHbIX HaTsaXeHun. [o-
Ka3aHbl TONbKO IeBble MOMOBUHbI NOMEPEYHbIX CpPe3oB

aHanu3 yaobHee HayaTb C YPOBHA AMHAMUYECKUX MNEepeMeHHbIX. JTO
BCE Te Xe, XOpOlWO 3HaKOMble HaM Mpoueccbl Monapu3auum u cokpa-
LWEeHNs KNeTOK C XapaKTepHbIMW BpeMeHamu nopsnka HECKONbKUX MU-
HYT Ha KNeTKy.

Cnepywwunin, 6onee BepxHU ypoBeHb MOPEONOrM4eckMx napameT-
poB akcuanusauum ecTeCTBEHHO CBfA3aTb, Kak W B cryyae racTpyns-
LMK, C MONMSIMM MeXaHWYeCcKUX HaTsaxeHun. B npouecce akcuanusauum
cTeneHb WX pasBUTUA U MopdoreHeTnyeckas ponb OCOBEHHO 3Ha4u-
TenbHbl. B OocHOBe akcuanbHOro MoOnNs HaTsAXEHWM NMEeXUT Ta Xe Tono-
norudyeckas CTpyKTypa, 4TO U B APYrMX MonAx — My4yok (nosoca)-
KNeToK, aKTMBHO pacTAHYTbIX NOA YrNOM K MOBEPXHOCTM 3apoAbllia u
NMacCMBHO TaHreHuuanbHO-pacTsaHyTas UMW  OKpyXxawlas MNoBepx-
HocTb. B gaHHOM cnydae akTMBHO pacTsHYTble KNneTkum obpasykT, kak
Mbl BWOENU, MOLLHYH CUCTEMY KPOCCIMHUIA, BbIXOASAWMKX na OoKoBble
NMOBEPXHOCTM 3apofbllla U JallWMX OTBETBNEHWS K racTtpanbHOW Mno-
NnocTU; nopoxpaemoe 3TUMU KNeTKkaMu TaHreHumanbHoe pacTaxeHue
pacnpocTpaHseTcsd, No KpaWHen Mepe B TynOBULWHOM obnactu, Ha BCH
OOKOBYIO N BEHTpPanbHYO 3KTOAEpMY.

OnucbiBaeMble HUXE OMbITbl MOKa3blBakT, 4YTO akcuanbHOe none
HaTAXEeHUN aABnAeTcs HeobxoAMMbIM K, B LWIUPOKUX npegenax, gocrta-
TOYHbIM YCNOBMEM CTPYKTYPHON YCTOWYMBOCTW MNpOTEKAWLWMUX B XOoAe
akcnanusaumm mMopdonpoLeccos:
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1. Nocne NOBOPOTOB Y4YacTKOB KpbiWW 3apoabiwa (MenpoakToaep-
Mbl BMECTe C noactunawuwen xopaomMe3onepMon) Ha cTaguu nosgHen
ractpynel Ha 90° BOKpyr BepTuMKanbHOW ocu Habnwpanucb gocTtaTou-
HO MONHble perynsauuM pasBuUTUS B TynoBULHOW obnactu, roe mmeert-
Ccd CUNIbHOE W UenocTHoe akcmanbHoe none. HanpoTueB, B ronoBHON
obnactu, roe akcumanbHoe Mofie Ha TOoW Xe cTaaum 6Gonee cnaboe u
AucrnepcHoe, Takue e MNOBOPOTbl MNPUBOAWUNN K MOSIHOWM XaoTusauuu
CTPYKTYpbl MOBEPHYTOro yyacTka, NpMYeM [axe Hapywanacb rpaHu-
La Mexay ero HempoaKToAepMalnbHOW U xopaome3odepmanbliioi vacTs-
mn [208].

2. Ecnu akcnnaHTUpoBaTb Yy4acTKM C YXe€ CINOXWBLWIMMCHA akcuanb-
HbiIM nonem (obnacte gopcanbHoW rybel 6nactonopa cpefHen-no3aHen
ractpynbl wunu nwobol y4vyacTok [OopcanbHOW CTEHKW, HayuMHas co cTa-
OVn cpefHen Hewnpynbl), TO O04YeHb CKOPO (4epe3 HEeCKONbKO 4acos,
T. e. ObicTpee, YeM B HOpMe) BO3HUKaNM MNpekpacHo cHOPMUPOBAHHbIE

Puc. 36. PesynbraTtbl akcnnaHTauuu dparMeHTOB TKaHeW 3apoabillen TpaBAHON
narywkn (obpamneHbl) ¢ yxe cdopmupoBaHHbiM (B, [) wn ewe He cdopmupo-
BaHHbIM K MOMEHTY akcnnaHTauuu (J1, b, [) akcmanbHbIM MOMEM HaTSXEHUN
(kpoccnuHUM 3Toro nonsi 0603HayYeHbl XUPHLIM KOHTYPOM):

rm — rnas, 30 — 3a4yaToK NWH3bl, HT — HepBHas TkaHb (Mnum Tpybka), Kk —
KMWeYHnKk, x — xopga (no [207])

M MponopuMoHanbHble B MOMNEPEYHOM CEYEHMUM OCEBbLIE  KOMMJIIEKCHI
(puc. 36, B, ). Ecnu xe akcnnaHTUpoOBanu y4yacTKku, rge akcuanb-
Hoe none euwe He ycneno cdopmupoBaTbcs (6okoBble rybbl 6nacrto-
nopa cpegHen-no3gHen racTpynbl, JOpcalibHY KpbiWy MO3QHEN racT-
pynbl), TO XOTA U BO3HMKan OGoraTbii Habop xopowo AuddepeHunpo-
BaHHbIX MO OTAENbHOCTM OCEBbIX OPraHoB, HO OHW ObIM PACMOMOXEHbI
6ecnopsagoyHo (puc.36, A, b, ). Mexay Tem 6NUXHUA (NoKanbHbIW)
nopsaaok B OTAENbHbIX 3aknajkax M B 3Tux cnydvasax cobnwopgancs:
Hanpumep, BO3HWUKANW aTUMWYHO M3OTHYTbIE, HO HENpPEepbIBHbIE U XO-

153



poOWO OMOPMIMEHHbIE XOpAbl. OTW ONbITbl MO3BOMAT pas3fgennutb Mop-
doreHeTU4YECKMEe pPONMM LENOCTHONO aKCUanbHOro MnOoMA HaTAXEHUN un
COOCTBEHHO AWHAMUWYECKUX MNEPEMEHHbIX C WX ONMXHMMMKM (KOHTaKT-
HbIMK) B3aumopgencTemaMu. Kak BMOHO, OAHM fUWb KOHTAKTHble B3a-
umoaenctema (B 4yactHoctn, KM K ©6e3 nona HaTaAXeHW) CNoCOBHbI
obecneunTb TONbKO ONUXHWIA NOPSQOK, TOrAa Kak nogaepxaHue
panbHero (rno6anbHoOro) nopsapgka TpebyeT HeHapyLWeHHOro LenocT-
HOFO MONS HaTSXEHUN.

3. lMepecagkn BeHTpanbHbIX TKaHeW (3KTOAEPMbI U Me304epMbl) B
popcanbHylo obnacTb 3apofbilia TakXe [EMOHCTpuUpylT Gonblyto
YCTOMYMBOCTb W aCCUMMUIISATOPHYK  CNOCOOHOCTb aKkCcuanbHOro nmnons.
TpaHcnNnaHTUpOBaHHbIE TKAHW He TONbKOo 3 PEKTUBHO BTArMBAKTCA B
MopdoreHeTU4eCkMe OBUMXKEHUS TKaHeW XO03siMHa, HO WM YyOUBUTENbHO
TOYHO «JOMONHSAKT A0 LENOro» Te OCeBble CTPYKTypbl, B COCEACTBE
KOTOpbIX OHM nonaganu (puc. 37, A). B uacTtHocTM, wMexnucTkoBas
HelpoakToOMe3odepmManbHas rpaHuua xo03siuHa NfaBHO coefuHsnacb C

Me303HToAEpPManbHON rpaHuuen TpaHCNNaHTMPOBaHHOM TKaHu
(pnc.37, A, ctpenka). B HekoTopbix TpaHcnnaHTaTax 4YacTb MaTepua-
na BOBfMekKanacb B HEPBHYK NMNacTUHKY, a 4YacTb — B MaTepuan HepB-

HOro Banuka, MNpuU4YeM rpaHuLa MeXxAy CIOXEeHHbIM U3 MaTepuana
TpaHcnmaHTaTa BanluKOM W NNACTUHKOW Oblfla pacnofyioXXeHa Ha TOM
Xe natepoMmeguanbHOM YpPOBHE, YTO M B MPOTMBOMOJIOXKHOW, KOHT-
ponbHOW nonoBuHe 3apogbiwa. Co3gaeTcda BnevyaTneHue, 4YTO B 4uUC-
TO MOpP(OreHeTUYeCKOM OTHOLIEHUM akcuarnbHoe Mnore MOXeT C oAu-
HaKoOBbIM YCMNEXOM OpraHuM3oBaTb He TOJIbKO «COOCTBEHHbLIN», MO MU
Yy)XKepPOAHbIA KMNEeTOYHbIN  MaTepuan. OTO, B YACTHOCTU, MCKI4YaeT
rmnoTe3y O BeAywen ponu B akcuanumsauum MexaHu3MOB Tuna cop-
TUPOBKM nNpedeTep MUHUPOBAHNbIX pa3HoOpoAHbIX kneTtok. C apyron
CTOPOHbI, Aa)Xe XOpPOoWO acCCMMWUIUPOBAHHbIE aKCuarbHbIM MOMEM BEHT-
panbHble TpaHcnnaHtaTtbl K AunddepeHUUpoBKE B MPOU3BOAHbIE OCe-
BblIX 3a4aTKOB HE CMOCOOHbI.

Xopowo un3BecTHO, 4YTO ANns Takonm guddepeHUMpoBkM TpebyeTcs
Bo3gelncTBue aktopoB nepBMYHON IMOpPUMOHaNbHOW MHAYKUUKU. UMeH-
HO C 3TuMu dakTopamMu Mbl CBAA3bIBAEM Ouoxmmuyeckme napameTpbl
akcManusauuu, Kotopble o6pa3yiT Haumbonee BepXHUN ee YypPOBEHb.

YTBepxaeHue, 4To dakTtopbl MNEepBUYHOW UHAYKUMU [ENCTBYIOT
MMEHHO Kak napameTpbl, TpebyeT To4yHOro ob6ocHoBaHMA. O6wenpuHs-
Tble MpeacTaBMeHUs O MexaHu3max MNepBUYHOW WHAYKUWK, Npu Bcewn
cBoeln HepopaboTaHHOCTM, ckopee OnU3KM K KaTeropmm CcunoBoro, a
a He napameTpuyeckoro ynpasrneHus. [OencteutenbHo, 06bI4HO npepn-
nonaraeTcsl, 4To ¢akTopbl NEPBUYHOW WMHAOYKLUUM BblCOKOCNELUDUNYHbI
W OOHO3HAYHO «NPOrPamMMUPYIOT» OKOHYaTemnbHble AN PEPEHLUPOBKN.
He ob6cyxpaa ceivac Bce 3aTpygoHeHWUs, KoTopble BnedyeT 3a cobon
3Ta To4yka 3peHuMs (Mbl BEPHEMCS K 3TOMY MO3Xe), NpuBeaeM TONbKO
OOWH 3KCNepuMeHTanbHbln dakT, BpA4 M COBMECTUMbIA C KOHLen-
umen cneumdguyeckoro AenWCTBUS MHAYKTOpaA: €ecnu Ha cTaguu cpeg-
Hel racTpynbl 3KCMNaHTUPOBaTb Yy4YacTOK MPe3yMNTUBHOW HeNpo-
3KTOA4EepMbl, TO OH Ooree 4yem B MONOBMHE Criy4yaeB [acT KpOME Hei-
panbHbIX TakXe W XxopaomesodepManbHble Mpou3BoAHble [ss]. [Mo-
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Puc. 37. AccumunsaTopHble cnocobHOCTU M (hakTopbl OpuUeHTauuu oce-
BblX 3a4aTKOB 3apoAblllel MATYLWKNn:

A — y4acTMe BeHTpanbHbIX TKaHenW nNO34HEeN racTpynbl WNopUeBon
nArywkn (csetnbie) B (OPMUPOBaAHUU HEPBHOro xenobka TpaBsHOWM
nArywkn (TeMHble TkaHu). ®Pukcauuma 4epes 8 4 nocrne onepauuu.
5i — oceBoN 3avaToK g, TPaHCMNaHTUPOBAHHbLIA NapanfnenbHO HepB-
HOM TpybOKe XxO03AMHA, peopueHTUpoBancs nepneHaukynsipHo en (06-
wun Bupg). 22 — TO Xe Ha cpe3e BAONb PEOPUEHTUPOBAHHOIO TpaHC-
nnaHtata. HepsHaa Tpybka wu xopaa (nch) cdopmupoBanucb TOMb-
KO B aCCMMMWIIMPOBAHHOW XO3MHOM W PacTAHYTOW YacTW TpaHCNnaH-
TaTa, ocTanbHas 4acTb TpaHcnnaHTata o6pasoBana ckonneHue ne-
peAHeMOo3roBoi TKaHu

CKONNbKY nocne 3KcnnaHtTauunnm HUKaKUX OONOJNTHUTENbHbIX WHAOYKLWOH-
HbIX CTUMYIOB OaHHbIN y4acCcToOK He nonydan, ecTteCTBeHHO AOyMaTb,
4TO T€ WHAOYKUWOHHble CTUMYInbl, KOTOpble OH nony4yun, HaxogsaCb B
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cocTaBe Uenoro 3apofbilla, He ABNANUCbL Ccrneuuduyeckn Heunparnb-
HbIMW: OHW Aenanu TKaHb CMOCOOHOW MpW HanMuyuum ABHO Hecneundu-
YeCKMX BO3MYLUEHWA (CBA3a@HHbIX C 3KCMMaHTauuewn) K pasBUTUIO Tak-
Xe 1 mesopepmarnbHbIX nNpousBoAHbIX. Ecnm yyecTb npu 9TOM, 4TO
HEeMHOYUMPOBaNHbie TKaHW He CnocobHbl AnddepeHuMpoBaTbCa HU B
HenpanbHble, HU B Me3odepMaribHble CTPYKTYpbl, a WHAYUUPOBAHHbLIE
TKaHW [alT KpoMe BCexX 3aTUX AnddepeHUMPOBOK TakXe U MOKPOBHYIO
3KTOAEpPMY, MEPBUYHYIO MHAYKLWUIO cnefyeT paccMaTpuBaTb He Kakcne-
undusnpywmn ¢aktop, a, HanpoTuMB, Kak akTop pacwupeHuUs
NOTEHUMN WUHAYUUPYEMON TKAHU; NO 3TO BO3MOXHO, KaK Mbl 3HaeM
3 rn. 1, TONbKO NpW cABUre napameTpos.

HabniogeHns nokasanu, 4TO OOAHMM U3 MNEepBbIX HABHbIX OTNWMYWIA
WHAYUMPOBAHHBIX TKaHEN OT HEeWHAYLUMPOBaHHbIX sBNfeTca npuobpe-
TeHWe nepBbIMW CMNOCOBHOCTU K WHTEHCUMBHOW W CTOWKOW, BbIpa>KeHHOo
6uctabunbHon KM K. [JocTuxeHne WHAYLMPOBAHHBIMU KNeTKaMu TOW
unn uHom AnddepeHUnpoBKN (XOpAanbHOW, rMNoOXopAaanbHON, Heu-
panbHOM W Mp.) 3aBUCUT OT BOBIEYEHUS WNIN HEBOBMEYENUS KNeToK B
oaHy u3 BonH KIMK. B cBA3M C 3TMUM MOXHO AyMaTb, 4YTO akTopbl
NepBUYHOW MHAYKUMUW BLINOMHAIT ponb, NodobHyl napameTpy e B
ypaBHeHuun (14).

OancHelwmne 6Gonee cneuududeckne mopdonorudeckue u aundde-
pPEeHUMPOBOYHbIE NEpPecTpPoOrkM B MWHAYUUPOBAHHLIX TKaHAX cnegyet
paccmaTpuBaTb Kak (YHKLMM U3MEHEeHWW 3TOro napametpa, a Takxe
HavyanbHbIX W rpaHW4YHbIX ycrnosun. OuyeBMAHO, 4YTO, Hanpumep, 3KC-
nnaHTauna BNuseT Ha ABe nocrnefHuWe kateropum akTopos.

CaBuUr MexaHOXMMUWYECKUX MapamMeTpoB CUCTEMbI MOA BAUAHWEM
nHaykTopa MoxeT ObITb, XO0Ts Obl OTyacTu, CBfA3aH C MNogaBNeHUEM
CMHTE3a KOMMOHEHTOB BHEKMETOYHOro MaTpukca B WHAYLUUPOBAaHHbIX
TKaHAX [ss]. MI3BECTHO, 4TO HEKOTOpble BTOPUYHbIE MWHAYKUUW TOXe
conpoBoXxgakwTca rnybokMMuM nepecTpovkamMu BHEKNETOYHOro MaTpukK-
ca [ss]

B cBeTe ckas3aHHOro coCTOsiHME, MpuUcyllee TOMbKO Y4TO WHAYLMPO-
BaHHbIM TKaHsM, Obino Obl nNpaBunbHee oOMNpefenuTb He Kak YyXxe
anddepeHumMpoBaHHoe, a KakK COCTOSsHME CUNbHOW KOMNETEeH-
unun K gudpdepeHumnposke. lNMpunaratenbHoe «CuUrbHas» UCNONb3yeTcs
ana Toro, 4ytobbl OTNMYWTL JaHHOE COCTOAHME OT «MNpPOCTO KOoMMe-
TEHTHOro» (Mnu, MoxeT ObITb, ny4vywe — «crnabo KOMMNETEHTHOro»),
3a KOTOPbIM Mbl COXpaHSE€M €ero KrnaCcCUYeCKUM CMbICN: 3TO COCTOSHME,
B KOTOpPOM 3MOpuoHanbHble TKaHW MOTyT BOCMpPWHMMAaTb BO3AencTBUe
WHOYKTOPOB (B TOM 4ucne nepBuyHOro). Mbel nonaraem, 4To B pasBu-
TUM CylleCcTBYyeT CBOEro poja Kackaj KOMMNETEHTHOCTEeW: cHavana BO3-
HMkaeT cnabo KOMNEeTeHTHOEe COCTOAHWEe, 3aTeM, Ha ero OCHOBe W Mnpu
Hanu4yum nNepBUYHOTO MWHAYKTOpa,— COCTOAHWE CUMbHOW KOMMETEHTHO-
ctM. Ha atom ponb NepBMYHOrO MHAYKTOpA MOXET 3akaH4YMBaTbCH, U
OKOH4YaTenbHble «AnddepeHLMpoBOYNbie peLlleHnsa» MnpuHUMaeT cama
WHOYUMPOBaHHAA TKaHb B 3aBUCMMOCTU OT HavallbHblX W TFPaHUYHbIX
YyCNOBUMN W nokanumsyembiX nocnegHumm nonen HatskeHun un KIK.

AKcuanusayus Kak 38eHO 3ruceHemuyveckol uyenu: ropoxdawuwue
ee u nopoxdaemble el HayasnbHble ycrosus. Ecnun HavanbHble ycno-
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BUA aOna Oonee paHHMX MNpoOLECcCOB pas3Butuas — papobneHus, ractpy-
nauMn — OblNM B 3HAYUTENBbHOW Mepe CBA3aHbl C 0OMNMasMaTU4YeCKON
cerperaumen, To MO OTHOLIEHWIDO K aKcuanusauum 3TOro yxe ckasaTb
Henb3s. BmecTe c Tem, kak nokasanu oOMNuCaHHble BbiWe OMbITbl MO
aKCNMNaHTaumaM pasnnYHbiX Y4acTKOB [OpcanbHOW CTEHKM 3apofbl-
Wwen, npaBuiibHble OCEBble CTPYKTYpbl HE MOryT BO3HWUKHYTb Jaxe Wu3
CUITbHO KOMMETEHTHOro KNeTOo4YHOro maTtepuana nyTeM «4YUCTOW» camo-
opraHmsauumm, kak 3To OblMo BO3MOXHO Ans amdpubnactynsl (BO3HU-
Kalwuwen Tak u3 nwoboro yvyactka Kpbilwun Gnactouens) wnu racTpynsbl
(3 oparmeHta CBO). B npoTnBONONOXHOCTL WM akcuanusaywms
TpebyeT AOCTAaTOYHO ONpedeneHHbIX HavalbHbiX YcrnoBuil. MOXHO no-
KaszaTb, YTO OHW co3pakwTca racTpynsauuvein. Bo-nepBbix (4TO noyTu
TPUBMANbHO), racTpynsumsa OCYLWecTBNsSeT BBOpadYuBaHWe martepuana
nepBMYHOro WMHAYKTOpa, NPUBOAS €ro B KOHTAKT C MaTepuanom npe-
3yMNTUBHOW HENPO3KTOAEPMbl W MNO3BOMAS TEM CaMbiM OCYLIECTBUTD,
nepBUYHYl0 MWHAYKUUIO. Bonee HOBbIM siBNsSieTcs crnefyiollee yTBEPX-
OeHue, KoTopoe Mbl nonbiTaeMcsi 06OCHOBaTb: BbI3BaHHOE racTpyns-
UMOHHBIMM  OBMXEHUAMU NPOAOSIbHOE  pacTsXXeHue — nonepevyHoe
cxaTue pgopcanbHOro MaTepuana co3gaeT HavanbHble YCNnoBus Ansd
(HOpMMPOBAHNA aAKCUANBbHOTO MOMSA HaTSXKEHUN.

B nonb3y 3TOoro npeanonoxeHws roBOPUT npexge Bcero cnocob
3apoXAeHUss akcuanbHOro nondg B BuAe Ny4vyka pacTAHYTbIX KIeToK,
KOHBEPIMpyKwLWmnXx K gopcomMeaumanbHOMY HewpanbHOMY >xenobky. Becb-
Ma BEPOSITHO, YTO 3Ta CTpPYyKTypa 3aknagblBaeTcss B AOpCalbHOW 3nu-
3KTOAepMe Ha OCHOBe MexaHudeckoro adpdpekra lMyaccoHa (cm. rn. 3).
OaHHbIn 3dbhekT mMoxeT Bbi3BaTb kak obpa3oBaHue xenobka (npen-
cTaBnawwero cobon MUKpOpaspbiB KINEeTOYHOro nnacTta), Tak U KOH-
BEPreHUU KIeToK K HeMy. AHaNnoOrM4yHOW CTPYKTYpPbl >XeNnoOKU-MUK-
popas3pbiBbl BO3HMKAKT B CKPYYMBaKLWUXCA 3SKCNAaHTatax nbbix
AMOpPUOHanNbHbIX TKaHeW Mo nNuHUAM Haubonbwux HaTaxeHun. Ko-
HEYHO, YUCTO MEeXaHU4yeckue cunbl MOTYT Bbi3BaTb 3apoOXAeHWe nNullb
HayanbHOro «3apofbilla» MOns HaTAXEeHWN; fanbHelnlwee ero pasBuTue
OOIKHO npoTekaTb akTuBHbIM ob6pas3om, nytem KM K u© KneTouHbIX
aBmxeHuii. OQHaAKO MMEHHO BHELWIHee aHW30TPOMNHOe HaTsXKeHue opra-
Hu3yeT KMK. O4yeBMAHO, 4TO B COOTBETCTBMMU C -mogenbto YC—KIK
B nonepe4yHo cxaTtom nnacty KM K Gygetr pacnpocTpaHaTbCs Kak pa3s
B nonepe4yHomMm (a He B MPOAONbHOM) HamnpaBreHWW, U B MOMNEPEYHOM
Xe HanpaBneHunm OyayT BO3HMKATb orpaHumymBawwmue KIMK TaHreH-
uManbHble HaTaXeHWs. 3TO BMONIHE COOTBETCTBYET KakK CTPYyKType
WHTAaKTHOW HEPBHOW NMNacTUHKM (OHa oOrpaHW4yeHa B MOMNEpPeyHOM Ha-
npaBneHnn un npocTupaeTcsa BOOMb BCEro 3apoAblilua B MNPOAONIbHOM),
Tak U WHTEPECHOW CUTyauuMn «aHW3OTPOMHOro CKEWNUHra» 3TOro Xxe
3a4aTka: Ha 3apofblllax YMEeHbLIeHHbIX pa3MepoB HepBHad MnacTuUHKa
3 PEKTUBHO perynmpyeTt CBOM pa3mMepbl OTHOCUTENbHO LENOro MMEHHO
B MOMNEpeyYHoOM, a He B NPOoAOJIbHOM HanpaBlEeHUN.

MpennonoxeHue o pewakwwen pPoNnM aHU3OTPOMHOIO pPacCTAXKEHUS
ONsi OpuMeHTauuu akcuanbHbIX CTPYKTYp MNOATBEpPXAAaeTcss TakXe B
yNnOMUHaBLUMXCHA BbilWe onbiTax no noBopoTam Ha 90° BoOKpyr BepTwu-
KanbHOW ocCuM Ha cTaguu no3gHen racTpynbl HeGoOMbLIMX Yy4acTKOB JoOp-
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canbHOW CTEHKM 3apofbiwa u3 TynoBuwHow obnactn. CneumanbHas
cepuss onbITOB Oblna nocTtaBneHa, 4ToObl OTBETUTb Ha BOMPOC: MOTYyT
N akcuanbHble CTPYKTYpbl ObiTb OpraHn3oBaHbl KakMM-NMGO WHbIM
nonem HaTsXeHUN, KpomMe KaK MNOopOoXAeHHbIM ractpynauuen? bbino
MCNonb30BaHO TO OBGCTOATENLCTBO, 4YTO camMa Helpynsauus Bbi3biBaeT
BEHTpoAopcanbHble pacTsXeHus B 6okoBon obnactum 3apopbiwa. Ecnu
9T HATSAXEHWUS BbI3bIBAOT TaKOW e 3ddekT, Kak M «NpUBbIYHbIE»
ONs OCeBbIX OpraHoOB racTpynsLMOHHbIE, TO parMeHTbl OCEBbIX 3a-
YyaTKOB, MepecaXeHHble C COXpaHeHWeM MpexHen opueHTauum B OOKO-
Bylo obnacTb 3apopjbilla, HaxogslLerocs Ha cTaguum paHHen-cpegHen
Henpynbl, OOMKHbI PEOPUEHTUPOBATLCS BOOMb HOBOIO HaTSAXEHUS, T. e
nonepeyHo CBOEW OCUM U OCU 3apopbllia-xo3simHa. MMeHHO Takoh pe-
3ynbtaT U Habnwopanca B GonbwwuHcTBe cnyyaeB (puc. 37, bub2).
COBOKYNHOCTb MPUBEAEHHbIX [AaHHbIX MO3BONAET C [AOCTaTOYHOW Be-
POATHOCTbIO YTBEPXAaATb, YTO BHELWHWE HaTsXeHua (B HOpME MNOpOX-
OEeHHble racTpPyNAUMOHHBIMU ABUXEHUSMU) BbICTyNakwT B ponu Havanb-
HbIX YCMOBUN OpPUEHTauUW akCuanbHOro nons HaTsXEeHWN U COoOoTBEeT-
cTBylLlWero mopdoreHesa.

C Apyron CTOPOHbI, TOMbKO YTO YMNOMSAHYTble NOPOXAAeMble Hen-
pynsumneni BeHTpogopcanbHble pacTsaxeHus OokoBbIXx obnacten 3apo-
Obllla BXOAAT B YMCMO HavaNbHbIX YCNoBUKA Ana MopdoreHe3oB, uay-
wnx BCreg 3a akcumanusauuen. [JencTBUTenbHO, YyMNOMUHaBLIUECS
Bbille npe- M noctbpaHxuanbHas, xabepHble M poToBas cknagku pac-
NoMnoXeHbl MMEHHO B BEHTPOAOpPCafbHOM (BepTUKanbHOM) Hanpasne-
HUW, T. €. BOOMb HATAXEHWW, MopoxXAaeMblX Hewpynauuewn, u Tak, Kak
auktoBanocb Obl adpgpektom [MyaccoHa. KoHeuyHo, 3TM coobpaxeHusa
MOTYyT OOBACHUTL TONbKO OpPWEHTaUMI0 [aHHbIX CKNagoK, HO He ux
TOYHYK NOKanu3auui, 3aBUCHALLYK OT MHOXEeCTBAa MECTHbIX MPUYMH.
Tem He MeHee akcnepuMeHTanbHble uccriegosaHma B. . Yeppawuesa
[209] BbIABMMAN TecHble CBA3M MexAy HenpynauvMen Ha roriloBHOM KOHLe
3apofgbliwa, OpMMpPOBAHMEM I3TUX CKNafJoOK UM pa3MeTKOW pOTOBOM
obnactu y 3apogbiwenn amcpudbun. Okasanocb, Hanpumep, 4TO And
dopmMnpoBaHMs pOTOBbLIX MPUCOCOK B MPaBUIIbHOW nokanusauunm He-
obxogmma murpauus xoTs 6bl YacTu MOACTUNAKLWKX WX TUNOIKTOAEp-
ManbHbIX KNEeTOK Yyepe3 AaHHble CKNnagku B AOpCOMeAuanbHOM Hamnpas-
neHunM K cKkpyyuBawlLlencs HepsBHouW Tpybke. Takmm obpasom, ABuxe-
HMA akcuManusauumm CyLeCTBEHHO BMUAKT na MopdoreHesbl Takxe W
HEeOoCeBbIX 3aKnafgok.

ONCKPETHAA CTPYKTYPA PAHHEIO PA3BUTWUA

OnucaHue racTpynaunmoHHOro w“ akcuanbHoOro nonien HaTsXeHUn
no3BofideT BblABUTb OUCKPETHYK NpPOCTPaHCTBEHHO-BPEMEHHY CTPYK-
TYpPYy pPaHHero pasButu4a. B Hem BblaenswTcs, BO-NepBbiX, OABa OTHO-
CUTEeNIbHO nNnaBHbIX nepunoaa, TOYHO COOTBETCTBYWWUX ractpynaunn u
He|7|pyn9|u,|/||/| B WX KNacCMYeCKOM MNOHMMaHuM. Ha ocCHOBe cKa3aHHOro
Mbl MOXeM yTBepXaaTb, 4TO KaXXabln nepuoa Xapaktepunsyetca cob-
CTBEHHbIM CprKTypHO-yCTOVI‘-WIBbIM n Tononorn4eCKn-mHBapmaHTHbLIM
NnoNemM HaTAXEHUN M 4YTO NpoTekawuwune BHYTPpU KaXxaoro M3 HUX MOp-
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¢donpoueccbl npeactaBnsaiT cobon npsmoe pasBopavyMBaHue ITOrO
nons (CokpaweHWa W COABWUIMM KNeTok, obycrnoBneHHble YyCTaHOBUBLUU-
MuUca B Havane nepuoda HaTsxeHuamun). OTpesok xe pasBuTua, npea-
WeCTBYOLWMWUA racTpynaunm, m OTpes30oK, pacnosyioXeHHbI Ha pybexe
racTpynauuMm wn akcumanusauumm,— KayeCcTBEHHO uHble. B 310 Bpewms
NPOUCXOAUT CTAHOBNEHWE COOTBETCTBYKLWUX MNOMen, T. € akTbl 3aMep-
reHunn. Kaxablh M3 HUX CBs3aH C (OPMUPOBAHMEM HOBOrO My4ka
KpoccnuHuin. Ha ctaguu nosgHen GnacTynbl 3TO MY4YOK, COEOUHSIOLWMUIA
3aknagbiBalolwmeca racTpanbHble BnsYMBaHWa C yrnamu 6nactouens
(cm. puc. 31,J1). B TeyeHme Bcen racTpynsaumm Tonorornyeckass CTpyk-
Typa 3TOro nons B NPUHUUNE HE MEHAETCHA: OHO NUWb BOBMEKaeT B
cebs Mo mepe racTpynsuuMm BCe HOBBIN KIETOYHbLIA Martepuan, nopxo-
OSWniA ¢ gopcanbHOM CTOpOHbI Kk Gnactonopy (cm. puc. 31,5). B yaa-
neHHbIX OT 6nactonopa obnacTsax HaTAaHyTa TONbKO BHELIHAS MOBEpX-
HOCTb, KPOCCMUWHUM X€ OTCYTCTBYIOT.

Btopas ameprenumsa (Tononoruyeckas TtpaHcdopmauusa) coseplua-
eTtca Ha pybexe HewpynsauMum M COCTOUT B pacceyeHun [opcanbHoun
obnactM nNy4ykoM CUMMETPMUYHBLIX KPOCCIMHWWA, KOHBeprupyrwowmnx nmbo
TOYHO K CcpeAaHen nuHuMKM 3apodbiwa (B TynmoBuWHOW obGnactu), nunbo
cboky oT Hee (B romoBHOM o6nacTum). [lo3xe, No xoA4y Hewpynauuw,.
npoucxoaAaT yxe Oonee nokanbHble NEpecTPOWKWM MNONs HaTSXKEHUNn —
npeMmyLecTBeHHO B ronoBHon obnactm (cm. puc. 31,5, ),— a Tak-
Xe  pgerpajauwus HEKOTOPbIX MpexAe BO3HUKWUX  KPOCCIAMHUN
(cm. puc. 31.,0).

Mepuoabl amepreHuMn B oblWem COOTBETCTBYIOT TakMM dTanam
pa3BuTUA, KOoTopble YOAOAWHITOH Mpeanaran HasbiBaTb «3NUreHeTuye-
ckumun kpusamu» [147], a . . CBeTnoB — KPUTUYECKMMU nepuogamu
passutna [11]. Xopowo uW3BECTHO, 4YTO MO paAdYy MNPU3HAKOB, Hanpumep
no 4yacto HabnwgaembiM 3adepxkam pasBuUTUA, 3TU Nepuoabl OTNK-
YyalTCcA OT MepuoaoB racTpynAauuM U HENnpynAuMM, XapakTepusytoLnx-
CS HEYKNOHHOCTbl 1 6e30CTaHOBOYHOCTBbIO Xoda. Takme 3adepixKu
Kak pa3 eCcTeCTBEHHbl AN 3MepreHuuMu, Korga pewatwTcs (Hepedko C
yyacTmem crnyvyanHoro nowucka) Haubornee TpyAHble ANSA 3apodblllen
dopmoobpasoBaTenbHble 3agadun. 1o cpaBHEHUIO C HUMWU CTPYKTYPHO-
yCcTOWYMBbIE Mepuoabl racTpynsumm 1M HEeNpynsauMM MOXHO CpaBHMBaTb
C ABWXEHWEeM MO yXe HakaTaHHOW Jopore wWnu C peanusauuen yxe
HaNOEeHHOro pelleHns 3ajayu.

3ameTUM MexXAy TeM, YTO HeT HW TeopeTUYECKUX, HU 3KCMepUMeH-
TanbHbIX OCHOBAHWM cyuTaTb, YTO WMEHHO B MepuoAbl 3MepreHuun
3apoabiwy AOMNXHbl obnagaTe MOBbLILWEHHOW YYBCTBUTENbHOCTbI KO
BceM 06e3 WCKNIYeHUs BHEWHMM BO34ENCTBMAM, Kak nonaranu He-
KOTOpble 3HTy3MacTbl TEOpUM KPUTUYECKUX MEepuofoB pasBUTUA.

HanomHuM, HakoHel, 4TO MopdoOnpoueccbl paHHEro pasBUTUS B
3HAYMTENbHOMW Mepe He3aBUCUMMbl OT KMNEeTOYHOW CcneuudUuYHOCTU u oT
umtoanddepeHumposok. OpHaKo MpW  HaNUYMM CUNBHOW KOMMETEH-
UMM, KoTopas nopoxpgaeTcsa, nNpexpe BCEro, NepBMYHON 3IMOPUOHanb-
HOW uMHAyKuuMen, mopdonpoueccbl MoOryT «obpactu» umntoanddepeH-
LMPOBOYHbLIM CcoAepxaHneM. VIMEeHHO Takoe couneHeHne MopdoreHesa
n unToandEepPeHUMpPOBOK XapaKTepHO AnsS O0CeBbIX 3a4aTKOB MO3BO-
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HOYHbIX. OTO COYNEHeHWe, BO3HUKLIEE, MO-BUAMMOMY, MNpWU 3JBONOLU-
OHHOW BCTpe4Ye ABYX OTHOCUTENbHO HE3aBWCUMbIX MpPOrpamMmM — KOM-
neteHumMn Kk auddepeHuMpoBke U mMopdgoreHesa,— npeacrtaBnseTt cobon
04HY M3 caMbix rMyBGoOKMX W faneko He packpbiTbix Npobnem paHHero
pa3BuTna. VMIMEHHO B 3TOM Kpyre npoLeccoB crieayeT MCKaTb 3BEHbS
NPUYMHHBIX Lenen, CBA3bIBaLWUX YUCTO MopdoreHeTuyeckue cobbi-

TMs ¢ daktopamu, 3aBefywoWUMKU cneunduveckKuMu CcuHTe3amMum U
3KCMpeccunen reHoB.

MOP®OIrEHE3 3A4YATKOB OPIrAHOB

Akcnanusauyms — no3gHeWwun no BpeMeHu Mopdonpouecc, oxBa-
TbIBAOLWMWA MNPaKTU4YECKM BeECb 3apoAbill MO3BOHOYHOIMO >KUBOTHOTO.
OanbHenwune mopdoreHesbl B pa3BUTUM MNO3BOHOYHbIX HOCAT NOKanb-
HbI XapakTep, npuBoAs K (OPMUPOBAHUI OTAENbHbIX OPraHoB U
yacten Tena. B pas3Butuu 6€CNO3BOHOYHLIX LIEMNOCTHbIE, OXBaTbliBalo-
wune BecCcb 3apoabiw Mopdonpouecchbl BbipaXxeHbl cnabee u, kak npa-
BUMNO, CABWHYTbl Ha Oonee paHHWE cTaguu: JokanbHble MopdoreHesbl
urpawT y Hux euwe O6onbwykw ponb. B paHHOM pasgene Mbl nonbl-
Taemcsa paccMoTpeTb Hambonee oOuiMe 3aKOHOMEPHOCTUM WUMEHHO 3TUX,
nokanbHbIX MOpPdOreHesos.

Hanbonee obwasa npobnema, oTHocAwasics Ko Bcem 06e3 MCKI-
YeHUst nokanbHbIM MopdoreHesam,— 3To npobnema WX NpPOCTpPaHCT-
BEHHOW pa3MeTKku, T. €. BOMPOC O TOM, MOYEMYy AaHHbI Mopdonpouecc
npoTekaeT MMEHHO B TakoW, a He MHOW nokanu3auuum B MacwTabax
uenoro 3apogbiwa. lpocTpaHCcTBEHHasA pasmeTka noKanbHbIX Mopdo-
npoLeccoB TECHO CBA3aHa C MOHWXEHWEM TPaHCNALMOHHOW CUMMETPUM
.3apogbiwa. Takoe MNOHUXEeHUe — HenpemeHHas 4epTa GakTU4eckn
BCex opraHoreHe3oB. Ecnu peyb wugetr o6 opraHoreHesax, OCYLEeCTB-
NAKLWNXCA Ha OCHOBE 3nNuUTenuanbHblX MNAacToB, TO MOHWUXEHWEe TpaHcC-
NAUNOHHOW CUMMETPUM MOXeT BbipaxaTbcs nubo B obpasoBaHuu ce-
pun cknagok (Hanpumep, xabepHbix), NMMBo B BbIAENEHUU Y4ACTKOB
cTton6yaTtoro, nonspuv3oBaHHOro anutenuss (nnakoasbl), nuéo B obpa-
30BaHWM nocnegoBaTeNbHbIX B34YTUKA (Ny3blpyM TFONOBHOrO MO3ra nos-
BOHOYHbIX, OTAENbl KWW EeYHMKa), uHorga Cc MX Mocneaywlen OTLWHY-
POBKON (LenoMnYecKkne MeLlKn HU3WKUX BTOPUYHOpPOTbIX). Ob6pawasce
K opraHoreHesam, NpoTeKallWMM Ha OCHOBE MNOABMXHbLIX MeE3EeHXUMHbIX
KNeToK, Mbl CTalkuBaemcsi npexne Bcero ¢ Haubonee yHuBepcanb-
HbIMKW MoOpdonpoueccaMn >XUBOTHOrO ULapcTBa — MeTamepusauuen
Me3onepMbl, MO0 TOMOHOMHOW (pacyfieHeHne Ha OAWHAKOBblE CEermMeH-
Tbl), NMMOO reTepoOHOMHOW (pacuyneHeHWe Ha pasHble CEerMeHThl).
Cioga e OTHOCUTCS  pacuyfieHeHMe CNNOoWHbIX BHayane Me3eH-
XMMHBbIX MacC 3a4aTKOB KOHEYHOCTM Ha OTAenbHble XpAwWwW W apyrue
npouecchl.

O6GcyxaeHue nNpUHUMNOB pasmMeTKn (MOHMXKEHUSA TPaHCNSALMOHHON
CMMMETPUUN) BCEX ITUX CTPYKTYP Mbl HayHeM c pasbopa creaywouwero
BOMpoca: B KakOW Mepe aTa pa3mMeTka CBA3aHa C pa3MeTKon mopdore-
HeTu4yecknx noTeHumn? lMMpoucxoauT N B XoA4e pas3BUTUA cpasy pac-
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yneHeHve Ha obnacTu C pasNUYHbIMWU, HemnepeKpbiBalOWMMUCA U OOHO-
3HA4YHO onpefeneHHbIMW MOTEeHUMAMM (YHUNOTEHTHble obnacTtu), wnu
Xe BHayane BO3HuKalT 6Gonee MNu MeHee CyLIECTBEHHO MnepekpbiBa-
ouwuneca MynbTUNOTEHTNble obnacTu, B KOoTOpbix o6ocobneHue otaenb-
HbIX 3a4aTKOB MnpoTekaeT yxXe BTOpUYHO? B cBsA3M € nocTaBneHHbIM
BOMPOCOM Mbl 06CyAMM Takxe, KakoBa pofb WHAYKTOPOB B pa3meTke
3a4aTKOB OpPraHoB.

MyﬂbTI/IﬂOTeHTHOCTb, WHAOYKTOPblI N pa3MeTKa

OaoHMM K3 BaxHeWwwux obobuweHun askcnepumeHTanbHou ambGpuo-
norMm MOXHO cyuTaTb cnegywuwee: obocobneHuo 3ayaTKoB OpraHoB
npegwecTsyeT MOABNEHME W [OCTATOYHO ANUTENbHOE CylecTBOBaHue
obnacten ¢ WWMPOKMM HabGoOpOM MNPOCTPAHCTBEHHO MNepeMellaHHbIX MNo-
TeHUMn (MynbTUNOTEHTHbBIX obrnacTten). Takow obnacTbio y 3apofbl-
Wen NO3BOHOYHbLIX SABNSAETCA MNpeXAe BCEro cam NepBUYHbIA MHOYKTOP
(maTepuan koToporo, 6yaoyym B3AT B JocTaToyHO Oonblwiom Konu4e-
CTBE, MOXeT [JaTb Havano BCEM TKaHAM 3apofblillia), a Takxe, BO
BCAKOM criyyae y 3apofbllleil XBocTaTbix amdpubuin BNnoTb Ao cTa-
OUn cpedHen racTtpynbl, u Bca Mesogepma [210]. EcTb ocHoBaHusa no-
naraTtb, YTO W B pearnpyrwwux TKaHAX MepBMYHAA WHAYKLUS BbI3bl-
BaeT He cpa3y oOfHO3HayHoe MporpamMmuMpoBaHMe MO OAHOMY onpe-
OeNneHHOMY HanpaBfneHW pasBUTUS, a cHavana paclupeHue noTeH-
UMiA. Yxe TroBOpUIOCb, Y4TO Npe3yMnTMBHAdA HeNWpoaKTogepma mnocne
aKCcnnaHTauMu Ha CcTaguu racTpynbl JaeT TakxXe W mesofepmanbHble
npoun3BoAHble. AHanorM4yHble BbIBOAbI MOXHO cAenatb M U3 Takux pe-
3ynbTaToB, NOMNy4YeHHbIX B cBoe Bpems [onbTdpetepom (cm. [11,c. 99]):
B KOMOMHauuMax M3 y4vacTka pgopcanbHon rybel 6Gnactonopa TpuToHa
W aHMManbHOW 3KTOAEpMbl XepnsHku (MnuM HaobopoT) M3 06OUX KOM-
NOHEHTOB BO3HMKANW 3a4vaTku, He BXoAswWwme B YUCNO UX COOCTBEH-
HbIX MNPEe3yMNTUBHbIX MNOTEHUWN, Hanpumep SKToAepManbHble Npou3-
BOAHblE (Nerknme, neyeHb, XXenuyHbll Ny3bipb). Kak nM3BecTHo, aTu opra-
Hbl He BXOAST U B YMCNO TeX, KOTopble OObIYHO MHAYUMPYET Aopcanb-
Had ryba. Wx noABneHve Henb3s TpakToBaTb MNO3TOMY WHaye Kak
CunbHOe pacwupeHne nNOoTEeHUMW M camMoro MWHAYKTOpa, U pearumpyilo-
wero matepuana.

BaxHO 3ameTuUTb, YTO XapaKTepHOe AN MHOIMMX TKaHeW paHHew-
cpefHen racTpynbl COCTOSHME MNPOCTPAHCTBEHHO MNepemMellaHHON Myfb-
TUNOTEHTHOCTM He npeacywecTByeT C Havana pas3BUTUSA, a BO3HMKaeT
He3agonro A0 AAaHHOW CTaguu, OT4YaCTM B CBSI3M C NEPBUYHOW WHAYK-
umen, otyactu c obwmMM pasBUTUEM KOMMETEHTHOCTU. JTO crneayeT He
TONbKO M3 BbllWeNpMBeAEHHbIX OaHHbIX, CBA3aHHbIX C MNEPBUYHOW WH-
AyKkumewn, Ho u, Hanpumep, u3 onbiTtoB X. [pyHua [211] no Bbipawm-
BaHWIO 3KCNMNaHTaTOB W3 OTAENbHbIX MPE3yMNTUMBHO 3KTOAEepMarbHbIX
6nacTomepoB: OHM He JakwT Hu4ero kpome AuddepeHuMpoBaHHOW Mo-
KPOBHOW 3KTOAEpMbl, T. €. WX W3HayanbHble MNOTEHUMN [OCTAaTOYHO
onpepeneHHbl n Becbma y3kn. C 4yem Obl HM ObINO KOHKPETHO CBS-
3aHO pacwupeHne nNOTEeHUWN MPUMEPHO K CTaguuM paHHEen racTpynsbl,
OoHO TpebyeT cABMIroB MapaMeTpuyecKoro xapakrtepa. OTu cABUrM, Kak

6 3ak. 528 161



Mbl BUAWM, He NMPUBOAAT cpa3y K HenepekpbiBallWencs pas3MeTKe 3a-
YaTKOB OPraHoB W COOTBETCTBYKLWMX UM MOTEHUWA, HO npeacTaB-
nawT cobow, o4eBMOHO, KaKyl-TO CTyneHb MNOATOTOBKM K HEMN.

YTO MOXHO cKasaTb O poOfnu MHAYKTOPOB B HadyuHawLencs nosxe
pa3meTKke, OOHWM U3 MNEepBbiX MPOSABEHUA KOTOPOW sSBNAeTca pasge-
neHne 3avaTka LUEeHTpanbHOW HEPBHOW CUCTEMbI Ha CAWHHOW W rO-
nosHonm Mo3r? Kak W3BECTHO, MPUHMMAaETCs, 4YTO MMEHHO ABYXKOMMO-
HEHTHas CTpYyKTypa MepBWYHOro WHAYKTOpa (ero pasgeneHue Ha ro-
MOBHOW W TYNOBULHBIN WHOYKTOPbI, OTOXAECTBNSAEMblE 4acTO C UCKYyC-
CTBEHHbIMU HelpanbHbIM U Me3oAepmanbnbiM UHAYKTOpaMu) sBNsietcs
OCHOBHbIM (paKTOpOM, pas3fensioWwmnM HEPBHYD CUCTEMY Ha 3TU OT-
pensl. OgHako npexae 4yeM caenaTb OKOHYaTeNbHbIA BbIBOAL, MPUMEM
BO BHMMaHWe cneaywuime akcnepumeHtanbHble paHHble ([11], [212]).

1. PernoHanbHas cneynMdUYHOCTb pasfuyHbIX nepegHesagHux o06-
nacten nNepBUYHOrO WHAYKTOpa He SABNAETCA CTOMPOLEHTHOW: Hamnpu-
Mep, nepegHue obrnacTu KpbilWWM MNEPBUMYHOW KULIKU WHAYLMPOBaAmNu He
TOMbKO TOMOBHbIE, HO TaKXe W TYyNOBULWHbIE HeWpanbHble U Me3ogep-
MarnbHble CTPYKTYpbl, XOT W B HECKONIbKO MEHbLUEM TNpOLEHTE Cny-
yaeB. XOpOLWO W3BECTHO OAHAKO, 4TO MPW HOPMarbHOM pas3BUTUU MO-
0OOHble nepekpbiBaHUsi abCOMNTHO MWCKMHYEHbl [21:2].

2. Y 3apopbilleit xBocTaTbix amcubuii noBopaduBanum UHAYKTOP
Ha 180° wnu pguccouumpoBanu ero Ha OTAEeNbHble KMEeTKM U 3aTem
peaccouyunpoBanu. B oboux cnydyasix HEBO3MOXHO NpeacTaBUTb, YTO-
Obl McCxo4Has MOMSIPHOCTb WMHAYKTOpa coxpaHsinacb. TeM He MeHee y
Takux 3apojbllleil BO3HUKANW HOpMalibHble HEepBHble CUCTEMBbI, Mpa-
BUMbHO OPUEHTMPOBAHHblE OTHOCUTENbHO NepeaHe3adHen ocu 3aponbl-
wa. C gpyron CTOPOHbI, KaK yXe roBopunocb paHee, MOBOPOT rOJIOB-
HbIX Y4YaCTKOB MNpe3yMNTMBHOW HEWPO3IKTOAEepMbl 3apoAbilel wnopue-
BOM NATryWKN BMeCcTe C noacTunalwwmm ux matepuanoMm MHAYKTopa
Ha 90° oTHOCUTEeNbHO OCM 3apofbllla Bbi3biBan MNOMHY XaoTusauuio
pasBUTMS W nepemelBaHue CTPykKTyp o6ouMx NUCTKOB, XOTH B3auMmo-
pacnonoxeHne WHAYKTOpa W pearvpywwen TKaHW B 3TUX OnbiTax He
Hapywanocb [21:2].

3. PesynbTaT mHAYKUMW 3aBUCUT HE TOMbKO OT TOro, B3AT MU TO-
NOBHOW WNX TYNOBMWLHBIN WHAYKTOP, HO M OT obmactu 3apopgbiwa,
B KOTOpyk OH nepecaxeH [11]. Tak, ronoBHoW WHAYKTOP Bbi3biBaeT
obpasoBaHMe TOMNbKO TOMOBHbLIX CTPYKTYp Nub Byay4ynm nepecaxeH
B ronoBHyl obnacTtb; B TynoBulWHOW obnactm OH yvawe Bcero obpa-
3yeT MoOnHble 3apoAblln, HO NMUWb B TOM Cllyvyae, €Cnu OoCb MHAYLU-
poBaHHOro 3apofbilla coBnagaeT C OCbl Xo3sauMHa. Ecnu ke Takoro
coBMageHns HeT, TO, MPOTUB OXWUOAHWWA, KaK pa3 roNoBHble OpraHbl
WHOYUMPOBAHHOIO 3apojbilla oka3blBaloTca HepopassutbiMu. [pu
3TOM CNyXOBOW MNy3bipek WHAYUMPOBAHHOIO 3apojbilla pasBuUT Mon-
Hee Ha TOW ero cTopoHe, KoTopas obpauweHa kK ronose xo3suHa. Co-
OTBETCTBEHHO TYMOBULWHbIN WHAOYKTOP WHAyUMpyeT TONbKO Tyno-
BULLHbIe CTPYKTYypbl, OyAy4Yn nepecaxeH B TYNOBULIHYK Xe obnacTb
X035IMHa; MNpu nepecajke e ero B rofoBHyw obnacTtb Xo3siMHa Mo-
XeT BO3HMKHYTb Lenbli MHAYLMPOBAHHbLIA 3apoAblll, OpraHbl KOTOPOro
nexaT Ha TeX e YPOBHSAX, YTO WM FOMOJIOTMYHbIE OpraHbl XO3siUHa.
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Bce npuBefgeHHble akTbl rOBOPAT O TOM, YTO NMOMWMO BHYTPEHHEMN
permoHanblloCTM WHAYKTOpa (KOTOPYI, KOHEYHO, Hemnb3s oTpuuaThb)
UMeTCAa W Aapyrue, BecbMa MOLHble dakTopbl NPOAOMBHON perno-
HanuvsauuuM uUeHTpanbHOW HEPBHOW CUCTEMbI, NlOKanuM3oBaHHbIE KakK B
HEeW camMoWn, Tak U BO BCeW, B3ATOMW KakK Uuenoe, rofioBHOW wunn Tyno-
BUWHON obnactm 3apogbiwa. MOXHO NPeAnoNioXuUTb, YTO U 3TU ak-
TOpbl NPOAOMBHOIO pacyfeHeHns aHanorn4yHo dakTopaMm MnonepeyHoro
pacyneHeHNss OCeBblX OpPraHoB CBSA3aHbl C MONAMW MeXaHWYeCKUX Ha-
NPSXEHNN.

OpgHum un3 nogobHbIX akTopoB Morno Obl ObITb  pacTyuiee
Hanps>XXeHne [aBfeHus B CKpy4YMBalLWencss HepBHOW MNNacTUHKE, KOTO-
poe MOXeT Bbl3blBaTb €€ M3NOM Ha rpaHuue O6yaywen TynoBULHOW W©
ronosHom obnacrten.

JenctByloT MM BTOPWYHbBIE WHAYKTOPbl Kak pas3ameTyuku mMono-
XEeHUS WHAyuupyembix opraHoB? Ha nepsBbil B3rnaa ux @QyHKUUA
MMEHHO TakoBa: Hanpumep, rnasHasa 4awa, O6yAyyYn WHAYKTOPOM
XpycTanuka, [OCTaTOYHO TOYHO onpeaensieT MOfoOXeHWe nocreaHero.
OpHako Ans bonee paHHero WMHAYKTOPa TOMOBHbIX CTPYKTYp — 3HTO-
Me30[4epMbl FOMOBHOW KWIWKW — TaKoe yTBepXAeHue HenpaBOMOYHO,
NoOCKONbKy ero obnacTtv, uHayuupylowme INWMH3Y W ceTyaTKy rnasa,
noYTU MNOJIHOCTbIO MNepekpbiBatoTca [212a]. Tem OGonee Henb3A pac-
cMaTpuBaTb BTOPUYHbIE WHAYKTOPbl KakK O4HO3HauyHble MaTpuubl
BHYTPEHHEW opraHuM3aumum WHAYUMPYEMbIX oOpraHoB. HanomHum,
Hanpumep, o 3HameHuTom onbite . lUnemaHa n O. WoTTe no nepe-
cagke OplOWHONW 3KTOAEPMbl 3apoAbilia NArywkM B pPOTOBYH obnactb
3apogbiwa TputoHa [213]: nog BMUSAHMEM HOBOFO OKPYXEHUSA B TpaHC-
nrnaHTaTte BO3HWKNM pPOTOBble CTPYKTYpPbl, XapakTepHble Ana 6ecxBo-
CTbIX, HO He And XBOCTaTblXx amdpubunm (paabl poroBbix 3y64YMKOB).
[MOHATHO, 4YTO B wWHAYKTOpe, npobyaAuBLIEM B NEepPecaxXeHHOW TKaHu
cnocobHocTb k 0OpasoBaHUD 3TUX CTPYKTYpP, HMKAK He mornma copep-
XaTbCsA MaTpuua Ana AeTanbHONW pasMeTkn WHAYUUPYEMOW TKaHW.
B cBA3u ¢ gaHHbiM onbiTom [. WnemaH rosBopuT 06 «abcTpakTHOCTU»
WHAYKLUMOHHBIX npoueccoB. OTO BbiCKa3dbiBaHWe ONnM3Ko K pas3BuBaeMoWn
34ecCb KOHUenuuMuM mnapaMeTpuyeckoro, MNPOCTPAHCTBEHHO HenoKanm3so-
BauHOro AencTBus uHAaykTopa. MoOXHO AymaTtb, 4TO fdanbHeiwee Le-
neHanpaBfneHHOe U3yYeHWe BTOPUYHbIX WHAYKUMA MpUHEcCeT HOoBble
NoAKpPenneHns TakoW TO4YKe 3PeHus.

B 3akni4veHne cKaxeMm HEeCKOMbKO CMOB O KaTeropum MHOYKTOPOB,
Ha3BaHHbIX J1. CakceHoMm [214] nepMWCCUMBHbIMU. JTU WHAYKTOPDI,
BO3AENCTByOLWME MPEeUMyLIeCTBEHHO Ha Me3odepmarnbHble MNpOM3BOA-
Hble, MOryT obycnoBuTb NuWb eAWHCTBEHHOe, 3apaHee W3BEeCTHOe Ha-
npasneHve AnddEepeHUUpPOBKM B KNETOYHOM MaTtepuasne, KOTOpbIN Tak-
Xe 3apaHee B 3aTon AuddepeHumnpoBke geTepMUHMpoBaH. Hanpumep, B
HOpMe BbIPOCT BOMbdOoBa KaHama, a BMWCKYCCTBEHHOW 9KCNepuMeHTanb-
HOW CcUTyauun TakKkxe MYy4yacTOK CMMHHOroO MoO3ra 3apoAbllla Bbi3blBAlOT
obpa3oBaHue MNoYeyHblX KaHanbueB (M TONbKO WX) B NPEe3yMNTUBHOWN
MeTaHedporeHHon meseHxume (M Tonbko B Hen). lopobHble MHAYK-
TOpbl AOJIXHbl paccMaTpuBaTbCs KaK YWCTO AMHAMUYECKWEe, CUIOBbIE
dakTopbl, OEeWCTBYWLWMNEe Ha 3apaHee YyXe AeTepMUHUPOBAHHbLIN Ma-
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Tepunan. CrneagyeT nonaraTb, 4YTO KakuMe-TO pelwarwwme, XoTa U TpyaHO
yrnoBUMbIE 3Tanbl AeTepMUHaAUUM pearnpylwero Ha HUX KIeTOYHOro
matepuana (T. e 3apoXAeHWA U NPOCTPAHCTBEHHOr0 OrpaHu4yeHuns
ero KomneTeHUMM) NpoWMuM ewe OO0 Hayana AencTBust NOJOOGHbIX WH-
OykTOopoB. B 3TomM OTHOWeEHWM pencTBne NepMUCCUBHBLIX WHAYKTOPOB
MOXHO CpaBHWUTb C OEWCTBMEM TOPMOHOB, BIMAKLWNX Ha YyXe cneuun-
dryeckn noAroTOBMEHHbIE K HUM OpraHbl-MULLIEHW.

Haw ob6wuin BbIBOA COCTOMT B TOM, 4YTO yyacTue WHOYKTOPOB B
pasmMeTke B3aMMHOrO pacnosyioXeHWA W BHYTPEHHEW CTPYKTypbl 3a-
YaTKOB OpraHoB BecCcbMa orpaHu4yeHo. Ecnu dyHKUMOHMpoOBaHue nep-
BMYHOTrO MHAYKTOpAa MNpeflwecTByeT pa3MeTke WM HanpaBneHO He
CTOMbKO Ha Hee, CKONbKO Ha CO3[4aHWe NPOCTPAHCTBEHHO MepeMellaH-
HOro TOTU-3KBUNOTEHUMANbHOro nNoOMns, TO [JeWcTBMe MNepPMUCCUBHBIX
WHOYKTOPOB MPOUCXOAUT YyXe TMNOocCfe OCyWecTBeHUs pasMeTKu.
NInwb OTHOCUTENLHO HEMHOTMM MWHAYKTOPaM, M TO NMULWb B U3BECTHOM
NpPUBANXEHNN, MOXHO NpuNucaTb PasMeTOuvHY GYHKLUUIO.

lMpn skcnepumeHTanbHOM wccnegoBaHuu pasBuTua amdbubuin boina
BblfiBfieHa ele OfHa rpynna permoHanbHo-cneunduyHblix dakTopos,
KoTOopble TPYAHO WX MPOCTO HEBO3MOXHO CBA3aTb C Kakumu Obl
TO HM ObINO MHAYKTOpPaMuW, HO KOTOpble OKa3biBaloT BMNOMHE onpeje-
neHHoe BnuWsiHWE Ha pa3meTky. Takue ddakTopbl OblMU  BbISABMEHBI
FlonbTdhpeTepom, wnccnepoBaBwuM [ndPepeHUMpoBKY YYacTKOB 3KTO-
AepMbl racTpynbl, NepecaxeHHbIX B pasfnuyHbie obnactu Gonee nos3g-
HUX 3apogblwen (CTaguM Henpynbl — XBOCTOBOW MNOYKM)  (UUT. nO
[215]). N3 TpaHcnnaHTaTOB 06pas3oBbiBanuCb pasnun4yHbie opraHbl: Oa-
naHcepbl, CNyxoBble My3bipbKW, MyCKynaTypa, KOHEYHOCTb, XOpAa,
npoHedpoc M Apyrne, 4to ewe pa3 AEMOHCTPMPOBaNO MYMNbTUMNOTEHT-
HOCTb MepecaxeHHoro matepuana. [maBHbIN MHTEpec, O4HaKo, COCTOAN
B Tonorpauu BO3HMKaBLWUX 3aknagok. C Haumbonblen 4acToTom AaH-
Hble OpraHbl BO3HWKanMM Ha TexX Xe YPOBHAX, YTO W OOHOWMEHHbIE
opraHbl xo3sMHa (uHorga obpasys C nocnegHVMu eguHoe Lenoe, MHo-
raa xe pasBuBasiCb HesaBucumo). C apyrom cTopoHbl, obnactb, rae
M3 TpaHcnnaHTata obpasoBbiBanca AaHHbIN opraH (mone opraHa),
6bina wupe obnactu, rge TOT Xe opraH BO3HMKaN B HOpPMe, YTO MNpu-
BOAMMO K B3aMMHOMY MepeKpbiBaHWIO nonen pasHblx opraHoB. Ha-
npuMep, XBOCTbl BO3HWKaNW W3 TpaHcnnaHtatoB B 26% cnyvaes B
obnactn TynoBuwa xo3suHa, HO B 4% cnyyaeB — B obnactu KoHeu-
HOCTW, a B 2 % — paxe B obnacTtn xabep.

OTn pesynbTaThl NOKa3biBalOT, 4YTO HA paccmaTpuBaeMbix [JocTa-
TOYHO MO3QHMX CTaAMSAX pPas3BUTMA YyXe MOosABNAeTCs HekoTopas pervo-
Hanusauua BO3MOXHOCTEW Ppas3BUTUS TeX WAN WHBIX OpPraHoB, HO 3Ta
pervoHanunsaunsa sBnNfeTca ele HEeTOYHOW W B3aMMHO MepeKkpbiBalo-
wencya. CessaHa NU OHa C NPAMbIM WHAYUUPYOLWUM JENCTBUEM OKpPY-
XEeHUs unu xe pedb MAET O BIUSHUAX WHOro poga? B HekoTopbix
cny4yasx MOXHO y6eauTbCcs, 4YTO pervoHanuaywuwme ¢akTopbl He
CTONbKO WHULMWUPYKOT MAN CTUMYMMPYIT TOT WMAN WHOW MOpPAOreHes,
CKONbKO NpuaawT eMy CTPYKTYPHYK YycTonymBocTb. Hanpumep, npe-
3yMNTUBHAasA 3KTOogepMa pPOTOBOW MNpucocknm dopmMupyeTt npucocky, by-
Ay4un TpaHcnnaHTMpoBaHHOMW B nwboW yyacTok Tena 3apogblwa, HO
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TONMbKO B pOTOBOW obnactm npucocka npuobpeTtaeT xapakTepHble pas-
Mepbl 1 dopmy [209].

Euwe wuHTepecHee npoaHanu3aupoBaTb [aHHble MO BAUAHWUIO CIyXO-
BOro ny3blpbka W pernoHanbHbiX (akTopoB Ha pas3BuUTUE MNapHbIX
KoHeyHocTen amdcpubuii. Kak n3BecTtHo, y 3apojblllen XBOCTaTbiX aM-
dunbun nepecaxeHHbIn No4 TYMNOBULLHYI 3KTOOEPMY CIyXOBOW ny-
3blpek MHAyuupyeT Haz coboi LONOMHUTENBbHYK KOHEYHOCTb (UUT. MO
[215]). OT0 BNUAHME HecneuudPUYHO U CBSA3aHO, MO-BUAUMOMY, C TeM,
YTO CNyXOBOW MNy3bIpeK WUNuM APYron 3avaTtok (a B HEKOTOPbIX cny4dasx
WHOPOAHOE Teno) oTTarnBaeT Ha ceba 4YacTb oOKpyXawuwehn Me3eH-
XWMbl, KOTOpash KOHUEHTpMpyeTCcs MexAay 3TUM 3ayaTKoM W 3KToaep-
MOW, roe u dopmupyeT AONOMHUTENbHYI KOHEYHOCTb. [lpoueHT WH-
OYKUUM TEM HUXe, YeM panblie OT 3a4aTka HOpManbHOW KOHEYHOCTU
nepecaxeH nysbipek. OgHakKo ecnu uMNNaHTMpOBaTb My3bIpe€K COB-
cem 6nM3KO K HOpManbHOMY 3a4aTky, nocrnegHuin pedopmupyercs,
ocTaBasicb €AuHbiM  (OONONMHUTENbHOMW KOHEYHOCTM He BO3HUKaeT).
EavHaa KkoOHeYyHOCTb BO3HMKAeT U B TOM criyyae, ecnv yaanuTb HOp-
ManbHbIN 3a4yaTOK, Ha ero MecTo nepecaguTb APYro TakoW Xe 3aya-
TOK M psSAOM MMMNaHTUpoBaTb CAyXOBOW ny3bipek. Ho ecnu TpaHc-
nNaHTMpoBaTb 3a4aTOK KOHEYHOCTW OT ApYyroro 3apodbilla B 60KOBYIO
obnacTtb, faneko OoT MecTa ero HoOpManbHOro BO3HWKHOBEHMUSA, U PSAOM
UMNNaHTUpPOBaTb CIyXOBOW MNy3blpek, TpaHcnnaHTaT, Kak mnpaBuno,
paccacbiBaeTca (xoTd 6e3 pacnonoxeHHoro nobnmM3ocTM CNyxoBOro
ny3bipbka OH pa3BMBaeTCA HoOpManbHO) [216].

Bce aTu onbiTbl B COBOKYMHOCTU MOXHO WHTEpnpeTMpoBaTb Cche-
aywowmnm obpaszom. PakTopbl WMHAYKUUU KOHEYHOCTM M pervoHarnbHble
dakTopbl, cnocobGCcTBylOWME ee pa3BUTUIO, B [aHHOM clny4vyae CcoBep-
WEHHO pa3nuyHbl. [lepBble HOCAT XxapaKTep peanbHbiX CUMOBbLIX BO3-
MYLLEHUA, OTTATUBAIOLWUNX ME3EHXMMY U KOHLEHTPUPYHOLWNX €e B He-
TUNUYHOM MecTe, BTOpble MOXHO ynonobuTb napameTpuyeckum dak-
Topam, obecneymBalwLWMM CTPYKTYpPHO-yCTONYMBOE pasBuUTME 3adaTka.
Ecnn oba daktopa npocTpaHCTBEHHO coBnagakwT, TO B BbICOKOM MNpO-
LeHTe cnyyYyaeB pasBMBaeTCsa eaWHas KOHEe4YHOoCTb Oonee unu MeHee
HOpManbHOW CTPYKTypbl. Ecnun oHM He coBnagalT (CNyxoBOW Ny3sbipek
UMNNaHTUPOBAH f[aneko OT MecTa HOpManbHOW 3aknagku), TO Mpo-
UEeHT MHAYKUMW HW3OK K, Gonee TOro, Hepeako HapylaeTcs pasBuTUE
TpaHcnnaHTUpoBaHHOro nobnu3ocTn 3ayaTka, KOTOpoe, crnepoBaTerb-
HO, OKa3blBaeTCs B 3TOM MeCTe HeycTOMYuBbIM. Takum obpasom, WH-
OYKTOp BbI3blBaeT AOCTATOYHO TUMWYHLIA pes3ynbTaT NuWb MNpU  Ha-
nuyYnun  onpeferneHHbIX pernoHanu3yowmx d¢akropos. B cnydae nep-
BMYHOW WMHAOYKUMU Takum ¢akTOpoM SBNSAETCH, Kak Mbl YyXe 3Haem,
akcumanbHoe nofe HaTaXeHUn. He UCKNw4YeHo, 4TO U Jpyrue pervo-
Hanuavpywume @axkTopbl CBs3aHbl C MOMSIMW MeEXaHW4YeCcKMx Hanps-
XeHun. Ewe cywecrtBeHHee ponb nocnegHmx HenocpencTtBeHHO B hop-
MoobpasoBaHMM 3ayaTkoB. PaccmoTpum wumMelwmecs Ha 3TOT cyeT
dakTMyeckme [faHHble U TeopeTU4eckne MoCTPOEeHUS OTAENbHO Ans
Tpyb4yaTbiX 3nuTenuanbHbiX 3a4aTKOB M 3a4aTKOB, BO3HMKaKLWUX Ha
OCHOBE Me3eHXuMbl (Me3ogepmarbHble COMUTBI W Apyrue npov3Boa-
Hble).
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OO6wwne 3akoHOMepHOCTUM MopdoreHesa Tpyb4yaTbix
anuTenunanbHbIX 3a4aTKOB

HekoTtopble nogobHblie 3avaTku, B 0COBEHHOCTM npoucxogsuwiue wu3s
3KTOAEPMbI, 3aBUCAT, MO KpaWHeW Mepe B Hayane cBoero mopdore-
He3a, OT Onuxanwero OKPYXeHWUsi, B 4YaCTHOCTM OT Hanu4us Me3eH-
XMMbl U NpoAayuuMpyemMoro et konnareHa. [lokaszaHo, Hanpumep, u4TO
AN HOpManbHOro BETBEHUA anuTenuanbHbiX Tpybouek xenes nuue-
BapuTenbLHOro TpakTa Heobxogumma KonmareHoBas MOACTUMKA, KOTO-
pasi, BEPOSATHO, MONSAPU3YET COKPATUTENMbHYK MUKPOMUIaMEHTaPHYIO
aKTUBHOCTb anuTenuanbHbiX kneTok [217, 218]. Tem He MeHee MOXHO
C YBEPEHHOCTbK CKa3aTb, UYTO MPaKTUYEeCKUM HW B OOHOM cnydae dak-
TOPbl OKPYXEHWs He MOryT urpaTb pPonM pas3mMeTOYHOW MaTpuubl Ans
anuTtenusa: B MopdoreHese anuTenuanbHbiX 3a4aTKOB Bcerga Hanuuo
MOMEHT caMoycnoxHeHuss. OH ocobOeHHO 3HauyuTeneH B MopdoreHese
HENPOANUTENIMEB MO3BOHOYHbIX, 3HTO- U Me3o4epMarbHbiX 3NUTENMEB
NMYMHOK 6ecno3BOHOYHBLIX (Hanpumep, UIMOKOXMUX) UMW Xe npu pas-
BUTUM TMOYEK TUAPOUAHBIX MOJSIMMNOB M3 [OBYXCMOWHOTO 3NUTENUS.

MOXHO nM NOCTPOMUTb 3aMKHYTYK MOAEnb TaKoro camoycroxne-
HUA, T. €. Takyl MoAefnb, B KOTOPOW KaXAbll npeabiaylwui war mMop-
doreHesa anuTenuanbHOro nnacta OyaeT co3gaBaTb HavanbHble YCMo-
BUS OnA nocnegykoouwero, 6onee vnu mMeHee OAHO3HAYHO €ero onpefe-
naa? BnepBble Takas nonbiTka Obina npepgnpuHsaTta A. . T'ypsBuuem
[34], vcnonb3oBaBWKMM MpUEM, KOTOPbI MoOXeT ObiTb Ha3BaH npa-
BMNOM HapacTaHUA KPWUBMUS3HBLI (MHK)" ckopocTb BO3pa-
CTaHUa KPMBU3HbI HEKOTOPOro Marnoro yyacTka anuTenuanbHOro nna-
cTa nponopuuMoHanbHa €ero WUCXOOHOW KPWBMU3HE W HanmpaBfieHa B CTO-
poHYy ee yBenuyeHnd. Mbl monaraem, 4To 3TO NpaBuno (NMPUNOXUMOCTb
KOTOpPOro K peanbHblM MopdoreHesam OyneT nokasaHa MoO3Xe Ha KOH-
KpeTHbIX MNpuMepax) OoTpa)xaeT MO0 MeHblleln Mepe [ABa pasnuyHbIX,
XOTS M B3auMMOCBSI3aHHbIX MexaHu3ma: gedopmauuio Lenoro nracrta
3a cyeT B3aMMHOro naTepanbHOr0O MeEXaHW4YecKoro [AaBrfieHWs cnarat-
WMX ero KNeToK M aKTUBHYI TEHAEHUMWK KNeTOK, PacnofOXeHHbIX Ha
nsrnbax nnacrta, M3MeHUTb CBOK OpMYy Tak, 4TOObl YyBENUYUTb 3TU
n3rnbobl.

Mpexpge 4yem neperTn K pPacCMOTPEHUK 3TUX MEXAHU3MOB, BBEAEM
cnepywwmne onpepeneHvs: byaem HasbiBaTb MOMNOXUTENbHOW, wunu +
KPUBU3HOW, KPWBWU3HY BbINYKNbIX MOBEPXHOCTENW U OTpUULATENBHON,
UM — KPUBU3HOW, KPUBU3HY BOTHYTbIX MOBEPXHOCTEN.

O6cyaum nepBbIn MexaHu3sM. Hanuune naTepanbHOro MexaHuye-
CKOro [[aBrfieHus B anuTenuanbHbIX nracTtax (B3amMHoe OOkKoBOe cxa-
TMe MX KIeTokK) crnepyet m3 Toro ¢akra, YTO HEMEASIeHHO TMocne pas-
pesaHusl nnacToB Kpas pa3pe3a 3axoA4dAT ApYyr 3a gpyra (nepekpbi-
BatoTcda). Takoe 3axoXAeHWe OMucaHo Ha CTOoNb pas3HbiXx ObObekTax,
KaK anuTtenum ruapouaHbix nonunosB [117], HelpanbHble anuTenuu 3a-
poabiwen amdpumbuin n ntuy (HabniogeHuna aetopa n UN. U. Haymugm)
W pacTuTenbHble 3avaTKku, rae OHO BnepBble M ObiNo OGHapyXxeHo
[156]. Cunbl naTepanbHOro gaBneHuss MoryT ObITb cBA3aHbl: 1) c yBe-
nmyeHnem oO6GBLEMOB KMeTOK B pe3ynbTaTe MOCTYNNEHUs B HUX BOAbl
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(pacTeHUM ©n, BO3MOXHO, TMAPOWAHbIE MOMMUMbI); 2) C COKpaLEHWEM
npeaBapuTenbHO pacTAHYTbIX W MNOMSAPM30OBaHHbIX KINEeTOK B Hanpas-
neHnsax, nepneHAuKYNSApHbIX WM KOCbIX K TMOBEPXHOCTW MnacToB
(rmppounaHble nonwunbl, HeWpanbHble 3NUTENUMUW W, BEPOSITHO, Apyrue
BMAbl anuTenues), oba NyHKTa CM. M. 2; 3) BO3MOXHO, C pasmMHOXe-
HMEM KNeTOK M BCTpamBaHWeM WX B TOMWy nnacta (HempanbHble 3Mu-
Tenuu) .

Y1066l OUEHUTbL MopdoreHeTuyeckuin adpdpekt nwbonm u3 aTux cwun,
Heob6XoAMMO YyyecTb, YTO NPaKTUYECKM BO BCEX peanbHbIX KNETOYHbIX
nnacrtax MMelTCs CTPYKTYpbl, NPensiTCTBylLWMNEe WX HEOrpaHUYeHHOMY
pacTsaXeHuWio,— nepucapk rmMapougHblx nonunos, 6asanbHble mMeMbpa-
Hel M Ap. B aTux ycnoBuaAx naTepanbHOe MexaHuW4yeckoe [AaBlieHne
KNeToK, cTpeMslieecs yBenuyuTb nepumeTp nnacta, byaeT npueBoauTb
K yXe 3Hakomon Ham (rn. 3) 3wnnepoBon HeEYCTOWYMBOCTM, a 3Ta no-
cnegHAs — K YCMNOXHEeHWI ¢opmbl nnacTtoB, T. € K BO3pacTaHuio
KonuyectBa obrnacte pa3HOHanpaBrneHHOW KPUBWU3HbI. Takoe YyCnox-
HeHve OyaeT HabnwgaTbCA Aaxe B yyacTkax NnacToB C MCXOOHO Kpyr-
NbIMW CEYEHWAMW — Ha HUX BO3HWKHET HEKOTOPOEe YUCNO CKNapok
(puc. 38, A). MoxHO AymMaTb, YTO MMEHHO Tak obpasywTcs wynanb-

Puc. 38. BoO3HMKHOBEHME cknagyaToCcTM B 3ayaTkax KpYrnblX CeYeHWn, pacraxe-
HMWE KOTOpbIX OrpaHWYeHO BHelHeWh mMemMOGpaHOWn:

A — cxema (nokasaHbl MOCTyNMpyemble CUNbl paguvanbHOro COKpalweHUs KneTok
M nopoxpaemoe 3TWUMW Ccunamu naTtepanbHoe paBneHue); b — dopmupoBaHue
3ayaTKOB LWlynaney Ha nonepeyHOM cpe3e 4Yepe3d nouyky ruapaHta Obelia (Touka-
MM rnoka3aHbl KneTouyHble sapa); 6M — 6GasanbHaa Mem6paHa, pasgensawowasn
9KTO- M 3HTOAEPMY

ua B rmapaHTHbIX noykax rugpononunoe (puc. 38, 6) n myTtoB4aTble
CTPYKTYypbl Yy pacTeHun. 3apava onpefeneHns 4ucrna Takux cknapok
B 3aBUCUMMOCTU OT reoMeTpuyecknx un MexaHu4eckmx napameTpoB 3a-
yaTkoB TpyAaHa [154], n cooTBeTCTBYyWOLlME WUCCNeAOBaHUA elle He npo-
BeAEHbI.

3HaunTenbHO npouwe oueHka 6numxanwero mopcdoreHesa nnacra,
yXxe obnagawowero cywecTBeHHO HepaBHOMEPHOW HavanbHOW KPUBUK3-
HOW: OYeBMAHO, YTO UCXOAHO Haubonee BbINYKNble y4YacTku (y4acTku
c Haubonbwewn + KpuBu3Hon) OyayT noa AencTBMem cun natepanb-
HOro gaBneHuna wn pganee BbiNnd4YunBaTbCA 6bICTpee y4yacTKoB C MeHbLUEen
+ KpuBnM3HOW. B pesynbTaTe nocnegHue MOryT cTaTb BOTHYTbIMU, T. €.
npuobpectu —KpuBU3HY: penbed 3avatka 6OygeT npepckasyembim
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(3aBMCMMBIM OT HavanbHOW reomeTpun) o06pa3oM  YCMOXHATHLCS.
B npocTtenwem cnyyae u B npegenax peanbHOW, HO CAUWKOM OGONbLUONK
KPUBM3HbI UM3MeHeHne dopmbl nnacta 6yaeT NOQYMHATLCA COOTHO-
weHuwo (puc. 39, A)

S= kF = kP sin a= kP/R. (16)

30ecb S — UEeHTPOOEXHbIN CABUM KIETKU, KOTOPbIM B CUIy BS3KOCTWU
nnacrta npuvHUMaeTcs nponopumoHanbHbIM cune F, aBngawwenca pas-
HOOENCTBYKOLWEN CUMN naTtepanbHOro gasneHuss P OoT cocedHMX KneTok
Ha [OaHHYK KneTky; R — paauyc KpuUBWU3HbI paccmaTpuMBaeMoro Ma-
noro yyacTtka nnacta (B npegene —y4vacTka U3 TpexX KIeToKk).
Opyron mexaHum3am ycuneHms wn3rnboB OCHOBaH Ha mnpeanonoxe-
HUM, YTO KMNETKW, PacrnosioXeHHble Ha yxe chopMMpOBaHHbIX u3rmbax
KNMEeTOYHbIX NNacToB, CTPEeMATCS W fanee YBENUYUTb KPWBWU3HY [au-

J,

Puc. 39. CxeMbl HapacTaHUs KPUBU3HbI:

A — cxema pacyeTta no copmyne (16); 6 — KoHdUrypauums 3KTO- U IHTO
JepManbHblX KNEeTOK Ha BepliuHe rmapaHTHOMW noykun Obelia (koHBepreHuus
6asanbHbix OTpPe3KkOB OOKOBbIX KIE@TOYHbIX CTEHOK CcooTBeTcTByeT 6onee  Bbi-
COKOW KPMUBW3HE, HEXENW KPUBM3HA MOBEPXHOCTEN 3ayaTka)

HOoro wusrmba nyTem akTUBHOIO W3MeHeHWs cBoel ¢opmbl. [dencTBu-
TENbHO, B CaMbIX Pa3fUYHbIX 3NUTENUAX OGOKOBbIE CTEHKM KMeTok, pac-
NMOMOXEHHbIX HA MaKCMMyMax KPWBWU3HbI, WNW MO KpalHen wmepe 6a-
3anbHble Yy4acTKM 3TUX CTEHOK pacCMOJIOXKEHbl MO HOpManuM He K Ha-
NMYHOW NOBEpPXHOCTWM nnacTa, a K NoBepxXHOCTU 6onee BbLICOKOW Kpu-
BU3HbI, kak ©Obl npegBocxuwas  AanbHEWLWuin n3armb nnacta
(puc. 39, b). JlaTepanbHbiM [aBreHUEM TaKue «MNPOrHOCTUYECKME»
(no TepmuHonorum T[ypBuya, [138]) pedopmaumm kneTok OOGBLACHUTbL
HeBO3MOXHO. OgHaKo MOXHO npuBneyb cioga mogens YC—KIMK

(cm. rn. 3), npunarasas ee B JaHHOM cny4yae He K UeNnbiIM KneTkam, a
OTAENbHO K WX anukanbHbiM M 6asanbHbiM 4YacTam: GasanbHble YacTu
KNeToK, pacrnofoXeHHbIX Ha NacCUMBHO CO34aHHOW + KPUBM3HE, OKa-
XKYTCS aBTOMaTM4YeCKM CXaTbIMU B TaHreHuuManbHOM W pacCTAHYTbIMU
B pajunanbHOM HanpaBneHusx, T. €. Kak Obl MaccMBHO NONAPU3OBaH-
HbIMW B paguanbHOM HanpaBneHun. CornmacHo npeanocbifikaM MOAENU
YC—KI K oHM JOnXHbI nocrne 3TOro HavaTb yXe aKTUBHYIO MNOnSapu-
3aUMi0 B TOM e HanpaBfieHuu, HapawuBasi UCXOOHYI KPUBMU3HY.
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MpaBuno HapacTaHWs KPUBW3HbI M OTpaxatllee ero CoOOTHOLWEHne
(16) MoOryT cnyXuTb OCHOBOW Ans MoAenupoBaHusi MopdoreHesa
anuTenuanbHbIX MNNacToB, BbiNOMHAeMOro Ha 3BM wnu B npocTenwmnx
cny4asx Bpy4vHyt. [loka 4TO mMoAgenupoBanuCb TOMbKO Te anuTenunanb-
Hble MopdporeHesbl, ANA KOTOPbIX JOMNYCTUMbI ABYXMepHble npubnuxe-
Hnsa. Peyb mgeT O [OCTAaTOYHO MHOFOYMCIIEHHbIX 3avaTkax, sBNAlO-
WKUXCH Tenamu BpaleHUs WU OrpaHUYeHHbIX UWAWHAPUYECKMMWU Mo-
BEPXHOCTAMM.

Mpn pyYHOM MOAENUPOBAHMM KOHTYp 3ayaTka annpoKcMMmupyeTcs
HekoTopon nomaHon (ABCDE Ha puc. 40, A), Ha npoAoNXeHUsx

Puc. 40. Cxema (A) wn npumep (b) pydyHOro mogenupoBaHuss MopdoreHesa anu-
TenuvanbHbiX 3a4yaTtkoB ucxoas u3 NMHK u dopmynbl (16). Ha 6 kOHTypbl 2—5—
nocrnepoBaTefbHble CTaguMu MoAenupoBaHua MopdoreHeza MCXOoAHON (OPMbl (KOH-

Typ 1)

CTOPOH, KOTOpPOW CTpPOATCHA napannenorpammbl cun 6GoOkOBOro pagaene-
Hua. PesynbTupytouwme Bektopbl AAu BBwu ..., ££, BblpaxalwT LEHT-
pobexHble cMmeleHus Toyek A, ..., E, a coeguHeHue Touyek A*CiD ,/;,
obpasyeT kKoHTyp nocrnegywouwenn ctagum. C HUM npopenbiBaeTcs aHa-
noruyHas npouepypa ¥ T. . YeM MeHblle BennyMHa LEHTPOOEXHbIX
CMEeLWEeHNn Ha KaxXAoM Lare MmoAeNnupoBaHuUs, TeM TO4YHee [OJIKeH
OblTb 00WMIN pe3ynbTaT MOCTPOEHMUS.

Mcnonb3yem pyyHOoe MoaenupoBaHue AnNA MMutaumm mopdoreHesa
HEeKOTOpOro wuaeann3anpoBaHHOro 3avaTka, npegctasnsawowero cobon
UMNUHAP, CONpsXeHHbIn ¢ nonycdepon (Ha puc. 40, 6 BHYTpeHHUN
CNMOWHON ABOMHOMN KOHTYp MNOKasbiBaeT ero mnpoAofibHOe ceyeHue).
MoaoGHy ¢opmy MMeET cnenble KOHUbI CaMblX Pas3fNUYHbIX 3NUTENu-
anbHbIX TpyboOK: KuWevyHOW, HepBHOW, cTebnen rugpononunoB u Ap.
MocTpoeHne nokasbiBaeT, 4To dopma Takonm Tpybku pgomxHa nocne-
poBaTenbHo ycnoxHAaTeca (puc. 40, b, KOHTypbl 2—5): ee BepwuHa
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8 paccMaTpuBaeMOM CeYeHMM NnoapasfenuTca Ha Tpu oTaena — UeHT-
panbHbin U aBa 6GOKOBbLIX (ecnu 3ayaTok npegcTtaBnsetr cobon Teno
BpalwieHns, To OokoBble OTAenbl 00pas3ylT eAuHbI TopouaanbHblA
Banuk). Takoe pacuyneHeHwe [EWCTBUTENbHO TUMUYHO ANS BCEX Ha-
3BaHHbLIX BbIWe, CTOMb pasfNM4YHbIX dnuTenuanbHblx Tpybok: B nep-
BUYHOM KULWIEYHUKEe (apXeHTepoHe) TJUYMHOK WUTFMOKOXUX [JaHHble
oTAenbl COOTBETCTBYIT MepedHer KULKe W LenoMWYecKMM KapmaHam,
B HepBHOW TpybOKe MO3BOHOYHbIX — MepedHeMy MO3ry W rnasHbiM Bbl-
cTynam MpOMEeXyTO4YHOro moasra, B noberax rmagpononuMnoB — runo-
CTOMY W 3ayaTKy Luwynaneuy,.

[danee, kak BMAHO M3 MNOCTPOEHUS, BOMHbI + W —KPUBU3HbLI OyayT
NOCTENEHHO PpacnpoCTPaHATbLCA OT BEepLWHbl 3a4yaTka MPOKCMMAaInbHO,
BoBnekas B cebsa obrmactu mcxogHO HyneBOW MPOAONbHOW KPUBW3HBI.
Takown npouecc MOXeT npoTekaTb peanbHO (Henpomepbl npoaonrosa-
TOro Mo3ra MnO3BOHOYHbIX, NPOKCMManbHble obnactu ruapaHta ruapo-
WAHBIX NONUMNOB) NNGO racuTbCA MNOKanbHbIMWU YCrOBUAMWU (NageHuem
KMNeTOYHON NMOTHOCTW, NpenaTcTBMAMM Aedopmaumu nnacrta v T. 4.).
Ha npumepe Hawero noctpoeHuns BuaHo, yto HK obecneunBaeT He
TONMbKO nNOKanbHOE YCrnoXHeHue ¢opmbl nmacrta, HO W CBOero poja
AanbHOAENCTBME: KaXAbll y4aCTOK MeXaHWYEeCKM Hamnps>XeHHOro kne-
TOYHOro nnacta kak 6bl owyuwaetr dopMy (rpagueHT KPWUBU3HbLI) Aa-
Xe OTAaneHHbIX OT Hero y4yacTKOB M B KOHEYHOM cyeTe — BCero 3a-
yaTka B UenoM. OTW BMAUAHMA, nepefalolmnecs, Kak M B Cryyae KOH-
TakTHOM Monspu3aunmnm KneTok, Yepes cocefHue y4vacTku, obecneym-
BalOT LENOCTHOCTb MopdoreHesa. Hanuyime nofaobOHbIX «BOMH KPUBU3-
Hbl» MOXHO HemnocpeAcTBEHHO HabnogaTtb (C nomouwblo uenTpaddep-
HOW MWKPOKMHOCBEMKW) Ha rMAPOUAHbLIX MOonwunax, rae OHW coBnagaroT
c (phazamu nogbeMa KaxXAoW oyepegHOM pocToBoW nynbcauunm [219].

Bonee ToyHOe mopenupoBaHwe MopdoreHesa rMAPOUAHbLIX MONUMOB
Obino npegnpuHato A. B. JlakmpeBbiM Ha OBM c wucnonb3oBaHueEM
anroputma

S =k cos a/R, (17)
roe S — UueHTpoGexHbI CABUT faHHOW KneTkn; R — paamyc Kpu-
BM3Hbl [AHHOro yyacTka CTeHKM 3avaTka; a — yron OokoBon kne-

TOYHOW CTEHKM K MOBEPXHOCTM 3avaTka. BupgHo, uto (17) oTnuyaetcs
oT (16) nNnuwb BBeAeHMeM MHOXWTensa cos a. Ecnu obpatntbca Kk cxeme
pOCTOBbIX Nynbcauui rugpononunos (rma. z2; cm. puc. 18), To cTaHeTr
0YeBUAHBIM, YTO ANMHA [UCTanNbHOIO MNPOABUMXKEHUA BHYTPEHHUX KOH-
LoB kneTok B pase Makcumyma PIl nponopuuoHanbHa WMEHHO 3TOMY
MHOXMWTENI0, MNOCKONbKY pAucTanbHOe MpOoABMXEHME OCYLEeCcTBNsSeTcs
3a cyeT noBopoTa kNeTok npumepHo go yrna B 90° ¢ ocbto nobera.
Takum obpasom, AaHHBIN MHOXMWUTENb OTpa)kaeT aKTUBHbIN KOMMOHEHT
paccMmaTpuBaeMoro mopdoreHesa.

Kak BugHo un3 puc. 41, A pesynbTaTbl MaWMWHHOIO MOAENUPOBaHMUS
B obwem OnuM3ku K pesynbTatam Py4YHOro MOAENUPOBAHMUSA: TOYHO Tak
Xe BOCNpoM3BOAMTCA nogpasgeneHve 3avaTka rmagpaHTa Ha rMnocTom,
3ayaTKku lWynaney, Y3Kyl «LWENKYy» W pacrnofioXeHHYI Huxe paclu-
peHHylo guadparmy. ToT Xe anroputMm, NpakTUYeckM coBnagarowun
B AaHHOM cny4yae c BblpaxeHuem (16) wu3-3a HOpManbHOro pacnono-
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XEHUA BCEX KIMEeTOYHbIX OCeM K MOBEPXHOCTM 3avaTtka, Obin MpuMeHeH
K MopdoreHesy MNpPOMEXYTOYHOro MO3ra KypuHOro  3apopbiwa
(puc. 41, Bb). Kak BMAHO M3 puUCyHKa, BOCMNPOM3BOAMUTCH, XOTS U B
camom obuwem BuOe, 3aknagka rnasHoro 6Gokana. B pgaHHOM
cnyyae npubnuMsMTeNnbHOCTb pesynbTaTa cBs3aHa, MNO-BUAWUMOMY, C He-
Y4eTOM CYLIEeCTBEHHON B 3TOM 3a4yaTke KPUBU3HbI TPETbEro uMamepeHus.

MonbiTaeMca y4yecTb YUCTO KaYeCTBEHHO pOSfib TPEeXMepHoW Kpu-

rm

O 3

Puc. 41. lMpumepbl MaWMWHHOrO MOAENUWPOBAHWA 3a4yaTKOB pPas3NMYHON MWCXOAHOWN

dopmbl no ¢opmyne (17). O — wncxodHble cTaguu, uMdpbl ykasbiBalT nocnepo-
BaTeNbHble LWarn MoAenupoBaHus:

A — wMopenupoBaHue mopdoreHesa ruagpaHTHow no4vku Obelia, ncxogs u3 peanb-
HOW Ha4vanbHOW opmbl 3avyaTka; b — mMogenupoBaHue MopdoreHesa MNpPoOMEXYy-
TOYHOro MoO3ra KypuHOro 3apopbiwa. [lokasaHbl nNpaBble MOMOBUHbLI MOMNEPEeYHbIX
ceyeHun; r6 — rnasHon 6Gokan, rm — runocTtom, 4 — pAuadparma, W — 3a4vaTok
wynaneuy

BU3Hbl Ha NpUMepe W3OTHYTbIX 3NUTenuanbHbiX TPyGOK, K KOTOPbIM
MOXHO OTHECTM Ha 3TOT pa3 yxe MeauanbHble OTAenbl BCE TeX Xe
anuTenuanbHblx Tpy6ok: cTebneit rMapononMNoB, KULWEYHUKa NUYUHOK
WFNOKOXMWX, HEepBHOW TPYyOKM MO3BOHOYHbLIX. Y4ecTb MNPUBIUXKEHHO
TPEXMEPHYIO KPUBWU3HY MOXHO, MPUHSIB BO BHMMaHWE MUX TaK Hasbl-
BaeMble rfnaBHble KPWBW3HbI BO B3aUMHO NEepPrneHAWKYNSPHbIX MNOCKO-
CTSX, @ WMEHHO B MpPOAOSIBHOM W MONepevyHoM ceyveHusax. B  Takom
cflyyae OYeBWAHO, YTO Ha BbIMYKNOW MNOBEPXHOCTU W3OTHYTbIX TPybBOK
obe rnaBHble KpWBM3HbI BOyAyT MMeTb 3Hak +, a Ha BOrHYTOW CTO-
poHe opHa KpuBM3Ha OyneT nonoXuTenbHOW, a Apyras — oTpuua-
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TenbHon (puc. 42, A). OcTtaBnaAa noka 6e3 obcyxaeHWsa HenpocTbie
BOMPOCbLI KOMUYECTBEHHOro yyeTta Bknaga obenx KpMBU3H B AalbHew-
Wnin mopdoreHes, Mbl MOXeM, OAHAaKO, caenaTb creaylolme BaXHble
W noATBepXxAalwwmnecsa Ha peanbHOM MaTepuane KayeCTBEHHble Bbl-
BOAbI.

1. B HepacuyneHeHHbIX M3O0THYTbIX Tpyb4aTbiXx anuTenuanbHbIX 3a-
yaTKkax KpuBM3Ha BOTHyTOM (+ , —) CTOpOHbl Bceraa OyaeT MeHblue
KPMBU3HbI BbiNyknow (+, +) ctopoHbl (puc. 42, A, 6). [Jenctsu-
TENbHO, Ha BbIMNYKNOW CTOpOoHe 06e rnaBHble KPUBW3HbI HanpaeBnsAlwT

non

npoa

non

Puc. 42. KayecTBeHHble 3aKOHOMEpPHOCTM MopdoreHesaa W3OTHYTbIX 3NUTeNuManbHbIX

Tpy6ok:

A — nocTpoeHue, AEeMOHCTpUpYylOLWEEe CUMbl, yBenuYMBaloLWmne KPUBU3HY BbINYKNON
CTOPOHbI MO CpPaBHEHWI C BOTHYTOW (NYHKTMP — OXWAAeMblll KOHTYp 3avaTka C
UCXOOHO napannenbHblMW CcTOopoHamu); 5 — npumep cobniogeHusa 3Tol 3ako-
HOMepHOCTM Ha cTebne rugpononuna Obelia (KWPHBIN KOHTYp — peanbHble O4ep-
TaHWsi, NYHKTUP MNpoBeAeH napannenbHO BOTFHYTOW CTOpoHe); B — wunniocTtpauns
6onblWwero pacuyrneHeHUss BbINYKNOW CTOPOHbI MO CPaBHEHWIO C BOFHYTOW Ha npu-
Mepe ruapouaHelx nonunos cem. Sertulariidae; £00n — w3rnbawowas cuna, gencT-
Bylowasa oT nonepeyHoro cevyenus, flpog — wusrmbatowasa cuna, gencreyowas oT

npoaonbHOro ce4veHunda

MopdoreHesd K ganbHenwemy BbinguuBaHuio (cunel FTbn n fnpog Ha-
npaBneHbl B OOHY CTOPOHY), TorAa Kak Ha BOrHYTOW CTOpPOHE M3ru-
bawwme ycunusa, ces3aHHble ¢ 06euMu KpuBM3HaAMU, HanpaBneHbl MNpo-
TMBONONOXHO (puc. 42, A). Ho nockonbky npu nocrnegywuem mopdo-
reHese B OKPECTHOCTU KaxXOoro BbINAYMBaAHWA BO3HMKAeT BNA4YMBaHUE
m T. 4., OTcloja Xe cnepyeT, YTo: 1) BbIMyKnas CTOpoHa Tpyb4yaTtbix
anuTenuanbHbiX 3a4yaTKOB pacyneHeHa 6onblwe BOFHYTOW CTOPOHbI
(puc. 42, B); 2) npu pacuyreHeHMM WU30TrHYTbiX TpybyaTbiX anutenu-
anbHbIX 3a4aTKOB AuWaMeTp BO3HMKAKLWWUX BNSAYMBAMUKA MeHblle Auna-
MeTpa BbINAYNBAHUN.

[NencTBMTENBHO, BNSYMBAHUA MOTYT BO3HWUKHYTb TONbKO Ha BOTHY-
TOW CTOPOHE 3a4yaTka M NPUTOM TOMbKO B npegenax Toh ee obnactu
S (ecnun Takas obnacTb BoobwWe cyuecTByeT), rAie — KpPMBU3Ha Mpo-
OONbHOIO CEeYeHUs MpeBblllaeT MNOBCEMECTHYH + KPUMBU3HY nonepeu-
HbiXx cevyeHun (puc. 43, A). TloHATHO, opgHako, 4To 3Ta obnacTb He
MoXeT OblTb OOnblWIOA W COOTBETCTBEHHO €€ MpoAOSiIbHOE [YyroBoe
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mCEYEeHNe — [O0CTaTOYHO MNpPOTAXEeHHbIM. Ecnu o0603HauynMTh 3TO Ayroeoe
ceyeHne 4yepes Ds, To gonxHo ObiTb Ds<A.2nR, rgpe R — pagwuyc no-
nepeyHblX CevYeHun 3avaTka: npu HecobnpgeHMM 3TOro HepaBeHCTBa
3avaTok 3akpytuncsa 6bl B cnupanb. Mexay Tem BbinsgyMBaHuA, 3a-
KnagbiBawlmMecsa Ha BbINYKIOW CTOPOHE, Kak BWOHO W3 pUCYHKa, Mo-
OOOHbLIX OrpaHMYeHWn He UCNbITbIBAOT, OTYEro OHWM B obwem cny4yae
(Nnpn OOCTAaTOYHO nNMaBHbIX TrpagueHTax npoaofibHOW KPUBU3HbLI 3a-

PHc. 43. WnniocTtpauns npasuna o 6onbwen y30CTU BNSYUBAHUN MO CPaBHEHWIO
C BbINAYUBAHUSAMMU:

A — TeopeTuyeckan cxema (CM. TeKCT); b — cxema KWW eYHOW TPpyBKM NUYUHKK
MOpCKOro exa; B — cxema caruTTanbHOro paspesa 4Yepe3 HepBHylo TpybGky 3a-
poabiwa no3BoHOYHoro. KopoTkme cTpenkm Ha 5 u B ykasbiBaloT Ha BnAYuBa-
HUA, KOTOpble Bceraa yXe MpUMbIKalWmMX K HUM BbiNSYMBaHWA

yaTka) 6Gonbwe BnAYMBaHuWii. MpoBeaeHHOe paccyXaeHne MNPUMEHUMO
He TONMbKO K «MNEPBUYHbIM» BMNSYMBAHUSAM, BO3HUKAKOLWMUM Ha WCXOLHO
BOTHYTOM CTOPOHE, HO M KO «BTOPWUYHBLIM» BMSYMBAHUSAM, OKaAWMMIISHO-
lWMM paHee BO3HMKLWIMKE Bbins4YnBaHusi. CobnioaeHMe [aHHOW 3aKOHO-
MepHOCTM wumeeT 6Gonbwoe 6Gumonorumyeckoe 3HayeHue, MNO3BONAA NpU-
poaoe KOHCTpyuMpoBaTb W3 rMafgkux W3OTHYTbIX TPpYyOOK LIMPOKME Ny3bl-
peBuaHble B3OyTWUHA, pasfderieHHble y3kMmu BnaguHamu (puc. 43, b, B).

MoaBoas mTOrM BCEeMy Cka3aHHOMY B AaHHOM pasgene, MOXHO cae-
natb BbIBoA, 4To NMHK u cBA3aHHble C HUM 3aKOHOMEPHOCTU MOTYT
ABNATHCA UCTOYHUKOM AOCTaTOYHO YMNOPSAOYEHHOro W npeackasyemoro
YCNOXHEeHNs ¢OpMbl dNUTeNnuManbHbIX NMacTtoB U OCHOBOW AnS Mopje-
NUPOBaHMA TaKOro YCIOXHEHUS.

BnuaHve TONWMHBI CTEHOK Ha MoOpdoOreHes pr6‘~|aTle 3a4aTKoB

B rnaBe 3 roBopunocb, 4TO B CTeHKax LWUIMHAPUYECKOro Tena, Ha-
XOOSALWMXCA MOA HanNpsHKeHUsSIMW  [aBNEHUsl, OTHOLUEHWE OKPYXHbIX
Hanps>KeHWn K NpoAoNbHbLIM BO3pacTaeT MO Mepe YTOMWEeHWUs CTEHOK
(cM. ypaBHeHue (12)). CnepoBaTenbHO, MPU HaNMU4YMM HEKOTOPOro MNo-
CTOSIHHOTO COMPOTUBIIEHUS YTOMWEHUE HANPsHKEHHOW CTeHku TpybBua-
Toro 3avyaTtka 6ygeT cnocobcTBOBaTb €ro NOMNEpPevYHOMY pacluMpeHuto,,
a YTOHbLlEHWE — TMpPOAONbHOMY pacTsKeHu. OTO SICHO NOoATBEpX-
paetcs Ha npumepe MopdoreHesa rMAPOUAHBIX MOMMNOB: paclupe-
HUto ux ctebneit npu obpasoBaHUM 3a4aTKOB rMAPaHTOB NpefllecTByeT
BABWXXEHWE 3KTOAEepMarnbHOro Crnos B BepxylweyHyl 4acTb cTebns
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(puc. 44, A—B). TlockonbKy KNeTKW ISHTOAEPMbl TOXEe MNyNbCUPYIKOT
W cos3galoT Nepuoanyveckne HanpsxxeHus [aBrneHus, ee BABUXKEHWE B
BEPXYLWKY PaBHOCUMBbHO YTOMLWEHUIO «aKTUBHOW» CTEHKM 3a4yaTtka wu,
3HAYUT, YBENUYEHUIO OKPYXHbIX (pacwupAlWmnX) HaNpsXeHWn no
OTHOLIEHMWIO K MpPoAoMnbHbIM. OTO M NPUBOAUT K paclIMpeHnto 3avaTtka
(puc. 44, ). OpgHako No Mepe ganbHeWWero pocrta 3ayaTka rugpaHTa
€ro nonocTb MOCTEMNEHHO YyBenuMyMBaeTCA M CTEHKM CTaHOBATCA OTHO-
cuTenbHO TOHble. COOTBETCTBEHHO 3TOMY MoOMNepeyHoe pacTsxeHune

Puc. 44. NMepexon ot pocta ctebna (1, 5) kK ¢GopMUPOBaHUIO pacIUPEHHOro
rmapaHta (B, ') y rugpougHoro nonuna Obelia

3a4yaTka 3amMeAnseTcss M HaKoHel MOSIHOCTbK MnpekpaliaeTcs, nNpu ToMm
YTO MNPOAOMbHLIN POCT HEKOTOPOE BpeMs MNPOAOSKAeTCHA C MNOCTOSAH-
HOW CKOPOCTbIO.

MpruBegem ewe OOWH, KakK HaM KaxeTcd, HarnagHbli npumep. Ha
ctBone rugpoupHoro nonuna Dynamena pumila noovepegHo obpasy-
I0TCA MYTOBKM C 6Bonee yskum u Cc Gonee WMPOKUM AMamMeTpOM OCHO-
BaHWA N COOTBETCTBEHHO C 6Gonee y3kOMW WU WWMPOKOW LUEHTpanbHOW Mo-
nocTteto. MyToBkM C 6Gonee y3KOW UeHTpanbHOW nonocTbio (T. e C
OTHOCUTEeNbHO 6onee TONCTBIMW CTEHKaMW) HavYuHanuM pacwupaTbecd
WHTEHCUBHEE, HEeXenn MYTOBKM C LUMPOKOW norocTblo. Bmecte c Tem
MYTOBKM 0060OMX TWNOB npekpawianu CBOE pacliMpeHue npu OOHOM W
TOM Xe nonepeyHuke nonoctn. HeTpyaHo BuaeTb, 4YTO BCe 3TO COOT-
BETCTBYET TEOPETUYECKUM OXMUOAHUAM.

Ponb BHYTPUMNOMOCTHOrO AaBrfeHuss B MopdoreHese
TpyGyaTbiX 3a4aTKoB

0o cux nop ™Mbl paccmaTpuBanu 3ddEKTbl BUYTPUMNNACTOBOro
MEXaHW4YeCcKoro [AaBfeHus, WrHOPUpPYS BHYTPUMONOCTHOE [JaBlieHue.
Takon noaxon onpaBgbiBaeTcda TeM, YTO NO KpawHeEW Mepe HadanbHble
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aTanbl MopdoreHesa Tpyb4yaTbiXx 3a4aTKOB MOryT npoTekaTb Npu uX:
HEe3aMKHYTOCTU, T. e. Mpu coobLeHUN BHYTPEHHEW MONoCTU C BHeL-
Hel cpedon, 4YTO UCKMAYaeT BO3MOXHOCTb BHYTPMNONOCTHOrO Aasne-
Hua. OpgHako Ha 6Gonee no3gHMX STanax pasBUTUSA, YXKe Mocrne ocy-
LWeCTBNEHNUS HavyanbHOW «pa3MeTKu», BHYTPUMONIOCTHOE [aBneHue
(nonoxnTenbHoe wnuM oOTpuULaTENbHOE) MOXEeT wurpatb CyLecTBeH-
Hyto ponb. Hanpumep, 1. A. MapTtbiHoB [154] nonaraeT, 4TO wu3Me-
HEHUA TYpropHoOro AaBneHuWs B MONOCTM CUOHOBOW BOAOPOCHU aueTta-
Oynapusa MOryT npuBecTU K MNOTEpe MEeXaHWYeCKOW YCTOMYMBOCTU ee
CTEHOK W B pesynbTaTe Kk obpasoBaHuIoO cpasy LENoro BeHYMKa ckna-
AoK. B npepenax Xe coxpaHeHWs MexaHW4YeCKOW YCTOWYMBOCTU CUMbI
BHYTPUMOMNOCTHOrO AaBfeHUA MNpUBOASAT B OCHOBHOM K CKPYTMEHUIo
BO3HUKWNX My3bipeBUAHBIX 3NUTENUanbHbiX B3AYTUA W K nogaepxa-
HUO unx ¢opmbl. TakoBa ponb AaBfeHUs CNUHHOMO3rOBON XWMOKOCTU
B 3a4aTKke rOfIOBHOr0O MO3ra M XWAKOCTM CTEKNOBUAHOro Tena B MO-
noctn rnasHoro 6okana. Mpu CHATUWM 3TUX [aBMeHUN NyTemM BBeAEHMWSA
TpybKkn B AaHHYO MONOCTb 3ayvyaTKy CnajalTCs, a WUX CTEHKM CTaHo-
BATCA cKnagyaTtbiMu [221, 222]. OTO nokasbiBaeT, 4YTO MMEHHO CUilbl
BHYTPEHHEro [faBrfieHnss NOoAaBNAT TEHAEHUWU0 CTEeHOK TpybyaTbix
3a4aTKoB K cknagkoobpa3oBaHMWiO, MO3BOMNAA MPOABUTLCHA TOMbKO Mep-
BbIM ee aTanam (pas3meTke 3avaTka Ha OTHOCUTENbHO KpynHble OT-
aenbl) .

®. MaHacek ([223] u ycTHoe coobuieHue) onucan Bo3pacTaHue faB-
neHunsi reneobpasHOro kNeToOYHOro cekpeTa B CTeHKe 3avyaTka cepjua
n npunucan emy @QYHKUUIO AUCCUMMETPUYHOrO WCKPUBNEHUA cepaeyd-
How Tpy6ku. AiuccmmmeTpus BO3HMKaeT M3-3a TOr0, YTO Ha MOBEPXHO-
CTn cepaevHon Tpybkm wumeeTca ocobbii Kapkac W3 BHEKNETOYHOro
MaTpuKca, «HamoTaHHbIN» Ha TpybKy B BuAe neBoBpaljaloWwen cnumpa-
nn. MopenbHble ONbITbl NOKa3anu, 4TO NPWU MOBbLIWEHUN [aBMeHUs BHYT-
pu Takoro kapkaca yxe Ha 10% nokpbiTad um Tpybka wuckpusnsaercs
BMeBO, 4TO M HabniopgaeTca Ha 3avaTke cepaua.

YcnoBua MacwTabHOW MHBaApMaHTHOCTU Tpyb4yaTbiX 3a4yaTKOB.
CBa3b ¢ moaenbio YC—KIIK

Ecnn mopdoreHes TpybuyaTbix 3a4aTKOB OCYLIECTBMASETCA Ha OCHO-
Be NMHK, 1o ana cobniogeHna macwTtabHOM WMHBAPUAHTHOCTM Heob-
XOAMMO reomeTpuyeckoe nogobue wux HavanbHbix dopm. C pgpyron
CTOPOHbI, KakK noka3anu KOMMbHTEepHble MMUTauum mopdoreHesa, Ans
3TOr0 [OCTAaTOYHO nuWb BecbMa npubnuamtenbHoro nopobusa. He-
peako Ons ero JOCTUXeHUst He TpebyeTcs crneuunanbHbiIX MeXaHU3MOB.
Hanpumep, Bepxywknm AOCTAaTOMHO ANWHHbIX OOpPEe3KkoB CTBOMOB rupa-
pouaHbiXx nonunoB Bcerga OyaoyT uMMeTb MNocne 3aXWBIMEHUSA  paHbl
NpUMMEpPHO OAHY M Ty e ¢OpMy, 4YTO BMOINIHE [OCTAaTOYHO AnA Mac-
wTtabHOW MHBaApMaHTHOCTM pJdanbHenwero MopdoreHesa. B 6Gonee 06-
WKX chnyyasx, Hanpumep ecnu HavanbHble ¢GopMbl NpUGNN3NTENbHO
chepuyHbl (6nactyna), ux nogobwe MOXeT [JOCTUraTbCA C NOMOLLbIO
MexaHu3moB, onucbiBaembix Mogenbto YC—KIK. O6cygum oTHOwe-
HUA MeXAy AaHHOM MoJenbld W 3aKOHOMEPHOCTAMKM  MopdoreHesa
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TpybuaTbix 3ayaTkoB. Kak TeopeTuuyeckme coobpaxeHusa, Tak u dak-
TUYECKMEe [aHHble CBUAETENbCTBYKT O HaNMuMm MeXAY HUMU TECHbIX
B3anmocBaA3en. [eicTBUTENbHO, C OA4HOW CTOPOHbLI: 1) uMmeHHO KIMK
ABMSeTCA NpeAnoChiNIKON nocneaylwero CokpaweHWa KneTok u, crne-
AOBaTeNbHO, CO34aHMA BNyTpuUNNacTtoBOro gasneHus; 2) obpbiB (poH-
Ta KNeToYHOW nonsipu3auyumu, BbiTekawowmnm ud mogenn YC—KIK, no-
poxpgaeT Te HauyalnbHble W3MOMbl KPUBMU3HbI, KOTOpble HABMASAKTCA 3a-
poabillaMu nNoOCMneaywLlero YycrnoXHeHUss penbeda 3ayaTka yxe co-
rnacHo MHK. lMpuyem oyeBUOHO, YTO ecnu B3ATb, HanNnpumep, UCXOOHO
cthepuyeckue 3avyaTkm unu xe 3advatkm nwbom nogobGHoOW mexay co-
6o opmbl, TO 3TU U3NOMbl BO3HWKHYT B F€OMETPUYECKM TFOMOIOru-
yecknx MecTtax, yem Oyper obecneyeHa macwTabHas MHBaApMAHTHOCTb
nocnegytouero MopdoreHesa, ynpasnsemoro NMHK.

C [pyron CTOPOHbI, WU3MEHEHWS KPWUBU3HbI KMETOYHbIX MNMacToB,
naywue Ha ocHoBe MMHK, 6yayT BnnATbL Ha pacnonoXxeHue 30H nons-
pu3auum — pacTsKeHUs KNeToKk M co3gaBaTb TEM CaMbiM HOBble Ha-
YanbHble ycnoBus anst pabotel daktopoB YC—KIMK. OcobeHHO Tec-
Hble B3aMMOOEWCTBMSA MeXAy KPUBWM3HOW NnacToB M nonspusaumen —
HaTAXEeHMSAMU B HMX HabnwpawTcs B 3avaTKe rONIOBHOrNO Mo3ra 3apo-
abllwen no3BOHOYHbIX. Mo gaHHbim C. B. CaBenbeBa ([220] n ycTHOe
coobueHune), TaHreHumManbHble OBUXEHUSA KNEeTOK B CTEHKax MO3roBoro
3a4yaTka, CylWleCTBEHHO BNUAOLWME KaK Ha ero nocnegyiwouwee dopmo-
obpa3oBaHMe, Tak U Ha HanpaeBlieHWe pocTa HEPBHbIX BOJIOKOH U3
rOSTOBHOMOS3rOBbIX LIEHTPOB, CBSfi3aHbl C pacCYfieHEHUMEM CTEHOK Ha Ao-
MEHbl MOMSAPU30OBAHHbIX WU PACTAHYTbIX KneTok. [longpu3auusa KnNeTok
npMBOAWNT, B YAaCTHOCTU, K M3MEHEHUAM KPWUBU3HbI MIacTtoB, HO U cama
OT HMX 3aBUCUT, YTO OCODEHHO $fICHO Ha MnpuMepe rnasHoro 3avaTka.
Mpn wuHBarMHauumm rnasHoro 6Gokana ero BHYTpPeHHsA cTeHka (Oyay-
was ceTyaTka) CXMMaeTcHd, a BHewHAs (Oyaywui MUTMEHTHbIA 3nu-
Tenun) — pactsarnsaetca. COOTBETCTBEHHO Nonsipusauns KNeTok CTu-
MynupyeTcsa B ceTyaTke W nNoJaBnaeTcs B MNUIMEHTHOM 3NUTENUU.
McKyCCTBEHHOE TMOHUXEHMEe BHYTPUIrNasHOro naBneHuss nyTem BBede-
HUa Tpyboyknm B MonocTb rnasHoro 6Gokana (a TakXe aHanorMyHo
OeVCcTBYyOLWasa reHeTMyeckasd aHoManusa pasBUTUMSA) NPUBOAUT K NOYTH
NOMHOMY MOAAaBMEHUID BMNAYMBAHUA, MNOSABMNEHUID CKNagoK BHYTPEH-
HEero cross M pacnpoCTpaHeHWo OT HEero KNeTo4YHOW nonspu3auum Ha
yacTb BHeELWHen CTeHKM (4TO 3aTeM nNpPUBOAUT K TpaHcauddepeHun-
poOBKe 3TOW YacTm B ceTyaTKy) [221]. Bce 3TM HapyweHuss ecTecT-
BEHHO BbiTekalT u3 Mogenn YC—KIMK w»n wnnnocTpupyloT ee cBA3M
C cunamu, BbI3blBalOWMUMUN BNSYMBaAHUE MACTOB.

OaHHbIN Npumep wnnAwCTpUpyeT Takxke AudpdepeHUUpPOBOYHYIO
ponb 3deKToB HapacTaHusi KpUBU3HbLI. WM3BecTHO, 4TO [0 Havana
WHBArMHaUMW CTEHKU rnasHoro Gokanma BCe ero y4YacTKM 3KBUMOTEH-
umManbHbl: n6GON MoOXeT npeBpaTUTbCA Kak B ceTyaTKy, Tak U B
NMUIMEHTHbLIA 3anuTenuii. MIMeHHO pacTaxeHue kneTok Oyayuien BHel-
Hel CTEHKM nepeBOAWT WX Ha NyTb NUIMEHTHON AuddepenunpoBku,
TOorga Kak CHATUE pacTshKeHusa M nocnegywuwas nonspu3aunsi Bbi3bl-
BalT, KaK Mbl TONMbKO 4YTO BuAenu, obpaTHbIi npouecc — TpaHcand-
depeHumpoBky B ceTt4yaTky. OuyeBMAHO, OAHAKO, 4YTO pacnpegeneHue
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CUN pacTsaXeHWa-cxkaTusa UenuMKoOM CBA3aHO C XOAOM npeabliayliero
mopdoreHesa. WHbIMM crnoBamu, pas3BuTUE T[MasHbiX 3a4yaTKOB MNO3BO-
HOYHbIX — OOWH M3 caMbliX HarnsagHblX NpuMMepoB MopdoreHes-3aBu-
cumon gunddepenunpoBkn. ITOT NpMMep nokasbiBaeT, YTO MopdoreHes
anuTenuanbHbiX 3a4aTKOB MOXET OCYLWEeCTBMATb HE TONbKO YWUCTO
MOpPdONMOrM4yeckyto, HO n AnddepeHLNPOBOYHYIO pa3MeTKy Tex MyIb-
TUNOTEHTHbIX MONen, B npegenax KoOTOpbIX 3TOT MopdoreHes Hauu-
HaeTcs.

METAMEPU3AUNA ME3OOEPMbI

dopmnpoBaHnue CcermeHToB (MeTamMepoB) W3 pPbIXNO CBSA3aHHBbIX,
NOABMXKHBLIX KNETOK CpegHero 3apoAbllWeBOro NUcTka — OAWMH U3 Hau-
6onee yHuBepcanbHbiX MopdonpoueccoB. KpoMe NO3BOHOYHbIX MeTa-
Mepusaums MesonepMbl B siICHOM dopMe Habnwgaetrcs y Konb4yaTbiX
yepBelh U yneHucToHorux. CermeHtauusa Tena HabnwgaeTca M y MHO-
TMX OPYrMX XWBOTHbIX (MNockue 4epBu, GOKOHEPBHbLIE MOMMIOCKM, OT-
HOCAWMECA K pas3HbiM TUNam KoroHuWanbHble OpPMbI), HO B 3TUX
criyyasx BeAyllyl pofb B HeW wurpaeT, Kak npaBuio, He me3onepma,
a akToaepma. HecmoTps Ha yHMBepcanbHOCTb W OrpoMHYy 6Guonoru-
YECKYl BaXHOCTb MeTamepu3auuu, ee KIeTOYHble OCHOBbl U3Y4YeHbI
ewe kpanHe m™ano. B nocnegHee Bpemsi uMHTepec K LaHHOMY Mpo-
Leccy CuUnbHO BO3POC B CBSA3U C pacWmndpoOBKOW MNEpPBUYHON HYKMeo-
TUAHOW CTPYKTYpbl Tak Ha3biBaeMblX «reHOB MeTamepusauumy», KO-
TOopble Kak OyATO MPUCYTCTBYKT Yy BCEX YNEHUCTbIX XWUBOTHbIX (Monu-
XeT, HaceKOMbIX, 3€MHOBOAHbLIX, NTUL M MIEKOMUTAKLWNX) U OTCYTCT-
BYIOT Yy HEYNEeHUCTbIX (HemMaTton M WUINokoxux) [224]. TOMO3UrOTHbIE
MyTauum no 3TOMY TFeHy Yy [Apo30duibl Bbi3biBAOT HapylweHUss Me-
Tamepusauun; WCTUHHas YHKUMA ITOro reHa B APYTMX rpynnax
XWBOTHbBIX MOKa He YCTaHOBMEHa.

Kak HU umHTepecCHbl 3T akTbl, MOHATHO, YTO Aaxe ecnu noaTeBep-
OUTCSA YHUBepcanbHasi pofb OAHOrO M TOrO XXe reHa B meTamepusauunu
Yy PpasnuyHbiX FPYynn XWBOTHbIX, OTCHAa elle OYeHb [aneko A0 MOHU-
MaHusa ee MopdoreHeTM4eckux mexaHunsmoB. W paHblie He BO3HMKaNo
COMHEHWN B TOM, 4YTO reHeTumyeckme akTopbl MOryT CyLWeEeCTBEHHO
(B obwem cnyyae — napamMeTpuyecku) BNUSATb Ha MOPGOreHes, Ho
TaKk €& HECOMHEHHO, 4TO 3TWM BMUSHUSA peanu3ylTcs MNUlWb 4Yepes
NnocpeacTBO AJIMHHOW Lenu MNpPOMEXYTOYHbIX 3NUreHeTudyecknx dakTo-
pOB (Y4aCTMYHO MOPOXAEHHbIX APYTMMW reHamu), KOTOpble Hey3HaBae-
MO TpaHC(OPMMPYIOT UCXOAHbIE BINUAHUA AaHHOro reHa. Tem 6Gonee
HeobxoAMMO 3TO y4YuTbiBaTb MPU COMNOCTaBMEHWU KPYMNHbIX, yAaneHHbIX
APYr OT Agpyra rpynn XWBOTHbIX: HanuMyMe cerMeHTauum y Komnb4vaTblX
yepBeW WM OTCYTCTBUE €€ Y WUINOKOXUX He MOXEeT CBOAUTLCHA K Hanu-
YUK WM OTCYTCTBMIO Kakoro-nnbo oAHOro reHa, a TecHenwwum obpa-
30M CBsi3@aHO C rNy6oKMMKW pasnuyMaMu Bcell UX apXUTEKTOHWUKK, a
3HA4YnUT, U BCEro WX reHoma B Lienom.

3HayuTenbHo 6nuxe K MopdoreHedy Opyrom pesynbtaT TOM Xe
rpynnbl aBTOPOB: BbISIBIEHWE HENOCPEACTBEHHOrO MNpoAyKTa reHa Mme-
Tamepusauymun (ero mPHK) B Gnactogepme siua gpos3odunbl cHavana
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(do uennwonsapusaumn 6Gnactooepmbl) B BuAae OAHOPOAHOW  FEHTHI,
a HecKomnbko no3xe (nNepeg camMbiM Havyanom uennonapusaymn) — B
BMAEe MOJIoC, YMCMO KOTOpbiX BABOE MeHblie yucrna byaywmx cermeH-
TOB 3apofbllleBOW MOJMIOCKM, a Nokanu3auusa COOTBETCTBYET 3agHew
NnoNoBUHE OOHOrNO0 CerMeHTa W nepegHen NonoBuHe cocegHero [225].

C 4yem cBfi3aHa 93Ta yAUBUTENbHAA pa3MeTKka, MOXHO NU WHTep-
npetnpoBaTb ee B Ayxe wmopenn [upepa — MewWHxapaTa Kak 4YuUCTO
xumMmmnyeckyt? Ob6pawaeT Ha ceba BHMMaHWe 4YeTkas NPUYPOYEHHOCTb
MOMEHTa 3TOW pasMeTKM K BbITHXEHUI0O BCEX KMeTOo4YHbiXx saep Ona-
cTogepMbl NeprneHAVKYNsapHO ee MoBepxXHOoCTU. Takas 3aBUMCMMOCTb
BpA4 NW cny4variHa, a NOBCEMECTHOe BbITAXeHuWe agep AONKHO ObiTb
cneacTBMEM KaKUX-TO KoomepaTMBHbIX MNepecTpoek uuTockeneTta 6na-
ctogepmbl. M03TOMYy MOXHO AyMaTb, 4TO W AaHHas pa3MeTka Ocy-
LWecTBNseTCs He B TrOMOreHHon dase, a cBsi3aHa (Kak W KNeToYHble
pasmeTkn Tuna KIMK) ¢ uutockenetHo-membpaHHbiMM npeobpasoBa-
Husamu. [JanbHelwne mccnegoBaHWs [ONKHbI MPOSACHUTb 3TOT BOMPOC.

Ha pgpyrux cermMeHTUpYKOLWMUXCA cUCTeMax npegBapuTenbHas MeTa-
MepHas Xxumuyeckasa pa3MmeTka He obHapyxeHa. PaccMoTpum noatomy
KreToYyHble U CyOKneTOYHble MpOLUEecChl, CONpoBOXAawlwue MeTame-
pu3auuio, B OCHOBHOM Ha mMpumMepe KypuHOro 3apogbiwa. [lpexae
BCEro Heob6XoAMMO yKa3aTb Ha sIBHble NpeAcerMeHTaluuoHHble N3MeHe-
HUA B KNeTKax OCEBON Me30AepMbl, Ofnepexawlwume nepegHesagHee
ABMXeHue dpoHTa Mopdonornyeckn BUOMMOW CermMeHTauum Ha pac-
CTOSIHMEe 2—3 cOMMUTOB. 3TU U3MEHEHWS NpPOSBMASATCA B BO3pacTaHuu
nrnowaan MeXKNeTOYHbIX KOHTAKTOB, YBENMYEHUM KONMMUYecTBa MeEX-
KNeTOYHOro MaTpukca [226], Bo3pacTaHMM MUTOTUYECKOrOo WHAEKca
[227], a TakXe B KayeCTBEHHO WHOW peakuuMum Ha paspesbl Me3onep-
ManbHON KNeTOYHOW ceTu: ecnu B Gonee 3agHMx obnacTsx oceBon Me-
304epMbl nocrne paspes3a kpasi paHbl PacxXxo4ATCs HECYLECTBEHHO U
OKpyXallLl e paHy KINeTKM COXPaHST MPEXHIOW CTPYKTYpYy WHTaKT-
HON Me3ofepmalnbHOW ceTu, To B obrnacTtu, pacnofioXeHHOW Henocpen-
CTBEHHO C3agu OT MocnefHero comuTa, Kpas paHbl HEMeANeHHO nocne
paspe3a pe3ko pacxoAATCA W pacnonoXeHHble TaM KNeTKn yepes
3—5 MuWH npuobpeTalT BWO HaCTOSILEro 3MNUTENUsl, MNONsAPU3YysCh
nepneHauKynspHO K paHeBOW MOBepxHOCTW. JTa peakuusa, cBuge-
TenbCTByWOLWAsa O 3apOXAEHWNM B OCEBOW Me3ogepMe HenocpencTBEHHO
nepes cerMeHTauvMem MeXaHWYeCKMX HaTSXKEeHWW WM TeHAeHUuM K no-
napusauymn (anutenusaunmn) KneTok, nogasnseTca uutoxanasmHom B
[228]. Kak yxe rosopunocb (cMm. rn. 2), B 37Ol Xe obnactu Bo3spa-
cTaeT KOHUeHTpauusa aktuHa [135].

Takoe COCTOsiHME NpeapacnoSyIOXXEeHHOCTUM K cerMeHTauum (HasoBeMm
ero KoMneTeHUMEeNW K CermeHTauuu) BO3HMKAET B KheTkax OcCeBoOW
Me304epMbl OMpeferieHHOro KpaHWoKayAanbHOro YPOBHSA K [JaHHOMY
MOMEHTY pasBUTMSA BMOJSIHE aBTOHOMHO, BHE MPSAMOW 3aBUCMMOCTU OT
X MOMoOXeHusa. OTO MposBndeTcd B TOM, 4YTO MNOcne noBopoTa yuya-
CTKa elle HecerMeHTUpoBaHHOW Me3ogepmbl Ha 180° cermeHTauus B
HEM HayuHaeTCs C MCXOAHO nepegHero KoHua, T. € MpPOTUB Hanpas-
neHnsa nonsapHocTU XxosanmHa [229]. [Mo-BuagMMOMY, BO3HUKHOBEHWE KOM-
neTeHunn 3gecb, Kak W B APYrnx cnydvasx, ecTb pesynbraT XecCTKou
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BpEMEHHON nporpaMmmbl. B pgaHHOM cnyvyae HavanbHbIM MOMEHTOM
ee oTcyeTa B KNeTkax OCeBOW Me3o4epMbl SBMSIETCH, BO3MOXHO, Bpe-
MS MX uMMurpauum non anubnacrt.

CBoeobpasHble npeacerMeHTauuoHHble W3MEHEeHUst 3aperuncTpupo-
BaHbl TakXe B OCeBOM Me3opepme wnopueBon narywku. OHM nposB-
NAITCSA B TOM, YTO Ha pacCTosHWUM 2—3 COMUTOB OT nocneaHero cdop-
MWPOBAHHOIO K [AaHHOMY MOMEHTY COMMUTa [OBUXETCHA BOMHA MOBbI-
LWEHHON YYBCTBUTENbHOCTU KNeTok K TennoBoMy woky [230]. Kakue-
nubo pgpyrue npu3Hakum 3TONW BONHbI NOKa HEWU3BECTHbI.

Cob6CTBEHHO MOpGOreHe3 comuTa KypuHOro 3apojbilla HavyuHaeTcs,
no AaHHbiM [228, 231], ¢ dopmupoBaHnus B MeamoaopCalnibHOW CTEHKe
oceBON Me3odepMbl (3Ta cTeHka wumeeT Oonee nNMNOTHyK anuTenuoua-
HYI YNaKoBKY KIeTOK, Hexenu gpyrne obnactu oceBoi Me3onepmbl)
cBoeobpa3HbiXx BeeponofobHbIX Tpynn  pacTAHYTO-NONSAPU30OBAHHbIX
KneTok, obpaleHHbIX Y3KMMMKU KOHUamMu B rnybb OCEBON Me304epMbl.
CHavyana BO3HWKAeT HECKONIbKO MalleHbkMX rpynn no 2—3 KneTku
kaxpasa (puc. 45, A, 1), 3atem oHM oGbeamHAWTCA B OAWH OonblioWn

W

Puc. 45. CxeMbl «BeepHbIX» MEXaHW3MOB pa3MeTKu OCEeBOW Me304epMbl Ha
COMMUTbI:

A — 3apopblw Kypuubl; 5 — 3apofbill TPUTOHA, HT — MOBEPXHOCTb HEPB-
HoW Tpy6Gku. W30rHyTble CTpenku — HanpaBlieHWe BOJSIHbI pocTa  Beepa.
Opyrne ob6bAcCHEHUS — B TeKcTe

-«KNEeTOYHbIN Beep», a elle NO3Xe ero 3afgHWN KoHel HavuHaeT, BOB-
nekass B cebs oKpyxalLlme KNeTKM OCeBOW Me3odepMbl, 3arnbaTbcs
B BEHTpanbHOM HanpaBneHuu, Hameyas coOOM 3aJHII0 CTEHKY o4e-
peaHoro comuta (puc. 45, A, 2); aTa CcTeHKa BHavane SBNSeTCA Bbl-
nyknon wu dopmMupyeTca paHblle, 4eM nepefHsas CTeHKa TOoro xe
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comuta (puc. 45, A, 3). lo3xe COMUT KOMNaKTM3MpyeTCs, CTaHOBHACH
HECKONbKO KOopove U1 Bbile K npuobpetasds noYTM MNPSAMOYrOfbHYIO
¢dopmMy. BHyTpu Hero ocrtaetcd [OBONIbHO MHOFO HEMNONSPU30BaHHbIX
OKpYyrnbiX knetok (byaywue kneTkn cknepotoma). M3 anutenuouna-
HOW CTEeHKM comuTa obpasyeTca BMOCNeACTBMM OEPMATOM U  MWUOTOM
(nocnegHun M3 KneTok, nNogBOpayvYMBalLWNMXCA NO4 ANUTENUOUOHBIN
y4acTOK CTEHKM).

Bo3HukHOBeHMe BeepoobpasHbiX rpynn KneTok M ux npeobpaso-
BaHMe B O4YepeaHON COMUT €eCTEeCTBEHHO WHTeprnpeTMpoBaTb Kak pas-
HoBngHocTb KIMK, Tem 6Gonee 4TOo o6GpasoBaHue TPeEYronbHO BbITS-
HYTbIX KNeTOoK CBA3aHO C rnybokon nondpu3aumen BcCero ux Tena:
NonsipHbIM MepepacnpegeneHnemM KneTOYHbIX KOHTaKTOB, 3MeMeHTOB Lu-
Tockenerta, opraHenn u T. n. Hanbonee BaxHOoe Ana meTamepusauuu
cobbiTMe — OTpbLIB «Beepa» OT MeguoaopcanbHOro nnacra, rge  oH
3apoguncs, n 3arnb ero B BeHTpalibHYlO CTOPOHY €CTECTBEHHO Bbl-
BOOMTCSH W3 OYEBUAHOTO YCMOBUSA OrpaHUYEHHOM pPacTAXUMOCTU Kne-
TOK fgaHHoro nnacta. [JencTtBuTenbHO, B XO04e KOHTAKTHOW NOACTPON-
KW K yXe nonspu3oBaHHbIM KfeTkam Beepa Kaxpgas nocneaytolwas,
pacnonoxeHHas c3adu kneTka [[ofXHa Bce Oonee pacTArMBaTbCs, a
ee 3afHAA MOBEPXHOCTb — MOBOpaYMBaTbCA BeHTpanbHO (puc. 45, A,
knetkm a—c). 310 HeusbexHO npuBeAeT K OTPbIBY HEKOTOPOW KneT-
KM b oT MeguopopcanbHOro nnacrta M K TOMYy, YTO crneaywlmne KrneTku
CMOryT nogcTpavMBaTbCA K HelW NUWb C BEHTPanbHOW CTOPOHbI, pekpy-
TUPYSiCb M3 BHYTPEHHUX CcrnoeB oceBol Mesopepmbl. OTcioga Xe cne-
AyeT, 4YTO 3afHAA cTeHka dOopMuUpyloWwerocs coMmuTa AOfMXHa ObiTb
obpaweHa BbINykNocTblo Hasah. CTposck 3a cyeT accuMuUNALUKM Kpaem
«Beepa» OKpyXawlLlWmnXx KIeTok OcCeBON Me30AepMbl, 3afdHAs CTeHka
oTTarmeBaeT Kk cebe 3HauyMTenbHyl YacTb npunexawumx knetok. Co-
OTBETCTBEHHO B [JaHHOW o6nacTty noHuXaeTcs KneToyHasd MNIOTHOCTb.
HexBaTka kneToyHOro maTtepuana wn MoxeT o0O0ycrnoBuTb 3afepxKy
B (bopMMpOBaHUM nepefHen CTEeHKU crneayluwero comuTa: Kak yxe
roBOpuMnocb, 3Ta CTEHKa CTPOMTCA nocne 3agHen CTEeHKW TOro xe
comuTa.

fABnseTca nu onucaHHas «BeepHas» pa3MeTka Y KYpPUHOro 3apo-
Abllwa nepBu4yHon? Hwukakom npeglwecTBylOWEeNn XMMUYECKOW MeTame-
pun B oceBOM Me3opepme noka He obHapyxeHo. OnucaHbl, ogHako,
cBoeobpasHble, He Bcerfa ACHO ynoBumMmble 6opos3gbl M wWenu B Hecer-
MEHTMPOBaHHOW Me3odepme, Aenduine ee Ha UMPKYyNApHble KNeToYHble
rPynnMpoBKM — coMmuTomepbl, ByAaTo Obl NpeflecTBylOWMe comuTam
[232]. HesdcHO, HackombKO TakuMe CTPYKTypbl pearnbHbl WU YCTOWYMBHI,
ocobeHHO B TynmoBuwHOW Me3odepme (6ornee HapgexXHO YCTaHOBMEHO
MX Hanuyne B TONIOBHOW Me3odepme, rae COMWUThI, OAHAaKO, CyLecT-
BYIOT Hefonro u 6biIcTpo pacnajatTcs).

Y 3apopbiwen am@pubun KneToYHble MEeXaHU3Mbl BbliAENEeHUS COMMU-
TOB W3y4YeHbl HeAoCTaTOYHO. M3BEeCTHO, OJHaKo, 4TO BblYNEHEHUue
nocnepyolero coMnuTa y HMUX CBSI3aHO C MOBOPOTOM MNOMNEPEYHO OpUEH-
TUPOBAHHbLIX KNEeTOK HecermMeHTMpoBaHHOW Me3odepMmbl Ha 45—90° B
CTOPOHY npogonbHon opueHTauun [233]. MNpu 3TOM, Kak U y KYpuUHoOro
3apogblilla, KNeTKkW MOonsapusyloTcs, 4To cnocobcTByeT obGpas3oBaHUto
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MeTamMepoB MO MexaHuM3Mam BeepHoro Tuna. bnuxe Bcero no Mop-
donorMm K COMMUTOreHe3y KypuHOro 3apogbilia cTtouT obpasoBaHue
COMWUTOB Yy XBOCTaTbix amdpubun, KoTOopble MNPOXOASAT 4epe3d CcTaauio
Tak Ha3blBaeMblX KIeTo4YHbiXx po3eTok. HabnwpgenHna O. B. Hedepo-
BOW Mokasanu, 4To 3TU pPO3eTKM npu cBoeM ¢popMUpOBaAHUM NpeacTaB-
NAKT cobON KNeTOYHble Beepa, O4HAKO B MPOTUBOMOJIOXKHOCTb 3apo-
ObllaM NTUL KIeTOYHbIA Beep B AaHHOM cllyvyae 3aBOpavyuBaeTcs He

A

Puc. 46. Cxembl o6pasoBaHuWs COMWUTOB Yy 3apopbilwel 6ecxBocTbix amdu-
oun:

A — wnopueBas nsarywka, b6 — XepnsHka; HT — MNOBEPXHOCTb HEPBHOMN
Tpybkn. Kak u Ha pwuc. 35, comuToreHesa wuaeT cnpaBa Haneeo, OT nepej-
HEero KoHua 3apofbila K 3agHeMmy

Hasaj, a Bnepea, M NepBoW (OpMUpYyeTCAa MepenHAs CTeHKa o4vepen-
Horo comuta (puc. 45, cp. A n b).

Y 6ecxBocTbix amdunbuii KNeToyHble MexaHu3mbl obpasoBaHusA Co-
MWTOB MEHEee HACHbl, HO M Yy HUX MOXHO OOHapyXuTb nNpeflwecTBYiO-
e BbIYNEHEHWNIO comuTa BeepoobpasHble Mnu kKnuHoobpasHble rpyn-
NMUPOBKWU KNETOK, OOpalleHHbIX pacCWUpPEeHHbIMKU KOHLUaMKW K Xopae u
HepBHOW Tpybke (puc. 46, A, 5). XapakTepHble NOBOPOTbl KMNETOYHbIX
rpynn Ha 90°, conpoBoOXxgawliMe OKOHYaTeNbHOE BbIYIEHEHUE O4e-
pefHOoro coMuTa Yy LWNOPUEBONA NATyLW KW, OCYLWECTBMSAKTCHA, NO-BUAU-
MOMY Ha MaTepuane, yxe pa3MeyYeHHOM Ha cermeHTtbl. Camu kneTou-
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Hbleé MOBOPOTbI COMPOBOXAAITCA COKpaleHneMm MeauonaTtepanbHblX
KMEeTOYHbIX MONEepeyYHMKoB He MeHee 4yem B 1,5 pasa; 3T cokpaweHus
M MoryT ObITb npu4nHonm nosopoToB. [logobHoe xe cokpalieHue Kne-
TOK MPOMCXOAWT M B COMMUTOreHese nTuy, HO Ha Oonee nos3gHux cTa-
OVSX, NMpU TakK Ha3blBAeMOW KOMMNaKTM3auuum yxe chOpMUPOBAHHBIX
COMMTOB.

CnoXHbIA M Manou3y4YeHHbIW Bonpoc: cobniwopgaeTcsa nNM U Npu Ka-
KMX YCNoOBMAX MacwTabHas WHBapuMaHTHOCTb (CKEWNMWHr) B XOoAe cer-
MeHTauuu mesogepmbl? Ecnu y 3apopbiwa wnopueBon NArywkn yaa-
NUTb 3HAYUTENbHbIA CEKTOP KMNEeTOYHOro MaTepuana Ha cTaguu racT-
pynbl, To B 3apofbillax yMeHblUEeHHbIX pa3MepoB OyayT COOTBETCT-
BEHHO YMEHbLUEHbI W pa3Mmepbl COMUTOB (BO BCEX TpexX M3MepeHusx),
a 4Yucno CcoMuTOB ocTaHeTcda npubnuanTenbHO HopManbHbIM. Crnepo-
BaTenbHO, B AaHHOM cny4vyae MacwTtabHas uHBapuaHTHOCTb cobniopja-
etcsa. Ecnu, opgHako, yganuTb 4acTb Me3odepMbl Mocne Havana
mMeTamepusaumm, TO QOPMUPYOLLNECA COMUTBI COXPaHAT MNPEXHUN
pasmep, T. € CKelWnuHra He npousongeT [234]. Y 3apogbiwen nTuu,
ecnu paspesaTb OCEBYyH Me30A4epMy BAOMb, Ha raTepanbHOW W Me-
OVanbHOW CTOpPOHax BO3HUKAKT COMWTbI, ONIMHA KOTOPbIX HE OTMu-
YyaeTca OT ANIMH KOHTPOSIbHbIX COMWTOB W KOTOpble, cneaoBaTenbHO,
BABOe Yyxe nocnegHux [231]. Takum obpasom, n 3gecb, MO KpanHen
Mepe Ha ypOBHe pasMeTKu, CKennuHra He Habnwpaetcd. OgHako 3Tu
HEHOpManbHO Yy3KMe COMWUTbl B AaNbHEWWeM MOryT nepelHypoBbl-
BaTbCA nononam, npubnuamtenbHO BOCCTaHaBNMBas CBOK TUMWUYHYIO
dopmMy. OTO nokasbiBaeT, 4YTO SBMEHUSA, OCYLLECTBMAKOLWMNE CKEWIUHT,
MOTyT MpoTekaTb na «nocrnepasMeTouvHbIX» cTaguax, npuyem 3a cyeTt
mMexaHn3MoB, obecneuynBaloUX NPEMMYLLECTBEHHYID YCTONYNBOCTb WU30-
anameTpuyeckon (NnpumMepHo Kybu4yeckon) d¢opmbl COMUTOB. AHano-
rTMYHble MexaHW3Mbl, €CTECTBEHHO BbITEKallWMe W3 CTpemfeHuUs anu-
Tenuaywuwerocs nnacta K MaKCUManbHOMY YMEHbLIEHUKO CBOEW no-
BEPXHOCTW, OEWCTBYKT, MNO-BMAMMOMY, U Yy amdubuin, BbipaBHMBaS,
HanpumMep, 3KCNEPUMEHTaNnbHO Bbl3BaHHbIE CKOCbl M U3rMbbl NMOBEPXHO-
cten comutoB [235]. He OHM nn OTBETCTBEHHbI 3a CKEWNIMHI B Tex
mMacwTabax, B KOTOpbIX OH peanbHo Habnwpaetcsa? OTOT BOMPOC HYX-
[aetca B LOMNONHUTENbHbIX MCCNeAoBaHUSX.

Ecnu npuHAaTbL BO BHMMaHWE, YTO B OCHOBE «BEEpPHOro» MexaHusma
comuntoreHesa nexut KIK, aTtoT mopdonpouecc MOXeT paccmaTtpu-
BaTbCs c no3vuuin mogenn YC—KIM K (cm. rn. 3). KOHKpeTHO k Hemy
cnefyeTt NPUNOXWUTb TOT BapuaHT MoAenu, KOTOpblIA MCXOAUT U3 yra-
CaHUa C pacCTOSHUEM YMPYrMx HaTAXKEHWN, MNOCKONbKY MWMEHHO B
Takom cuTyauuum Mopenb npeackasbiBaeT obpasoBaHuMe Nepuoanyeckux
cTpykTtyp. CornacHo npuvBeAEHHbIM Bbille 3JKCMEepMMEHTaNbHbIM OaH-
HbIM MO pas3pe3aM O0CeBOM Me3oAdepMbl 3apoabilen NTuy ynpyrune Ha-
TAXEHUss OEeNCTBMTENbHO yracakwT Ha HebonblWOM paccTosHUKM c3aau
oT nocnepgHero comuta. Kak crnegyeT vM3 mMofenu, B TakuxX YCIOBMSAX
AOJDKHbl BO3HUKaTb MnepuogunvyeckMe CTPYKTypbl C ycTonymBon abco-
NOTHOW AONMHOW, He 3aBucsALen OT oblwel ANMHbI OCEBOM Me304EepMbl.
Ha sapopgbiwiax nTuy 3Tu BbIBOALI NOATBEPXAAlTCH.

K npoueccam cermeHTauum ocCeBOW Me3o4epMbl ONU3KO MpPUMBbI-
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KalT CcTonb sipkMe MopdoreHeTU4Yeckne SIBMEHUs, Kak pacuNeHeHus
3a4aTKOB KOHEYHOCTENW Ha CTPOro onpeneneHHoe KONMUYEeCTBO XpsdAwe-
BbIX (BMOCNEACTBMM OKOCTEHEBaKLWMX) 3a4yaTKOB onpeaeneHHon dop-
Mbl. [loyemy Bce atm 3a4vaTkm (6yab TO NMy4yeBOW WM NOKTEBOW Xps-
WK, KOCTOYKM NACTM WNM 3ansacTba W T. A4.) WUMeET CTOMb onpeaeneH-
HYIO W cneuundunyecky Gopmy ¥ npeactaBneHbl B CTPOro onpeaeneH-
HOM konuyectBe? [logoOHble BoOMpocbl Hepeako 3ajakwTcd nNabMu,
Jaxe NOBEPXHOCTHO 3HaKOMbIMU C MOpdOreHe3oM, U HEBO3MOXHOCTb
JaTb B HacToswee BpeMsl Ha HUX WCYepnbiBawLWWUA OTBET Hepeako
OuEeHMBAETCss KakK MPU3HaK MOJIHOM HECOCTOATENBbHOCTM TEOpUU MOp-
¢doreHesa. Takom ynpek He COBCeM CchnpaBenfiMB, TaK KaK TOYHbIN
KONMMYECTBEHHbIN OTBEeT Hocun Obl Hen3bexHO YacTHbIM XxapakTep Mu
Hyxaanca 6bl B TOYHOM oOnNpederieHMn B MEPBY o4vyepedb MexaHuye-
CKux napameTpoB TkaHen. OpgHako xoTa Obl obuwas mogenb AaHHbIX
npoueccoB, KOHEYHO, XenaTenbHa W yXe CerogHs BMNOJSIHE BO3MOXHa.
OnemMeHTbl Takom wmopaenn npegnoxeHol OcTepom € coaBTopammu
[157, 158] B paccmoTpeHHOW Bbiwe (cMm. rn. 3) pabote. OcHOBbIBasACH
Ha CBOMX MpeAcTaBMeHWAX O caMoOopraHuM3auumm Me3eHXMMHOW KreTou-
HOM Maccbl, aBTOpbl TPaKTYKT MNpPOKCMMOAMUCTanbHyl auddepeHun-
POBKY ckefleTa KOHEYHOCTU Kak (PYHKLUWID TreoOMeTpun ee CeYeHUh Ha
pas3nuyHbIX ypoBHAX (puc. 47): Haxoascb B 06nacTtu LIMPOKOro OKPYTr-
noro cevyeHuss (nneyeBass 4YacTb) Me3eHXUMMa KOHLEHTpupyeTcss B
OAHO LeHTpanbHoe ckonneHue (puc. 47, A, 1; b, 1); npu nporpeccu-
pylowem ynnoweHnn cevyeHus (npepnneybe K 3andAcTbe) Me3eHxuma
pa3buBaeTcAa Ha Bce Oonbluee 4YUCNO XpsALWEN, pacnofioXeHHbIX na-
pannenbHO B MMOCKOCTM LWMWPOKOro cevyeHus (puc. 47, A, 2; b, 2—5);
B Y3KUX W AONIMHHbIX 3a4yaTkax nanbUeB Me3eHxuma pasbuBaeTca Ha
oTAenbHble NPOAOMbHbIE CErMeHTbl (3ayaTku canaHr — puc. 47,71, 3).
B onpepeneHHblXx 30Hax NepexoaHOW reOMeTpuUM HU OOHO YUCNO cer-
MEHTOB He SIBNSIeTCA YCTOWYMBBLIM; B 3TUX Y3KMX 30HaAX XpAWM OTCYT-
CTBYKT U (POPMUPYIOTCA CYyCTaBbl.

OauH 13 pganbHENWUX HepeleHHbIX BOMPOCOB: 4YeM onpeaensTca
OaHHble NpPOKCMMOAMWCTallbHble W3MEHEHUsI FeoMeTpuu 3avaTka KOHeu-
HOCTU? BeposATHO, OHU «AMHAMUYECKM npedopMUPOBaAHbLI» ele B MO-
MEHT 3aKnagku MNOYKUM KOHEYHOCTM M 3ajaHbl acMMMeTpuen ee Herno-
CPEeACTBEHHOro OKpyXeHusi. bonee TOYHbIN OTBET Ha AaHHbLIW BOMNPOC
noka HeBo3MOXeH. [Neped Hamy — ofHa U3 yBNeKaTemNbHbIX YaCTHbIX
MopdoreHeTuyeckux mnpobnem, KOTOpble BCTpeyawTCd npu paccmoT-
peHun opraHoreHe3oB OyKBanmbHO Ha KaXAOM LWary u pelweHue KOTo-
pbiX MOrno O6bl NPMBECTM K BaXHbIM BbIBOAAM KaK TeOpeTMYecKoro,
Tak W npuknagHoro xapaktepa. [lpuMeHnTenbHO Kk MopdoreHesy Ko-
HEYHOCTM ofHa M3 Takmx npobrnem cBs3aHa C BbIICHEHWEM MEXaHU3-
MoB pereHepauumn [236]. CoOTBETCTBEHHble [AaHHble OT4acTu 0O6CyX-
pgatTca B rm. 5.

B 3akniw4eHue 3ameTMm, 4YTO W B COMMUTOreHe3e, M B pasBUTUU
Xpsilen KOHEYHOCTU SIpPKO MPOSABNSIETCS 3aBUCUMOCTb KMETOYHbIX Aud-
depeHUNpOBOK OT MopdoreHesa: WMeEHHO oOycnoBneHHas npeawecT-
BylOW UM MopdoreHe3om copma KNeToK W UX B3aMMHble KOHTaKTbl B
3HaAYMTENbHOW Mepe pelwwatT, ObyaeT nu kneTka npoayuupoBaTb Xps-
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LieBoe BeLWecTBO, CTaHeT Nnu oHa Gubpobnactom unu npesBpaTuTCcs B

MblleYHOe BOMOKHO. [ns ﬂpe,ﬂ,XpﬂLLl,eBOVI TKaHWU 3a4aTKoB

KOHEe4YHO-

CTel 3aBUCUMOCTb AUDDEPENLUPOBKU OT Aaxe KPaTKOBPEMEHHOro Ha-
pyWeHUss HOopMarnbHbIX KNEeTOYHbIX KOHTaKTOB MokasdaHa 3KCNepuMeH-

TanbHO [1 01 ]

OVHAMUWYECKUE YPOBHWU M HAYAJIbHBIE YCNTOBUA OPIrAHOTEHE3OB

HecmoTpa Ha Bce pasHoo6pasue OpraHOreHesoB, MOXHO

aymartb,

4yTo AngA OOnNbLWIMHCTBA, €CNM He AN BCeX U3 HUX, ypoBHeBas CTPYK-
Typa 6nmM3ka K TakOBOW racTpynsauuMn v Hempynauun. OJencTBUTENBHO,

Puc. 47. Mopenb dopmMupoBaHMA XpSALWEBOro ckeneta KOHEYHOCTW no-

F-T'em a ob6pa3oBaHua xpswen B obGnacTsax C pasnU4HON reomeTply
en (1—3); b — WU3MEHeHua reoMeTpuM NOYKM KOH HOCTU B XoAe ee

pas3sutusa; (1—5) — nocnepoBaTtenbHble ctagun (no [1571)
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OCHOBHbIMWU AWHAMWUYECKUMU MEPEeMEHHbIMU ANA PacCMOTPEHHbIX Bbile
OpraHoreHe3oB crnefyeT cuyuTaTb YyXe€ 3HaKOMble HaM npoueccbl Mnong-
pu3auuum n CoKpalleHus KneTok (nocregHue, B 4YacTHOCTU, nexaT B
ocHoBe [MHK). KnetoyHoe pa3mHOXeHue nubo He wurpaeTt Henocpen-
cTBEHHOW MopdoreHeTuyeckon ponu, nubo, kKak B HeWpanbHbIX 3a-
yaTkax MO3BOHOYHbLIX, SBHO ONpegenseTca npejlwecTByloWwen nong-
pusaunen KrneTok [220].

Hap ypoBHEeM AuMHaMUYeCcKMX nNepeMeHHbIX cregyeT, Kak 3To  Mbl
genanu n paHblie, pacnofioXuTb ABa YPOBHHA napameTpoB. BepxHun
M3 HUX—YPOBEHb MNPOCTPAHCTBEHHO pPa3MbiTbiXx OMOXUMMYECKUX napa-
MeTpoB, OnpedensllWunx XapakTepHoe Ans Hayana opraHoreHesos
pacwupeHne AP EepeHUNPOBOYHbIX MOTEHUUN, @ TaKXe KOMMNEeTeHUUIo
kK KIMK. BO3HMKHOBEHME [aHHOro ypOBHS MOXeT ObiTb CBSI3aHO Kak
C MHAYKUMOHHBIMW npoueccamMn, Tak U C aBTOHOMHbIMU BuoxumMunye-
CKMMMK npoueccamy Tuma 4acoB, O KOTOPbIX YXe& rOBOPUIIOCH B CBSA3MU
C coMWTOreHe3om. HakoHel, MPOMEXYTOYHbIN MeXAy I3TUM Kiaccom
napamMeTpoB M AMHAMWUYECKUMU MNEpPEeMEeHHbIMU YpOBEHb CBHA3aH C TO-
nonorven u reometpuen copmMmupyLleroca 3adaTtka. [na 3avaTkos,
MopcoreHe3 koTopbix nogumHseTca [MHK, ocHoBHble npuHagnexawme

3TOMY YpPOBHIKO napamMeTpbl — 3HaK W rpaguneHT KpMBU3Hbl NOBEPXHO-
CTM 3avyaTka. [JaHHbIW Knacc NpPOCTPAHCTBEHHO pacnpefefieHHbIX na-
pamMeTpoB — TMpPAMOM «HACNeAHWK» Tex TONnoreomMeTpuyeckux napa-

MeTpoB, KoTopble Ana 6Gonee paHHuUX MopdonpoueccoB 6binu npea-
CTaBfeHbl TONOMOrMen nonen HaTAXeHUn.

Ecnn ans puHaMumyeckMx nNepeMeHHbIX XapaKkTepHble BpemMeHa Co-
OTBETCTBYKT TakOBbIM MONspM3aumm U COKpaleHUs OTAEeNbHbIX Khe-
TOK (He ©Oomee HECKONbKMX MWHYT), a XapakTepHble pasmepbl —
pasMepamMm KNneToK, TO [ANa Krnacca TOMoreoMeTpuyeckux mnapamMeTpoB
XapaKkTepHble BpeMeHa COOTBETCTBYIOT BpeMeHaMm, NpoTeKawlWum Mex-
Oy pes3kumu nepecTpomkamy TOMOMNOrMW U reoMeTpum OpraHoB, a pas-
Mepbl — MPOTSAXEHHOCTU obrnactenm C KPUBM3HOW HEU3IMEHHOro 3Haka.
O4yeBUAHO, YTO B OpraHax CO CMOXHOW CTPYKTYPOW AaHHbLIA YpPOBEHb
MOXeT paclwennaTbCad Ha HeKoTopoe 4ucno nogypoBHen. HakoHeu,
ana krnacca OMOXUMMYECKMX MapamMeTpoB XapaKkTepHble BpeMeHa W
pasmepbl BbIXOAAT 3a nNpefenbl TaKoBbIX BCEro opraHoreHesa (opra-
Ha) B uenomMm. [JeWCTBUTENbHO, Kak Mbl YyXe BuAenu, onpeaeneHHbIn
Habop AnddepeHUMPOBOYHbLIX MOTEHUMN MMM KOMNeTeHuunm Kk mopdo-

reHe3dy oOXxBaTblBaeT TeppuTopun Gonee O6LIJVIprIe, 4YeM pa3mMmepbl 3a-
4YaTKOB OTAe€ellbHbIX OpraHoB.



nasa 5. POCTOBbIE MOP®OTEHE3bl 1 MOP®ONOIMMYECKAA
LENOCTHOCTb B3POCJIOIO OPTAHN3MA

3aBepweHne cdopmmnpoBaHna u andpdepenumpoBkM OpraHoB B MNo3g-
HeM 3MOpuoreHese COMPSAXEHO C pPEe3KMMU U3MEHEHUAMU KNEeTOYHOM
anHamukun opraHusma. [lpekpawarTca akTMBHble nepemelieHnss o06-
WMPHBIX KNETOYHbIX Macc; uumtoanddepeHunpoBKU, TamM r4e OHU MNpo-
AonxawT uMaATM (KpOBETBOpHas TKaHb, CTEHKA KULWe4vyHuKa, Koxa),
NUWb BOCMNOSMHSAKT yObiNb KMNEeTOK M B 3Ha4YMTeNbHO OGonblien cTeneHu
nogBEpPXEeHbl BHELWHUM perynupyluwmM curHanam, Hexenunm ambpuo-
HanbHble KNeTku. B cBA3M C pe3KMM CYXEHUEM KIEeTOYHbIX MOTEeHUUN
B 3HAYUTENbHOW CTENneHW yTpauuBaeT CBOW MNPEXHUWA CMbICNT MOHATUE
KOMMeTEeHUUN, XOTH COOTBETCTBYKOLME ITOMY YPOBHIO MEAJIEHHbIE W,
no-BMAUMOMY, aBTOHOMHble Ouoxumuyeckne npeobpasoBaHuMA Npoaon-
XawT natn, nepexoass B KOHLE KOHUOB B Mpoueccbl cTtapeHus. Tem
He MeHee COXPaHSAKTCS MO MeHblleh Mepe ABe MPUHUUNUANbHbIE YepThbl
ambpuoreHesa: opraHuM3m, Moka OH pacTeT, NpoAoJkKaeT WU3MEHsSTb
cBOK (OpMYy, a TaKXe Ha MNpPOTSAXKEHUU BCEW XU3HWU COXpPaHSAET He
ToNnbko uanonornyeckyto (0OYyCNOBNEHHY HEPBHbLIMU W TymMopanb-
HbIMWU BIUAHUSMU), HO MU MOPEONIOTMYECKYI LENOCTHOCTb, YTO $CHO
NpoOsIBNAETCS MNpU MNONbiTKaxXx HapyweHWs nocnegHewn. 3OTU  acnekTbl
6uonornn B3pOCNOro opraHuM3aMa, HECMOTPS Ha WX He TONbKO Teope-
TUYECKUN, HO M 3HAUYUTENbHbLIA MPUKNAaAHOW WMHTEpPEeC, M3y4vyeHbl Oaneko
He pocTtatoyHo. [lpegnaraembii HMXe uUX 0030p He npeTeHAyeT Ha
NMOMHOTY W MPU3BaH OCBETUTb NWLb HEKOTOpble CTOPOHbI BO3HMUKAlO-
WKMX 30ecb MHTepecHenwmnx npobnem.

MW3MEHEHNA ®OPMbI, CBA3AHHBLIE C POCTOM

Xopowo W3BECTHO, YTO 3TU W3MEHEHUS OCHOBaHbl He CTOMbKO Ha
OABWXeHUAX, agedopmaumsax u nepeynakoBKax KNeTOK, XapaKTepHbIX
ans ambpuoHanbHbIX MOPMOreHe3oB, CKOMbKO Ha pa3MHOXEHUM Kne-
TOK, OTYEro OHW SIBMSOTCA 3HauyuTenbHo Gonee megneHHbIMU W NnaBs-
HbiMW. TTpUTOM OHM MOTYT MPMBOAUTH K NOpPa3UTENbHbLIM MO CIOXHO-
CTM W reoMeTpuyeckon TOYHOCTM popmaM, OCOBEHHO HarnsagHbiM Yy
XWBOTHbIX C HapyXHblM ckenetoMm (MOMNMOCKA, YNEHUCTOHOrMe), a
Takxke y pacTeHuil, Hanpumep B XxoAe MopdoreHesa KOHYCOB pocTa
no6eros unu npu obGpa3oBaHWM Ha HUX MocrefoBaTelNbHbIX 3a4aTKOB
(dunnoTtakcuc).

CTonb 4eTKMN reomMeTpuamM pOCTOBbLIX MpoueccoB obycnosun wu-
poKoe MNpMMEHEHMWEe K HUM MaTemMaTudeckux noaxonoB. Bmecte c Tem
A0 CUX MOp elle He AaHa yAoBneTBopuTenbHasi Guonoruyeckas WMHTEp-
npetaumss GonblKMHCTBA MaTeMaTUYECKUX 3aKOHOMEPHOCTEW U TeM
Bbornee oTcyTCTBYeT eguHasi Teopusi poOCTOBbIX MopdoreHesoB. [MoaTo-
MYy Mbl orpaHuymmcs obCcyXAeHMeM INULlb HEKOTOPbIX acnekToB reo-
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METpUM pocTa, O NOKaNbHbIX MeXaHM3Max KOTOPbIX MOXHO BbiCkasaTb
X0Tsi Obl HekoTOpble pa3yMHble MpeanonoxeHus. Mbl  paccMoTpuM:
npoueccbl NOKanbHO-aHW3O0TPONHOTO (annomMeTpuMyYeckoro) pocrta; no-
KanbHO-U30TPOMHbLIA (KOH(OPMHBIN) POCT; MOAenu, BbiBOAALWME pas-
nVYHble TWUNbl unnoTakcuca u3 reoMeTpum KoHyca pocTa.

JlokanbHO-aHN30TPOMNHBLIN POCT

OTOT TuUn pocTa BbLIBOAMTCA M3 3KCMNOHEHLMaNbHOro pasMHOXeHus
KNeToK, CKOPOCTb KOTOPOro pasfniMyHa B pa3HbiX HanpaBneHusx npo-
cTpaHcTBa. Ecnu, Hanpumep, SKCNOHeHUManbHbIA POCT B HanpaBfieHUU
X onucbiBaeTcs ypaBHeHueM xt=k\x, a B NeprneHAWKYNsSPHOM K HeMy
HanpaBneHUn y — ypaBHeHUEeM Yy = k2, TO NOCne WHTErpupoBaHus wu
JeneHns BTOPOro ypaBHEHWS Ha NepBoe nonyyaem

Iny=AInx-fin b (18a)

unu
y = bxAt (186)
roe In b — nocTosiHHas uHTerpupoBaHusa; A =£:/.1 — Tak HasbiBae-

Mbli KOS MUULMEHT  aHU3OMETPUYECKOTro, WM  anfnoMeTpuyeckoro,
pocTa.

Ewe Ox. MNekenu, npeanoxuslwimni ypasHeHna (18) B 1924 r. [144],
nokasan, 4YTo Kak BECOBOW, TakK W pasMepHbIN POCT CaMblX Pa3fNYHbIX
6uonornyecknx o6BLEKTOB MOAYMHAETCS anfoMeTpuyecKkoMy 3aKOHY,
npuyeMm B LWWUPOKUX Mpefenax BpPeMeHU pasBUTUA U NPOCTpaHCTBa
obbekTa BenuynHa A ocTaeTcd NOCTOSAHHOW. [TOHATHO, 4YTO MpW 3TOM,
ecrim Tonbko A¢\, dopma obbekta Oynetr usmeHaTbes: ecnu J1> 1,
oH 6ygeT BbITArMBATLCSA B HanmpaBneHun y, ecnu xe JI< 1, To B Ha-
npasneHnn x. Takum obpas3om, Mpu annomMeTpuyecKOM pOCTe reomerT-
puyeckoe nogobue obbekTa HapylwaeTcAa He TONbKO B LENOM, HO U B
Kax4on OTAeNnbHOW AOoCTaTovyHO Manon obnactu (BCKOpe Mbl yBUAMUM,
4YTO HapyweHue nogobusa uenoro MoxeT M He ObiTb COMPSAXEHO ¢
HapylweHueM nokanbHOro nogob6wus).

YOuBUTENbHONW ABNAETCA TOYHOCTb, C KOTOPOW BblAepxusaeTcs
3HaveHua J1. Hanpumep, y Tpex BMOOB XxfonyaTHuka 3HadveHusa J1 ansa
COOTHOLIEHNS MPOAOMBLHOIO W MOMNEPEYHOro npupocta NUCTbEB pasnu-
yatotca Ha 0,15 (1,28; 1,43; 1,58), a pana p[Byx pasHOBMOHOCTEWN
ogHoro u Toro xe Buaa Antirrinum majus — Ha 0,05 (1,02 n 1,07)
(unt. no [175]). Bo3HukaeT BONpoC, MOryT NU CTONb TOHKME pas3nuyus
perynupoBaTbCA HEMNOCPeACTBEHHO C MOMOLWbI Takoro AUCKPETHOro
npouecca, kak knetoyHble geneHus. Obpatumcsa K BblllenpuBegeHHOMY
npumepy. Ecnu gna ogHoro n3 BMAOB Xxnon4vaTHuka <= x'-28 a gnsa
apyroro y=x143 to npu nepexoge, Hanpumep, oT x=\ K XxX=2 y B
nepsBomMm cnydae BospacTtaeT oT 1 pgo 2,43, a BO BTOpoM cnyyae — oT 1
Ao 2,7. Ecnu nblTaTeca onucaTb 3TU pasnnyus B TepMWHaX AUCKpeT-
HbIX W paBHbIX KMETOYHbIX AeneHun, Hago 6Obino Obl 4ONYCTUTbL, 4TO
B MNepBOM ClNy4Yae Ha KaxAable 20 [efneHUWn BAOMb OCU X NpUXoauTcs
27 peneHw BAOMb OCU Yy, a BO BTOPOM criyyae —npubnn3nMTenbHO
24 peneHua BOoONb TOoW Xxe ocu. O4yeBMAHO, UYTO OYEeHb TpyaHO npea-
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cTaBuTb cebe Hanuyme CTONMb TOYHbLIX AUCKPETHbIX MpOrpamMm KreTou-
HbIX JdeneHnin  (ANA  OCYWEeCTBNEHUs  BHYTPUBWUAOBBLIX  pasnuynn
A. majus OHM [JOMXHbI ObiTb ewe 6Oonee TO4YHbIMM; nubo 202, nubo
209 peneHun Bponb ocu y Ha 200 geneHwin Boonb ocu x). K Tomy xe
NpM WUCKYCCTBEHHOM MNOJABIIEHUN KIMETOYHbIX [ENeHUn B paHHUX 3a-
yaTkax nUCTbEeB MWeHWUbl nocnegHne npuobpetann  HoOpManbHYHO
dopMy 3a cYeT OAHOr0 INUWb BbITAXEHUS KNeTOK, CTaBWMWX BABOE
ONnHHee HopmanbHbiXx [237]. Bce aTto roBopuT O TOM, 4YTO Habnwpgae-
Mble MpoMNopuMyM 3a4aTKOB He MOTYyT OblTb AOCTUIHYTbl KONUYECTBEH-
HbIM MpOrpamMMMpoBaHMeM KNeTouHbiXx pAeneHun. Ckopee Hanpawwu-
BaeTCA MbICIb O HanM4yuuM B pacTyWMUX 3ayaTkax HEKOTOpPOro eAuHoro
Kapkaca, unum pelweTkn, nMerwen pasHbli KOIPPUUNEHT pacTsaXKeHUus
B pasHbiX HanpaBfeHUsAX W HaknaabliBalolW el COOTBETCTBEHHbIe oOrpa-
HWYEHNS Ha 3KCMAHCUI0 KIMETOYHOW Macchl, cCaMO pPa3MHOXEHUE KOTOpPOW
MOXeT B TakOM criyyae perynupoBaTbcsl ropasgo crnabee. B pactu-
TenbHbIX 3avaTkax TaKyl peweTtky mornu Obl co3gaBaTb camu Kne-
TOYHblE CTEHKM, B KOCTHAX XWUBOTHbIX — OankuM KOCTHOW TKaHW, B KO-
Xe — BOJIOKHa COeAWHUTENbHOW TkaHW. Mbl elle BepHemMcs K 3TOMy
BOMPOCY NpuU paccMoTpeHun KoHcdopmHoro pocta. Cenyac nuwb 3a-
MeTWM, YTO rMnoTe3a O CYL,eCTBOBAHMW TaKOW pPELUETKM C aHWU30Tpon-
HbIM KO3 (PULMEHTOM paclIUpPEHUss paBHOCUIIbHA [ONyWEeHU napa-
MEeTPUYECKOro ynpaBlieHUs annoMeTPUYECKMM POCTOM.

Bornee noapobHble uccnegoBaHUs Mokasanu, 4YTO anfoMeTpuyeckuin
POCT KPYMHbIX OOBEKTOB SABMSAETCSA BCE XX& MNPOCTPAHCTBEHHO HEOAHO-
pPOAHBIM: 3HayeHus A MeHsAKlTCa Npu nepexoge OT OA4HOM obnactm K
OpYyrow, npuyem no [OBOJSIbLHO NMaBHbIM rpagueHTam. Tak, y kpaba,
ecnn nNpuHATb A NMPOMEXYTOYHOrO CerMeHTa KOHeyHocTu 3a 1, To ansa
ee guctanbHoro panoHa A= 1,05 a gna npokcumanbHoro A =0,9. 370
O3HayaeT, YTO POCT yCMNMBAETCHA B MPOKCUMOAUCTANbLHOM HanpaBlieHUN.
Ona KOHeYHOCTEeW MMeKkonuTallWKux xapakTepeH obpaTHbi rpagueHTc
BbICLUEN TOYKOW B MPOKCMManbHOM pawoHe [144]. WNHTepecHO, 4YTO XOTH B
Xo4e anyoMeTpu4yeckoro pocta MnponopumMuM KOHEYHOCTEW MEeHSATCH,
oCTaeTcs MpaKTU4YeCKW TMOCTOSAHHBbIM TaK Ha3blBAa€MblA TPEXUIeHHbIN
Bypd KOHEYHOCTW, T. €. OTHOLIEHUue

W={A-C){B-D)j{B-C) (A—D), (19)
roe A, D — koopauHaTbl AUCTANbHOTNO M MPOKCMMAanbHOro KOHLOB KO-
HeyHocTu; B, C — KoOpAWHaTbLl Ny4yes3anacTHOro W NOKTeBOro cycTa-

BOB. [1nA pyku 4YenoBeka OT Bo3pacta 4YeTbIpeXMeCsYHOro nnoga v Ao
gBajguaTtu neT coxpaHanocb paBeHcTBo W= 1,33. OTa BenuymHa BcCero
nuWb Ha 1% OTNMYaeTcs OT 30/10TOFO CEYEHUs, COOTBETCTBYHLLEFO
W= 1,309. CoxpaHeHne nocCTOAHHOro Bypda — ocobbin cnyyah KOH-
(HOpPMHON CUMMETpPpUU, BbISBNSAEMON B psiae POCTOBbIX npoueccoB [238].

JlokanbHO-N30TPOMNHLIN (KOHOPMHBINA! pocT

MHorne camble pasnunyHble POCTOBbIE MPOLECCHI, Benyuiune Hepen-
KO K BeCbMa CUMbHbIM W3MEHEHUAM GOpPMbl LEeSioro, nogvYnHeHbl napa-
JOKCanbHOMY Ha nepBbli B3rNA4 3aKOHY CoOXpaHeHWUA no-
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KanbHOro nopobuda: pocT Kaxpon fJocTaToyHO Manom obnacTu
nget M3OoTPONHO, PaBHOMEPHO BO BCEX HamnpaBleHMdaX, Tak 4YTO B XOAe
pocta 3aTta obnacTtb octaetca nogobHom cama cebe (coxpaHseTcs pa-
BEHCTBO yrnos). MiameHeHne ¢opmbl LENoro ocywecTBngeTCca npu 3TOM
6narogaps TOMy, 4YTO pasHble ero obnactu pacTyT WM3OTPOMHO C pas-
HbIMW ckopocTsamu. [lpoueccbl Takoro Tuna ONUCLIBAlOTCA TaK Hasbl-
BaeMbIMW KOH(POPMHBIMW, UMW KPYroBbiMW, npeobpasoBaHUAMU CUM-
meTpun. OTu npeobpasoBaHus M uMx Ouonornvyeckas ponb noapobHO
paccmoTpeHbl B kHure [238].

KoHdopMHble npeobpa3oBaHMs O4YeHb LWWPOKO pacnpocTpaHeHbl B
XunBow npupope. Becbma cunbHble M3MeHeHMs GOPMblI CTOMb pasnuy-
HblX OOBEKTOB, Kak LWMNsanka Myxomopa W 4Yepen 4yenoseka (puc. 48,

Puc. 48. KoHdopMmHO-reomeTpuyeckass MoAenb OHTOreHeTU4eckux npeobpasoBaHuin
nnofoBoro Terna Myxomopa. BepxHuin psp — wun3ameHeHus GOPMbl, HUXHUA psg —
KOH(POPMHbIE CXEeMbl 3TUX W3MEHEeHWN. Yrnbl Mexay obpasylwWwmnumMu KpUBbIMU HUX-
Hero psga (TOHKMe NMUHWMKM) Bcerga paBHbl 90°

m49), npoTeKkalT C cOXpaHeHneM KOH(OPMHOCTW. [1eNnCTBUTENbHO, Yrhbl,
obpas3oBaHHbIE NUHUAMMW MOCTPOEHUS UNKU KacaTeNbHbIMW K HUM (Ha-
npuMmep, BblaeNneHHble ayramu Ha puc. 48), Bcerga ocTalTCs pPaBHbIMU
90°. Kpome TOro, KOH(OPMHO CUMMETPUYHbI, Hanpumep, BEHYUK WU
Yaweyka UuBeTKa, Ny4Yn W MHTeppaauanbHble CTPYKTYpbl MUIMIOKOXMX
u MHorume gpyrue. Bce 3To nokasbiBaeT, 4TO KOHOPMHas CUMMETpPUS
oTpaxaeT OAWH n3 yHOamMeHTanbHbIX 3aKOHOB pOCTa, OTHOWEHWe
KOTOpPOro K anfoMeTpuyeckoMy 3aKOHy OCTaeTcs, OAHaKO, HEeSACHbIM.
Hanbonee npoctoe TOnMKOoBaHMe KOHOPMHbIX 3aKOHOMEPHOCTEN Ta-
KOBO: OHW OTpaxalT CBONCTBA KAKUX-TO MUKPOCTPYKTYp oOpraHuama
COXPaHATb PaBEHCTBO HEKOTOPbIX 6a3WCHbLIX YrnoB NpuU BCEBO3MOXHbIX
poOCTOBbIX pacTaxeHnax. CBOMWCTBO BOCNPOM3BOAUTb CTPOro MOCTOSH-
Hble Yyrnbl fgaxe B OTCYTCTBME KaKUX-NMMOO BHELWHWX OrpaHUYeHUi BO-
obwe npucywe oaMOpMOHaANbHbIM TKaHAM: [OCTAaTOMHO BCMOMHUTH
YOAWBUTENbHO NPaBUMbHYK CTPYKTYPY W B3aMMHOE pacrnofoXeHue cnu-
Kyn ry6ok uaM NUYMHOK UTMOKOXMX. Yxe rosopunocb (cm. ra. 3),
YTO Yy MOCMEeAHUX BMOfIHE HOPMalnbHOE YrfoBOEe pPacnosfioXXeHue CruKyn
ocyliecTBnseTca gaxe nNpu UX pasBUTUM U3 KyNbTyp [MCCOLUNPOBAaH-
HblX ©nacTtomepoB B OTCYTCTBME 3MNUTeNUanbHOro NOKpbiTA. Ha uyem
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nogobHoe CBOWCTBO OCHOBAHO — Ha «BHYTPUKNETOYHOW TeoMeTpun»,
CBOWCTBax BHEKNETOYHOro MaTpukca unu 6onee KPyMHbIX OMOPHbIX
CTPYKTYp — MOKa COBEpPLIEHHO Heu3BecCcTHO. 34ecCb OTKpbIBAeTCHA LWU-
poKkoe nomne Ana uccnegoBaHMs NPOLECCOB, CMbIKALWMX LUTOMNOrMYye-
CKUMN N MaKPOCKOMUYECKUA YPOBHWU.

3ameTMm, 4TO KOH(OPMHOCTb pOCTa HEKOTOporo obbekTa He npo-
TUBOPEYUT HaNMumMw y Hero xe nubo NpoCTpaHCTBEHHO OAHOPOAHOW,
nubo rpagueHTHouW annometpuu. Hanpumep, KOHOPMHbIE OHTOreHe-

Puc. 49. KoHdopmHo-reomeTpuyeckass Moaenb npeobpasoBaHuii ¢opmbl 4Yepena Ye-

noseka:
a — HoBOpoOXAeHHoro, 6 — nsTuneTHero pebeHka, 8 — B3pPOCMOro

Tnyeckme npeobpa3oBaHuA 4vepena YenoBeka, NokasaHHble Ha puc. 49,
OTpaxakwT MNOMMMO COGCTBEHHO KOH(OPMHOCTM ewe U Hanudue rpa-
AveHTa pocTa, ybbiBalwero B HanpasneHWW OT NMULEBOW YacTu K 3a-
TbITOYHOW. B Lenom MOXHO ckasaTb, YTO W anfoMeTpuyecKkne 3aKOHO-
MEpPHOCTWU, W rpagueHTbl pocTa, U KOHPOPMHOCTb OTpaxaktT HEeKoTo-
pble BecbMa XeCTKME W KOHCTaHTHble MNPOCTPaHCTBEHHO-BPEMEHHbIE
napameTpbl MakKpOCKOMMWYEeCKOro pocTa.

MexaHun4yeckne HanpsixeHus B npoueccax pocTa

Oaxe ecnn npeHebpeyb rpagMeHTHbIMW pPa3nUMynaMM B CKOPOCTHAX
pocTa (XOTS OHM M NPUCYTCTBYKOT MpPaKTU4YECKM BO BCEX [OCTAaTOYHO
obWwKnpHBLIX 3avaTkax), B pacTyWwUX CHMOWHBLIX KMEeTOYHbIX Maccax
Bcerga OyaoyT BO3HMKATb MeXaHWYeCKMe HanpsaxXeHus us3-3a Hanumyus
KaKk akTMBHO Jdensdwuxcs, Tak WU NaccMBHO AedOpMUPYEMbIX KMeToK.
[MonbiTaemca OUEHWTb Ha MakKCMManbHO YMNPOLWEHHOW Modenu npenmy-
LWeCTBEHHbIE HaMpaBneHUsA 3TUX HanNpsXeHWUn.

PaccmoTpum CnnowHOW OCeCMMMETPUYHbIA 3a4aTOK C MIIOTHOW Krne-
TOYHOW YMaKOBKOW, pacTywuh nyTem M30TponHoro (B cpegHem) pas-
MHOXEHUS KNeTOK M COXPaHAKLWWN npu 3TOM OCECUMMETPUYHOCTb.
Pasgenvm ero MbICNEHHO Ha CEeKTOpbl C ManbiMW LeHTpanbHbIMU yrna-
Mu a. U3-3a nnoTHOW ynakoBKWM KaXxAblll Takom cekTtop OyaeTt pacTtu
C COXpaHeHWeM MOCTOSHHOMW BenuyuHbl a. Ho Torga ero gyroBomn (TaH-
reHunanbHbl) npupoct [a Oynetr cBsidaH C ero paguanbHbIM MNpu-
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poctoMm [# anemeHTapHblM cooTHoweHuem [a= [/?sina wnu npu
a->-0 Oa—[/?a, 1. e. Oa«cO/*. OTO o0O3HayaeT, 4TO NpU M3OTPOMHOM
pocTe Takoro 3ayaTka B HeM O6yayT BO3HUKATb MNPEUMYLLECTBEHHO
TaHreHumanbHble HamnpsikeHUs cxaTusa (TaHreHuuanbHOe [faBlieHue); B
paguvanbHblX Xe HanpaBreHusix gaBneHue OyaeT 3aBeJOMO MeHblUe WU
BO3MOXHO BO3HWKHOBEHWE HaTsxeHuin. O4vyeBUAHO, YTO TaHreHumanb-
HOe [aBrneHue, Hanu4ne KOTOPOro B pacTUTENbHbIX 3ayaTkax Obino
3KCnepuMMeHTanbHO nokasaHo [156], GymeT cnocobcTBOBaTh BO3pacTa-
HUIO nepuMMmeTpa 3ayaTka, T. €. MOSBMEHU M3rMGOB Ha ero noeepx-
HocTM. Tak Xe Kak B clnyvyae 3anuTenuanbHbiX TpybO4aTbiXx 3a4aTKOB,
np¥ paBHOMEPHOW HayanbHOW KpUBU3HE M3rMbbl GyayT BO3HMKaATb MO
MexXaHu3My 3WrnepoBON HEYCTOMYUMBOCTU, a MNpPU HEPaABHOMEPHOW Kpu-
BUM3HE — KOHLEHTpuMpoBaTbCcA B obnactm ee MakcumymoB. [locnep-
HeMy crnocobCcTByeT Takxke 3aBUCUMOCTb MEXAY HanpasneHwem pAew-
CTBYWLWMNX Ha KNEeTKy HanpsXXeHWMn u opueHTauuen HOBbIX KMEeTOYHbIX
neperopofok: OHWM YyCTaHaBMUBAKTCSA NEPNeHAUKYNApPHO FNaBHOMY Ha-
NpsXXeHWto, HanoXeHHoMy Ha kneTtky [239]. MMoaTomy B TaHreHuuanb-
HO cXaTblX KneTkax HOBble MEeperopoaku OpPUEHTUPYKTCA B paauanb-
HbIX HanpaBneHusax (ewe 6Gonee yBenuuMBas TaHreHuuanbHoe [faBne-
HMe), a B paguanbHO pacTSAHYTbiX 06racTax — B TaHreHuuanbHbIX
HanpaBneHusx, ocnabnas HanpskeHus cxaTtusa. [ockonbky Ha Bep-
WMHAX MaKCMMYMOB KPWBU3HbI AOMKHbI MNOSIBNATLCA paguanbHO pac-
TAHYTble KNeTKkW, HOBble MeperopoakM B HUX OGyayT BO3HMKATb TaH-
reHymManbHO, 4TO NpuBeAeT K YBEJIMYEHUK 4ucna KINeTOYHbIX CrloeB
B 30Hax MaKCMMYMOB KPUBW3HbI W, criedoBaTenbHO, K ewe 6onblwemy
HapacTaHu nocnegHen.

Taknm o6Gpas3om, faxe B MaKkCUManbHO uMAeanuM3npoBaHHOM Chy-
Yyae paBHOMEpPHOro pocTa 3avaTka B HeM OyayT BO3HMKaTb Hanps-
XKeHuUs, BedylwiMe K HapacTaHWUK NoKallbHbIX pas3fnnyuii KPUBMW3HbI €ro
noBepxHoCcTU. [loCcMOTpPUM, Kak OTCHOAA MOXHO BbIBECTU pasfMyHble
TUNbl PacrnonoXeHUs 3ayaTKOB Ha KOHycax pocTa BbICWIMWX pacTeHun
(3akoHoMepHOCTN dunnoTakcuca).

OcHOBHble TUNbl UNMNOTakcUca kak cneacTBMs HayanbHOMN
reoMeTpumMm KOHyca pocTa

K HacTosiwemy BpeMeHM NpennoxeH psag mogenen dunnoTakcuca,
OCHOBAaHHbIX MPEeMMyLeCTBEHHO Ha peakUuMOHHO-ANAPPY3NOHHBIX MPUH-
uuMnax M Ha WHIMOUTOPHbLIX B3aMMOAEWCTBUAX COCEAHMX 3a4YaTKOB
[240, 241]. He oTBepras Takoro noaxoga, Mbl XxoTenu Obl, ogHako, no-
KasaTb, YTO pasfiM4YHble TUnbl UANoTakcuca MOXHO MoaenupoBaTb U
Ha WHbIX, MEXaHMKO-rTeoMeTpuyeckMx npuHumMnax. LOns 23Toro Ham
noHago6aTCA MUHUManNbHble CBeOEHWS U [OONyLWEHUS OTHOCUTENBHO
ocobeHHOCTen opMupoBaHMs 3adyaTka Ha KOHyce pocta. Mbl 6Gyaem
paccmMaTtpuBaTb KOHyCa C LEHTpanbHO PacnoOSIOXXEHHOW 30HOW KNeTou-
HOrO pa3MHOXEeHUs W 3avaTkamu, guddepeHunpyrWMMMCa nNo Ha-
npaBneHnto oT nepudepunm KOHyca K ero LeHTpy. B Takumx wmepucte-
Max 4Yem cTaple 3avaTok, TeM OH Onuxe Kk uUeHTpy. Bce ckasaHHoe
HUXe MoXeT OblTb MPUMOXEHO W K MepucTteMam, MHBEPTUPOBAHHLIM
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OTHOCUTENbHO LEeHTpanbHbIX, T. €. Tr4e 30Ha pa3MHOXeHus pacnono-
XeHa no nepudepun, a Hanbonee Monoable 3a4yaTkKm — B LEHTpe.

Mpumem Takxe B COOTBETCTBUM C BonbLWMHCTBOM Teopuih dunno-
Takcuca [242, 242a], 4yto «Mepuctema 6boutcsas cBo6OAHOro npocTpaH-
cTBa», T. €. 4YTO MO Mepe BO3HUKHOBEHUS MYyTEM KMETOYHbIX AeneHun
TAKoro nNpocTpaHCTBa Ha HeM cpasy >Xe BO3HWKalT MIOTHO ynakoBaH-
Hble 3a4yaTku, BenuYMHa KOTOPbIX MPW UX BO3HWKHOBEHMM nubo no-
CTosAHHaA, Nn60 MeHAeTcs MOHOTOHHO B 3aBUCMMOCTM OT UX MNOMO-
XeHus.

HakoHel, o4yeBMAHO criegywliee: NUHENHas nocrnefoBaTenbHOCTb
pacnonoxeHusa 3ayaTKoB Ha nobere OA4HO3HAYHO COOTBETCTBYET Bpe-
MEHHOW MoCcnefoBaTenbHOCTM MX BO3HUKHOBEHUS Ha KOHyce pocTa.
Ecnu 3avyaTkm BO3HWUKNM OOHOBPEMEHHO, TO W PacnosfioXeHbl OHW Ha
ogHOM anukobasanbiioM YypOBHe.

PaccmoTpum Tenepb KOHyCbl pocTa B MOpsAKe BO3pacTaHusa uX
anccuMmmeTpum.

A. KoHyc ¢ kpyroBow cummeTpuernn 0o.m. dopmMupoBaHue oTAenNb-
HbIX 3a4aTKOB Ha TakOM KOHyCe BO3MOXHO MNWlb Kak crneacTtBue no-
Tepn YyCTOWYMBOCTU CMMMETPUYHOrO COCTOSAHMUA, T. €. CMOHTaHHOW Auc-
cummeTpusaumn. ModTOMy AaHHbBIA ClyYail CaMOCTOSATENIbHOrO WHTepe-
ca He npeacTaBnseT M CBOAMTCH K HuXKepaccmaTpuBaeMbiM, Haubonee
obwumn 13 KoTopbix asnsawTcsa cnyvam f un [.

B. KoHyc ¢ nnockocTbio NOBOpPOTHOW cummeTpum 2-T. [lycTb ume-
I0TCS OOQWHAKOBble MaKCMMyMbl KPWUBWU3HbI Ha MPOTUBOMOMOXHbIX KOH-
uax ocn a—a (puc. 50, A). B Takom crnyyae B 3TUX MecTax OOHOBpe-

A b a b 5,

Puc. 50. BO3HWKHOBeHMe MocnepoBaTeNlbHbIX 3a4aTKOB Ha KOHycax pocTa CUMMeT-
pun 2-T:

A u b — wun3obpaxeHus B nnaHe, Ai u b, — B npodune. Ha NOBEpPXHOCTb KOHYCOB
HaHeceHbl NWHUM paBHOW BbICOTbI (M3OMMHWUM BbLICOTHI), TYCTOTa pPaCMNONOXEHUs KO-
TOpbIX MNponopuuoHanbHa KpuWBW3He pAaHHOW obnacTu 3avaTka. [Ansa ynpouweHus Ha
Bcex 3avyaTkax (ocobeHHo Ha A) wusobpaxeHo cBob6ogHOe NPOCTPAHCTBO MEPUCTEMBbI,
KOTOpoe B [AeNCTBUTENbHOCTM NO Mepe CBOEro BO3HUKHOBEHWS HEeMeANeHHO 3amnonHfA-
eTcs 3avaTkamu
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MEHHO BO3HMKHYT [ABa nepBbiXx 3ayaTka. PacnonoxeHue panbHenwux
3ayaTkoB OyaeT 3aBuceTb OT pasnMYMili KPUBW3HbI U COOTHOLUEHUSA
npupocToB BAoONb 06enx oce cUMMeTpum KoHyca. Ecnum kpuBmsHa B
obnacTax a—a 3Ha4YMTENbHO MpeBbIWAET KPUMBU3HY B obnactax b—b
n/vMnu NpupocT Mo OCUM a—a CYLWeCTBEHHO MNpeBbilaeT NPUMPOCT MO OCU
b—b, TO n nocnepywwmne 3ayvyaTtkm OyayT no4vykoBaTbCA  BAOMb OCKU
a—a, 4YTOo npuBedeT K OAHOPAAHOMY CynpoTMBHOMY BeTBneHuo. Ecnu
KpMBM3HA W NpuUpOCT pacnpegeneHbl 6onee paBHOMEPHO, TO MNocne OT-
[eneHus 3avaTKoB, a, a crnegywwmmMu obnactamm MakcMmanbHOW Kpu-
BU3HblI OKaxyTcs obnactu b b, TpexmepHas KpuMBM3HA KOTOPbIX Mocne
oTAeneHns 3avyaTKoB a BO3pocna B pe3ynbTaTe obpasoBaHusA BnaguHbl,
okaMmnsiowen 3avatkm a c ueHTtpa (puc. 50, 6). B pesynbTtate obpa-
3yl0TCA 3a4yaTkun 2, 2 — BeTBNeHWe CTaHOBUTCA ABYPAAHO-CYNPOTUB-
HbiM. [lanbHelw e 3a4aTkM Kak B paccMaTpuBaemMoMm, Tak U B APYrUx
TMnax dunnortakcmca AONMXKHbI dopMUpoBaTbCHA, Kak npasBuno, B na-
3yxax Mexay npegbiaylwmMmun, MNOCKONbKY WMEHHO 34ecb JokanbHas
KpMBM3Ha ¥ nnowaab cBobGogHoro npocTpaHcTBa Haubonbwue. Tak
Kak Kaxabll 3avaTok obpalleH BbIMYKNOCTbO K LEHTPY MeEpPUCTEMBI,
OH WMeeT Ha CBOWX Kpasax MO ABe Takue nasyxu. 3HauuTt, oH OygeTt
«nopoxaaTtb» (YCNOBHOCTb 3TOr0 TepMWHa 34ecb O4YeBMaHa) no pAaBa
3ayaTka. B paccmaTtpuBaeMoMm criydyae 9TW 3avaTkM  PaCMOSIOXEHbI
CYNPOTMBHO WNU Xe MyToBYaTo (MyTOBKY o6pasylT yeTbipe Of4HOBpe-
MEHHO BO3HMKawLlwuMe 3avaTka).
B. KoHyc ¢ nnockocTblo oTpaxaTtenbHou cummeTpumn (1-/u), Boonb

KOTOpPOW WMeeTCs Manbl rpagueHT KPUBU3HbI UMM CKOPOCTU MpU-
pocta. lMycTe Ha puc. 51, A KpuBM3Ha WM CKOpPOCTb NMpupocTa B obna-

d

Puc. 51. Bos3HuKHOBeHMe nocrnefoBaTeflbHbIX 3a4aTKOB Ha KOHycax
pocta cummetpum 1-t (J1) u 1 (B). UN3o6paxeHus B nnaHe

CTU a, Heckonbko Gonblie, Yem B oGnacTtu a2- B Takom cnyyae cHa-
Yana BO3HMKHET 3a4yaTok a\ U Nuwb noa3xe a2. 3avyaTku b, b BO3HUK-
HYT NO3Xe, HO OOHOBpPEeMEeHHO (kakue-nubo rpagueHTbl Boonb b—b
OTCYTCTBYIOT), @ N0 CBOEN (hOpMe U BHYTPEHHEW CTPYKType OHu ByayT
aCMMMETPUYHBLIMU, MOCKONbKY POCIM B acUMMETPUYHOM OKPYXEHUM
ab a2 MMocnepylouwune 3avaTkm OyayT, kak M B MPOLWMbIX Chy4vasx,
3aknafblBaTbCa B nasyxax Mexay a u b, npuyem 3avatkm af{ b (co
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CTOPOHblI ai) BO3HWUKHYT paHblle, 4eM 3ayaTkm a2 b co CTOPOHbI a2
CTporass CynpOTUBHOCTb YyTpauyMBaeTCs, BO3HWKAET TEHOEHUUs K o4e-
peaHOMY BETBIEHUIO.

. KoHyc 6e3 anemMeHTOB CUMMMETpPUW C ABYMS pPaCNONOXEHHbIMU
nog yrnom ManbiMW TpagueHTamu KPWBU3HbI WKW CKOPOCTU pocCTa.
Ecnu kpuBmsHa ybbiBaeT, Hanpumep, B nocrnegoBaTenbHOCTU &, C, b, d,
(puc. 51, 5, cM. rycToTy M3ONMNHUI BBICOTbLI), TO OYEBUOHO, YTO B TOWM
Xe nocnepgoBaTenbHocTM OyayT ¢doOpMupoBaTbCS NEpPBUYHbIE 3avyaTku
1, 20 3, 4. TMocnepywwune 3adaTkm 6yayT 3aknagbiBaTbCcA B nasyxax
npeablaywnx. Ytobbl BBIACHUTH NOPSAAOK WX 3aknagkMm WM NOCTPOUTH
CXeMy Mno4yKkOBaHMA, HeobxoauMmo pJdatb pan onpegeneHun (1—4) n
chopmynupoBaTb MpaBuUNO MNOPOXAEHWUSA MOocnefoBaTeNbHbIX 3a4aTKOB.

1. 3ayaTkm a b c... byaem HasbiBaTb MocnefoBaTeflbHbIMU, €CIK
WX PacCTOSHMSA [0 LEeHTpa KOHYCa ra, 2», oc TAKOBbI, YTO Ha KOHyce
He HanhpeTcs 3avaTka », ONA KOTOPOFO la<en<es, 2o<en<eoc WU T. M.
MHbIMM cnoBamu, cnupanb, norydyaemas npu COeguMHEHUM nocrefoBa-
TenbHbIX 3a4aTKoB, Hambonee nonoras u3 BCex BO3MOXHbIX. Ty cnu-
panb Ha30BEM TeHETUYECKOMN.

2. Nwbor 3amkHyTbIn Habop (a,..., k) nocnegoBaTenbHbIX 3a4yaT-
koB 6Oygoem HasbiBaTb cepuen. [locnepoBaTenbHble cepun 0603HAYUMM
pumcknumu umcppamn I, 11, 11 n 1. A.

3. Mex3a4aTkoBblM yrnom (yrnom dwunnotakcuca — p) 6Oyaem
Ha3blBaTb LEHTpanbHbIN yron mexay ABYyMSA nocrnefoBaTefibHbIMU 3a-
yatkamn. CymMy BCex nocrnefoBaTefbHbIX MeX3a4yaTKOBbIX YrioB
OaHHOW cepwun Ha30BEM MONHbIM YrinoMm 3Tow cepum a(a,..., Ir) wnnm
npocto a. BBuay nnoTHOW paBHOMEPHOW yNakOBKM 3a4aTKOB Ha KOHY-
ce lim p=al/&, rae k —4ncno 3a4yaTkoB B cepum.

/(—»00

4. OgHUM BUWTKOM TreHeTU4YeCKOMn chnupanu Ha3oBeM Takyl nocne-

AoBaTenbHOCTb 3a4aTkoB a, ..., C, YyTo a(a, ..., c)<:n, a(a, ..., ¢, d)>
>.n, rae d — cnefywwWwui 3a € 3a4aToK TOW XKe reHeTuyeckouw cnu-
panu.

Tenepb obpaTMm BHMMaHMe Ha TO, YTO, MOCKOMNbKY KaXAbli 3ava-
TOK Ha AUCCMMMETPUYHOW MepucTeEME TFPaHWYUT C PasHOBO3PaCTHbLIMMU
3ayaTkamu, B obenx okamMnaALWMX ero nasyxax 3avyaTkum Takxe gop-
MWPYIOTCS pasHOBpPeMeHHO. 3avyaTok, 3anoXuBWUWCA B nasyxe 3a-
yaTka a, NpuMmblkalwen k ero bonee crapomy cocegy, copmupyeTcs
paHblle, OTYEro Mbl Ha3o0BEM €ro paHHUM MNOTOMKOM a M obo3Hayum
p(a), a 3avaTok, 3anoXMBLIMIACA B nasyxe, nNpumbikatowen k 6onee
MOnoAoMy cocefy 3avatka a,— nos3gHuM noToMkomM a— n(a). PaH-
HMEe M no3gHWEe MOTOMKM HekoTopon cepun (Hanpumep, |l) Oyaem
ob6osHavaTtb kak p(H) u n(H).

Mpumem 6e3 pokasaTenbCTBa creaywuwee nNpaBuIio MNOPOXAEHUSA
nocrnepoBaTenbHbIX 3a4aTKOB:

ecnu paHa cepusa 3avaTtkoB (a, b c,..., k), nocnepoBaTenbHbIX B
cmbicne onpepenenus (l), 1o 3avatkm p(a), p(b), p(c),...., p(£),
n(a), n(6),..., n(/r)y (v Tonbko oHW) TOXe obpasylwT cepuio, T. €.
ABNATCA nocrnepoBatenbHbiMu.  [pu  atom  a (p(a),..., p(/r)) =
=a (n(a),..., n(k))=a (a,..., k). OTO0 npaBuno HenocpeacTBEHHO
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cnefyeT w3 BbllWENPUBEAEHHbIX YCMOBUW MNOCTOSIHCTBA WU MOHOTOH-
HOr0O W3MEeHeHWs pa3MepoB 3a4aTKkOB B WX MNJIOTHOW YMNakoOBKU Ha
KOHYycCe.

Ceputo {a, ..., /e), ona KOTOPOM 4YUCIO 3a4aTKOB U MeX3ayaTKOBble
yrnbl BBOAATCA Kak HadamnbHble YCMNOBMSA, a Bce nocrnepywouine savyaTku
na JaHHOM KOHycCe pocTa SIBMSAKTCS ee paHHUMU UK MNO34HUMMK «NOTOM-
KamMmuy», Mbl 6yaem HasbiBaTb MO P O X -

Jat Wwe . B obuwem cnyyae moxeTt
OblTb Oonee 4yeM ofgHa nopoXxpato-
wasa cepwus.
Ha ocHoBe cpenaHHbIX onpepjerne-
HUA MOXHO TMOCTPOUTH ChneaywlLlyto
«reHeanornyeckyr» cxemy Ans cny-
yas cnabo OWCCMMMETPUYHOrO KOHY-
ca pocta (puc. 52, A). Mopoxpaato-
uen cepuen 3p4ecb SBNAKTCA 3avat-
kn (1, 2). ECTeCTBEHHO, 4YTO U KaX-
Ayl cnefylolwyl ABOWKY 3a4yaTKoB
MOXHO cuMTaTb MopoXxaawuwen ce-
puen. N3 cxembl BMOHO, YTO B AaH-
HOM cny4vae OyayT nopoXxAaaTbCa KO-
COCYNpOTUBHbLIE Mapbl 3ayaTkoB 1—2
3—4, 5-6, 7—8, ..., npuyem kKaxpgas
nocrnepytwouwasa napa OyaeT noBepHyTa
OTHOCUTENbHO nNpeabiayLen Ha HeKo-
Topblh yron  (Hanpumep, Kak Ha
puc. 52, b). XapaktepHas ocobeH-
HOCTb [aHHOro TWna BETBMEHUA CO-
CTOMT B anbTepauuuM 3Haka MOBOpO-
Ta nocnefoBaTeflbHbIX Nap 3a4aTKoB,
KaKk npu cnupanbHOM [pobneHuu, Ha-
6nogaemMom ¢ nonwca ANLEeKneTKU.
O. CunbHO AMCCUMMETPUYHBIA KO-
Hyc pocTta. [Npeactasum cebe Tenepb
HacTonbko cunbHoe npeobnagaHue
KPUBM3HbI WN CKOPOCTM pocTa B 006- zmixe'(w:) pzﬁzon;:';%?gacnmenf;:Irxpmta-
nactm a no CpaBHEHU C NPOTUBO-  horo koHwyca pocTa. «PaHHue  no-
nonoxHou obGnacteto ¢ (puc. 51, B), Tomku» kaxporo sayaTka o06o3Ha-
YTO CO CTOpPOHblI 3a4yaTka | «ycneery»  ‘€Hbl KpyXKkamu, — «nosjHue  mo-

BO3HUKHYTb OAMH MNWWHMA 3auaTok OMU» — Tpeyronbhukamu. Ha B
y a NOTOMKOB C

o CBA3N «pPOOUTENBCKUX»

paHblie, YeM COOTBETCTBEHHbIW 384a8- panHumu 0603HAueHbl OAHOM  4ep-
TOK BO3HMKaeT CO CTOPOHblI 3a4aTKa 2  Toil, C «NO3AHMMM NOTOMKaAMU» —
HanbGonee paHHUM M3 Takmx CBepx- ABYMsA 4epTamu

CMETHbIX  3a4aTKOB MOXeT ObITb

nMWb 3avaTok 6: npedblAyWwKnA aHanorumyHbIn  3a4yaTok 4 ewe rpa-
HMYMT c oboumm 3a4yatkamm 71 U 2, Tak YTO €ro Henb3s CYUu-
TaTb CMelWweHHbIM B CTOPOHY 3a4vaTtka [. [llpumem Tenepb, uTO
B TakKOW CUMbHO aCUMMETPUYHON MepucTemMe UMelTCa [[Be MNOopPoX-
pawowune cepum | un IlI, npeancrtaBneHHble COOTBETCTBEHHO 3ayvaTkamwu

Puc. 52. leHeanorus 3avatkoB (J1)
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1, 2 n 3 4, 5 Takoe ponyweHue Hanbonee ecTecTBEHHO, MOTOMY 4YTO
Kaxpas u3 aTux cepuh obpasyeT kak pa3 Mo OOHOMY BUTKY reHeTu-
yeckon cnupanu. [denctButenbHO, npu ob6xoge KOHyca pocTa Mo va-
COBOM cCTpenke (a WMEHHO 3TO HamnpaBneHue ob6xoda, HauMHas  oOT
obnactm a, COOTBETCTBYeT rpaguWeHTy naaeHuUss KPWBWU3HbI) MOJSHbIN
yron cepun (/, 2, 3) npesbiwaeTt 2n, a 3HayuT, no onpegeneHuio (4)
OAHOMY BWTKY COOTBETCTBYIOT 3ayaTkm 1, 2, aHanormyHoe cnpasej-
nueBo ana cepun (3, 4, 5) n TOnMbKO ANS Hee, Tak kKak nocnegosa-
TenbHbIA nepexon K 3avaTky 6 noTtpeb6oBan Obl HOBOro BUTKA.

Torga Onwxanwwune «notoMkum» cepunn | un Il coctaeat ceputo |l
u3 natm 3avatkoB (puc. 53), koTopas yknagbiBaeTcs B 4YUCNO BUT-
KOB reHeTM4YecKol cnupanu, paBHOE CyMMe 4ucrna BUTKOB MOPOXAalo-
wux cepunn, T. e. B 1+1 =2 Butka. lNpogonxasa NpMMEHSATb aHanoruny-
Hble npaBuna nopoxaeHus, Oyaem nonyyaTb nocregoBaTelNbHble ce-
pun, B KOTOPbIX YUCNO 3a4aTKOB M BUTKOB OyAyT paBHbl TaKOBbIM
OBYX npeabigywux cepuin. B pesynbTtate u Te, u gpyrue 6yayT paBHbl
nocnegoBaTenbHbiM  YucnaMm Tak HasbiBaemoro paga  PduboHayuu
O, 1, 1, 2, 3, 5 s, 13, 21, 34...), a cpefHue Mex3ayaTKOBbIE€ Yrrbl
(paBHble YacTHbIM OT [efeHus 4Yucna BUTKOB Ha YUCNO 3a4aTKoB)
obpasywT pag (B ponax kpyra) 1/3, 2/5, 3/8, 5/13..., cTtpemawminca «
npegeny ~ 137° (Tak HasbiBaeMbll yron ®uboHauvuyn).

ByaoyT nu BblAepXxuBaTbCs Te Xe 3aKOHOMEPHOCTM nNpu  CKOfb
yrogHo 6onblwon acuMmmeTpum Mepuctembl? [Onsi 3TOoro Hago Bblsic-
HUTb, MOXET NM CO CTOPOHbI 3ayaTka / 3anoXuUTbCHA elwe oauH 3ava-
TOK. OToro ObITb He MOXeT, MOCKoNbKy obe nasyxu 3ayaTka 71 yxe
3aHATbHl 3a4yaTkamu 5 s 6. Takum obpasom, ecnu | cepus npepcras-
neHa Bcero gByms 3adaTkamu, To |l cepus mpu Kakom yrogHo AWCCUM-
MeTpun Mepuctembl He Gonee yem 3 3avaTkamu.

A 4TO0 GypeT, ecnu nepsas cepus npeacrasBneHa 6onbwKM 4Yucrnom
3a4yaTkoB (KOHyC pocTa ucxogHo 6onee wupok)? o Tem xe coobpa-
XeHuam, ecnun | cepua coctout M3 3 3ayaTkoB, To Il cepua wmoxert
coctoATb M3 4 wmnum u3 5 3a4aTtkoB (N0 OOHOMY CBEPXCMETHOMY MO-
TOMKY nubo Tonbko y /-ro, nubo Takxe un y 2-ro 3avaTtka |l cepum).
B nepBom cnyyae Mbl nonyyaem Tak HasbiBaembln pap Jlioka (3, 4,
7, 11..), Bo BTOpoM — cHoBa pag PuboHayyn, Ha4YMHAKLWMACA C Yu-
cen 3, 5. Ecnn B | cepum umetrotca 4 3avartka, 170 Bo |l cepun moxet
ObITb COOTBETCTBEHHO 5, ¢ unu 7. Mex3ayaTKOBble Yrnbl, BbIBOOWMbIE
aHanorn4yHbiMm o6pa3om Ha OCHOBE BCex 3TUX pPSAoB (BkNwYas u pag
Jlioka), B pOCTAaTOYHO BLICOKMX cepuAx oTnu4yatTca oT yrna dwubo-
Hayynm MeHee YeM Ha rpajyc, 4YTO, KOHEYHO, MpeBbilWaeT TOYHOCTb
peanbHbIX U3MEPEHUN.

Mbl npuxogum K BbiBOAY, YTO cobnogeHue Mex3avyaTKoBOro yrna
®dunboHayym ponxHo ObITb Becbma o6WERn M YyCTONYMBON 3aKOHOMEP-
HOCTbIO, XapakTepHou Ana nwbblXx AOCTAaTOYHO AUCCUMMETPUYHBIX KO-
HycoB pocTa. M ato gencreutenbHo Tak. Yron ®duboHayuum (unpgeans-
HbI yron dwunnoTakcuca) cobnwgaeTcs He TONbKO NpuM  BETBNEHUU
caMbiX Pas3fnUYHbIX BUOOB PacTEHWUN, HO M MpPX MOYKOBAHUMU HEKOTOPLIX
XNUBOTHbIX (ruapbl, cdopamuHudgepsl [238]). CobniogeHuto 3Toro yrna
WOEHTUYEH W psa OPYrMX 3akoHOMepHocTein. OpgHa M3 HUX COCTOMT
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B TOM, 4YTO KOSiMyecTBa MpaBblX W NEBbIX M30THYTbIX PSAOB 3a4aTKOB
(Tak HasblBaeMblX MNapacTux), Nerko npocrexunBaeMblX Ha MNOTHbIX
couBeTUAX U connoamsax (CNOXHOUBETHbIE, LWMWLWKN XBOWHbIX), paBHbI
nocnegosaTenbHbIM Yucnam psga ®uboHayum unu ApYyrux pexkyppeHT-
HblX psgoB (HampuMep, 4YacTo BCTPeYaeTcss s MpaBbiX MNapacTux w

cepuu

<w

120

135

Puc. 53. leHeanorMa 3a4yaTKoB C yka3aHuWem 4ucna 3avyaTkoB, BUTKOB reHeTuye-
CKOW cnupanuM M Mex3auyaTkoBoro yrna B |—V cepusix Ana cnyyass CUMbHO acum-
MeTpUYHOro KoHyca pocta. KBagpaTom BblAeneH «CBEPXCMETHbI» 3avaTok 6

13 neBbix). lokaxeMm, 4TO 3Ta 3aKOHOMEPHOCTb paBHOCWUIIbHA paBEH-
CTBY Mex3ayaTkoBoro yrna yrny ®uboHayuu. Tak kak BCe 3ayaTku
nexaT Ha napacTuxax, TO Yyron MexAy [ABYyMs mnocrnegoBaTenbHbiMU
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3ayatkamu a U e 6ypeTr kpaTeH nubo 1,5 4acTu kpyra (npu OAHOM
HanpaBneHun obxopa), nub6o 1/13 vactm kpyra (NpU NPOTUBOMONOX-
HOM HanpaBneHum ob6xopa). C Apyron CTOPOHbI, O4EBUAHO, YTO CyMMa
MeX3a4yaTKoBbIX YrnoB, nonyvyaembix Ana nwboin opHoW M ToW  Xe
napbl 3a4aTKOB MpU MPOTMBOMOMOXHbIX HanpaBneHuax obxopa, paBHa
1 (1. e. nonHomy kpyry). B Takom cnyyae 3apada onpegeneHus Mex-
3a4aTKOBbIX YrOB CBOAUTCA K PpELEHN ypaBHEHUss zzs + m/13« 1,
roe num [OMKHbL OblTb uenbiMu yncnamu. MNMogbopoM MOXHO ycTa-
HOBWTb, 4YTO MWHMMalbHble Haubornee TOYHO yOOBNeTBOpAKOLWMUE ypaB-
HEHWIO 3HayYeHuss M u m TakoBbl: n=m= B n=3 m=8. CooTBeTcT-
BYHOLLME MexX3ayaTKoBble yrnbl paBHbl 5/8, 5/13 n 3/8 n 8/13. BTo-
pon W TpeTun yrnbl pasBHbl yrny ®duboHayuu, a nepBbli U YEeTBEPTLIN
gononHsawT ero go 360°, 4yTo M TpeboBanocb NokasaTb.

BTtopada 3akoHOMepHOCTb COCTOUT B TOM, 4YTO obuiee 4yucno 3avar-
KOB, BO3HUKLIUX Ha OaHHOM KOHyCe pocTa, HanpuMmep YUcno KpaeBblX
NOXHOSA3bIYKOBbLIX LBETKOB poMallkyu (B NpOCTOpeYuM HasblBaeMblX
nenectkamu), paBHO OAHOMY u3 4yucen psga PuboHayym. BTO MOXHO
06bACHUTL TeM, 4TO Haubornee BeposiTHAa OCTaHOBKa MOYKOBaHUS 3a-
YaTKOB Ha UENioM Yucne BUTKOB TFeHeTMYecKoW chnupanu, Tak Kak npu
3TOM pocTuraetca Haubonee nNNOTHOE 3anoflHEHWE BCEX «BaKaHCUW»
Ha MNOBEPXHOCTU KOHYyca.

B 3akntoyeHue ob6paTuM BHMMaHWE Ha TO, YTO BETBMEHUE CUIbHO
OWCCUMMETPUYHbIX Mepuctem obnagaetr B OTNMYME OT CMMMETPUYHBIX
n cnabo gUCCUMMMETPUYHbLIX OnMpefeneHHbIM 3HaHTUMOMOP(PU3IMOM: Cy-
LW eCTBYIOT NpaBble W NeBble FreHeTU4eckne cnupanu. HanpaBneHue wux
3aKpy4yuBaHusa onpegensieTcsa 3akpyyYMBaHWEM MOPOXAAKLWMX Ccepun
W, NO-BUAMMOMY, He SIBNsieTCs HacnegyembiM.

Takum o6pasom, Mbl Mokasanu, YTO pasfiMyHble OUCKPETHble TUMbl
BETBNEHUS MOTyT OblTb WHTEPNpPeTUMpPOBaHbl OAHUMU WU TEMMU Xe «Mo-
poXxaawwmnMmMmn 3aKOHOMEPHOCTAMWU», OCHOBAHHbIMW Ha MpaBune ycu-
NeHns NoKanbHOW KPWUBU3HbI M WMEWWWUMU B KavyecTBE HauyallbHbIX
YCIOBUI NNaBHble pasnuyusi B reoMeTpunm KOHyca pocTa.

NMPOABNEHNA MOP®OJIOTMYECKOW LENOCTHOCTU
B3POCNOIro OPrAHU3MA

OTMeYyeHHble Bbille pyHOAaMeHTanbHble CBOWCTBa POCTOBLIX NpoLlec-
COB — HamnuyMe reoMeTpUYEeCKUX OrpaHuMyYeHuin Kak npu annomeTpu-
YEeCKOM, Tak M MNpU KOHPOPMHOM poCTe U NnaBHble rpagauumn 3TUX
orpaHuyeHun B maclwTabax Lenoro opraHuama, a Takxe B3aUMOCBA3b
pocTa C MexXaHW4YeCKUMU HanpsaXeHUAMMU, 3aKOHOMEepHO pacnpeaeneH-
HbIMU B OBGWMUPHBLIX 06MacTAX pacTyWMX TKaHeW,— CBUAETENbCTBYIOT
O TOM, 4YTO POCT HECOMHEHHO MOAYMHEH Kakum-TOo dakTopam LenocT-
HOrO KOHTpons (nmapameTpuyeckoro Tuna). CyuiecTByeT, OoAHaKo, MU
nHaa obwupHas rpynna AaHHbIX, OTHOCALWAACA MNPEeUMYLEeCTBEHHO K
ABNEHUAM pereHepauuuM W CBUAETeNbCTBYHOWAs O APYron KaTeropumu
MOLLHbIX, MO MOKa 3aragoyHbiX (akTOPOB LENIOCTHOCTU B3POCHOro
opraHuama. OTu akTopbl NPOSABMAATCA B OCHOBHOM B MoAdepXaHuu
NONAPHOCTW BCEro Tena WNW OTAENbHbLIX €ro 4yactem U B CTpeM-
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NEeHNN K BOCCTAHOBMEHUI0O €CTECTBEHHOW HenpepbiBHOCTM Mopdonoru-
YEeCKOM CTPYKTYpbl MOCNe ee UCKYCCTBEHHbIX HapyweHun. PaccmoTpum
nooyepeaHo 3TU B3aMMOCBSA3aHHble, HO HEWAEHTUYHblEe SBMEHUS.

CoxpaHeHuMe MONAPHOCTU B SABMEHWAX pereHepauun AaBHO U XO-
powo wu3BectHo. OHO SCHO NPOSBNAETCA NpPW pereHepauum pacTeHun,
pa3nuyHbiXx 6eCno3BOHOYHBIX WM X€ KOHEYHOCTEeW YMEHUCTOHOIUX Mu
NO3BOHOYHLIX. Bo Bcex 8TWx cnyyasax W3 AUCTanbHOW paHeBOW no-
BEPXHOCTM pereHepupywT AWCTanbHble CTPYKTYpPbl, @ M3 MPOKCMManb-
HOM — npoKCMManbHble. OTOT pes3ynbTaT Mano WANW COBCEM He 3aBu-
CUT OT ypOBHS Nepepesku, Tak 4YTO Te Xe camble KNeTKW, KoTopbie B
OAHOM oOMnbiTe, HaxoA4siCb Ha MNpPOKCMMalnbHOW MOBEpXHOCTU obpeska,
ob6pa3yloT npokcuManbHble CTPYKTYypbl, B APYroM OMbiTe, OKasaBLWUCb
Ha AWCTanbHOW MOBEPXHOCTW, AalT Havyano AucTanbHbiM CTPYKTypam.
MmeHHO B 3TOM, kak oTmevan ewe [. Opuw, apko nposaAsndeTcs Lue-
NOCTHbIA KOHTPONb HaAg NoKanbHbIMW CBOWCTBaMu kneTok. Mo nosoay
MexaHM3MOB nogaepXaHus MOMSPHOCTU CYLWEeCTBYIOT pasHble TOYKM
3peHnsa. OgHa M3 HWUX WCXOAWUT M3 MNpPeAcTaBNeHusi, 4YTO MONSAPHOCTb
OCHOBaHa Ha HepaBHOMEPHOM pacrnpegeneHMn HeKoTopbiX GakTopoB
(BewecTtB) BAOMb ocu opraHumama. Cioga OTHOCMTCA, B Y4acTHOCTH,
yXe 3Hakomas Ham wmopenb [upepa — MeWHxapaTa, cornacHo KOTO-
poV Takoe pacnpegeneHne MOXeT BO3HMKATb M ycunueBaTbCA MyTem
nokanbHOro aBTokaTanu3a W HeHanpaBneHHON AuddYy3nn BelecTB —
«mopdorenosy.

OpHako ecTb OCHOBaHMA nonaraTtb, YTO KOPHW OpraMnmsMeHHoWm mno-
NapHoCTM nexaT rnybxe. Yxe [aBHO OTMeYanocCb, YTO MONSAPHOCTb
psaga obbektoB, ocob6eHHO pacTeHui, MoxeT OblTb OCHOBaHa Ha H a-
npaBneHHOM TpaHCNOPTE HEKOTOPbIX BeLWeCcTB Yepe3 MONocTu
(cocyabl) wunn xe HenocpeacTBEHHO 4Yepe3 kNeTkn. Tak, nMokasaH Ha-
npaBrieHHbI TPaHCNOPT 4epe3 pacTuTenbHble KIEeTKM ayKCUHOB, a
Takke Ca2+ [245]. OcobGeHHO BaxHO, YTO TaKoOW TpPaHCNOPT MOXeT
npoTekaTb nNUWb NpU Hanuium MopdPodPU3NONOrM4eckon MNONAPHOCTU
yyacTBylLWMUX B Hem knetok [243]. MoOXHO npeanonoXxutb, Takum
o6pa3omM, 4YTO NONAPHOCTb LENOro opraHM3mMa HenocpeAcTBEHHO OCHO-
BaHa Ha nonspHoCcTM obpasylLwmnx ero KneTok.

Ecte nu kakne-Hubyab OCHOBaHUA pacnpocTpaHuTb 3Ty TOYKY
3pEeHUs TakXe W Ha MHOrOKNEeTOYHbIX XWBOTHbIX? AnukobasanbHas
NOMSAPHOCTb WX 3NUTENuanbHbIX KAETOK, NposBNAWAancsd, B 4acTHO-
CTW, B PpacnofiOXXEHUN WOHHbIX KaHanoB W HACOCOB WX MnasmaTuye-
cko membpaHbl, AaBHO M TBepao ycTaHoBneHa (cm. rn. 2). OpgHako
ONS NOATBEPXOEHWS BbIABUHYTOW TOYKM 3peHus TpebyeTcsa nokasaTtb
MHOe, a UMEHHO Hanu4me y KNeToK elwe W MPOoKCMMOAWCTanbHoOW (ne-
pefHe3adHen) MOMSIPHOCTWU, KoTopas [AoJkHa OblTb OpueHTMpoBaHa
nog npAMbIM Yyrnom K anukobasanbHOW W coBnajaTb C O4HOMMEHHOW
NONSAPHOCTbIO LENoro opraHuama.

Hanbonee oTyeTnuBble AaHHble O MPOKCMMOAMUCTaNbHOW MOMSAPHO-
CTW anuTenuanbHbIX KNeTOK FMAPOMAHbIX MNOMWMOB MNOMYy4YeHbl B ONbl-
Tax KO. A. NNabaca c coaBT. [123] no agencTBuo Ha nobern rMapouaos
3MeKTpUYecKUX nomnen pasnu4yHoOW HanpasneHHocTu. B yacTtHocTh, 06-
HapyXeHo, 4YTO BOCXOAsillee BHellHee none (katog Yy QAucCTanbHOro
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KoHUa nobera) Bbi3biBAeT 3aJepXKy KneTok B dase noabema pocTo-
BOW Mnynbcauuu, a Hucxopsiuiee none (aHog y AWCTanbHOrO KOHUa) —
B ¢ase cnaga. lMpu 3Ttom KOHUeHTpauus uoHoB Ca2+ B TKaHaX rupa-
pouooB BO3pacTana B HUCXoAAWEM Mofle U yMeHbllanacb — B BOC-
xogsweMm. Mcxogs M3 3TOro BO3MOXKHO, 4YTO HanpaBleHHble 3ddekTbl
3NeKTPUYeCKMUX nonen ocHoBaHbl Ha MOHogopesde Ca2+ M obGbsicHAKTCA
TeM, 4YTO Ha AMCTanbHOW CTOPOHE KIETOYHOW MeMOpaHbl 3MeKTpoHe-
B0o36yanMbix Ca2+-Bbix kaHanoB 6onblie, HEXenn Ha MpPOKCUManbHOMN..
MoxHOo gymaTtb, 4TO Takasd MpoKCcMMoAuUCTanbHas MNONSPHOCTb KMNeToK
ecTb kak Obl npoporkeHue ux xe anukobasanbHOM MNOMNSIPHOCTU, T. €.
4YTO CcyllecTBYeT eAuHasi «Kocasi» MNOMSPHOCTb NnasmMaTU4yeckoh MeM-
OpaHbl KNeTKM NO PacrnofiOXEeHU WMOHHbIX KaHamnos.

To, 4TO M 3MUTENMU MNO3BOHOYHBIX >XUBOTHbIX AOJDKHbBI 06nagaTb
nepegHe3agHen MNONSAPHOCTbI, cnefyeT npexae Bcero M3 gakra Ha-
npaBNEeHHbIX B OA4HY CTOPOHY OweHui (a 3Ha4uT, " OQNHAKOBOW OpUEH-
Tauum B KNeTKax) peCcHuYeK mepuaTenbHbIX 3NMTEeNnueB. YCTaHOBMEHO,
yto y amdpumbuin HanpaBneHue OMEHU 3KTOOEpMallbHbIX PECHUYEK fe-
TEPMUHMPYETCA NPMMEPHO Ha CcTagum Mo3gHen racTpynbl, a [O 3TOn
cTagun WHBEPTMpPYeTCs Mocre noBopoTa noAcTunatwwen Mesonepmsl
Ha 180° [244]. Ortcioga c 60NbWON BEPOATHOCTbIO crefyeT Hanudune
nepegHesagHen MOMASPHOCTM M Yy KNETOK Me3odepMbl racTpynbl, no-
CKONbKY MNaBHbIN CKanApHbIA rpagueHT B anonspHbiX knetkax (anb-
TepHaTuBa KINETOYHOW MOMSApHOCTM) BpsSn nu cmor 6bl uHAyumMpoBaTb
CTONb nokKanbHble 3dEeKTbl, Kak HaKMOH peCHU4YeK, B 3KToAepManb-
Hbix kneTkax. O TOM e TOBOPAT W pe3ynbTaTbl HAWMWX OMNbLITOB MO
HaHeceHW0 nonepeyvHblXx paspe3oB nobnusoctu oT ryb6 Gnactonopa
ractpyn ampunbuin: KMK (c. 82) pacnpoctpaHseTcs oT pa3pe3a Obl-
cTpee W panblle B NepefHeM HanpaBliEHUM, HEXenu B 3aJHEM.

Ecnu 6yneTr TBEpAo [okasaHo, 4To aMOpuoHaneHble kneTkn obnapa-
IOT NONAPHOCTbID, COOTBETCTBYHWLWEN MepeaHe3agHe MNOMNSAPHOCTM Le-
noro opraHuama, W 4YTo 3Ta MOMSAPHOCTb, MOMUMO MNpPOYEro, BEKTOPMU-
3yeT Takme Mopdonpouecchl, kak KIMK, MHorne npobnembl Mopdo-
reHesa W MONSAPHOCTM B3POCIMOr0 OpraHvMaMa npeacTaHyT B HOBOM
cBeTe. OTO OTHOCWUTCH, B 4YacCTHOCTU, K npobreme HanpaBNeHHOCTU
AanbHUX KNEeTOYHbIX MWUrpauun (Hanpumep, MuUrpauuminm KneTok HepB-
Horo rpebHsA) M pocTta HeWpoHoB. B yacTHocTu, TOT HepaBHO oOHapy-
XEHHbIN  (aKT, 4YTO HEPBHble OKOHYAHWUSA, BblWeALNEe W3 CNUHANbHbIX
raHrnmneB KYpWUHOTro 3apojbilia, npopacTalwT Bcerga 4epes nepegHue,
a He 4yepe3 3agHuMe CTEHKW COOTBETCTBYKILIUX COMUTOB [246], mor Obl
06BACHATLCS TEM, YTO 3TU OKOHYaHMS oWyl alT MNOMSAPHOCTb KMEeTokK
oceBoll mesopgepmbl. HecomHeHHO, 4TO B 3ToM obnactu Heobxogumebl
JanbHenwme uccrnegoBaHus.

Kak HM nHTepecHa npobrnema KNneTOYHbIX OCHOB oObLieopranmMameH-
HOM MONAPHOCTM, B Mpoueccax pereHepauum W BOCCTAHOBMEHUA Le-
NOCTHOCTM MNPOSABNSATCA WU Apyrue, A0 CUX NOp 3aragoyHble CBOWCTBa
opraHusama. CyuwiecTBylT, Hanpumep, aktopbl, curHanusupyrouwme ob
OKOHYaHWKN pereHepauuMn: HEKOTOPbIE MONMUXETbl PEereHepupyrwT B TOY-
HOCTM TO YUCNIO CErMEHTOB, KOTOpoe Obinio oTpes3aHo [247]. Kak moxeT
OCYLLECTBMATbLCA KOHTPONb YMCra CEerMeHTOB Ha CTONb 3HAYUTENbHbIX,
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B MacwTabax Tema XWBOTHOro, paccTosHuax? 34ecb Mbl NOAXOAUM
K TOMYy Xe Kpyry siBneHui, 4to u npobnema BoccTaHoBneHus Mopdo-
NOrMYEeCKON HENpepbIBHOCTMU.

YMeHne opraHu3MoOB BOCCTaHaBnMBaTb Takyl HeMNpepbiBHOCTb Npo-
SIBNsieTCa B npoueccax Tak Ha3blBaeMOW MHTepkanspHou (BCTaBOYHOW)
pereHepauuu, YCTaHOBIEHHOW ANSA CTOMb pas3fnuyHbiX OO6bEKTOB, Kak
npecHoBogHas ruapa, MMarnHanbHble AWCKA W KOHEYHOCTM Haceko-
MbIX, @ TakXe KOHe4yHocTuW amdubuii. Ecnu y nwboro u3 atmx opra-
HW3MOB WM 3a4aTKOB BbIpe3aTb HEKOTOPYK MNPOAOMbHYK 30HY (Ha
MMarmHanbHOM AUCKE — CEeKTOp) W cpacTuTb mexay cobom octasiuve-
ca ydvacTku, B obnactm cpacTaHua kneTkun AeanddepeHuupyoTcs, B
HEKOTOPbIX CINyYyasx pa3MHOXalTCHd M B KOHLUE KOHLOB BOCCTaHaB-
nuBakwT B NpaBuUIIbHOM nopsake HepocTtawwme yvactu. OcobeHHo nopa-
pobHO 3TM sBNeHus Obinnm uccregoBaHbl B paboTtax [248, 249], aBTophl
KOTOpbIX npeanoxunu Aasa o6wnux npasuna, OCHOBAHHbIX Ha «OTcCYe-
Te» KneTkaMu UX «MNO3ULNOHHBLIX 3HAYEHWN» B NONSAPHbIX KOOpAMHaTax
3ayaTka. Ecnu paccmaTpuBaTb KpyroBble CeYeHWUs Yepes 3avaTku, TO
MO3ULMOHHbIE 3HAYEHUA OTCUYMTHIBAOTCA NO KPYry W Kak CTPenku Ha
umdepbnate nonyvarT 3HAYeHUss OT 1 A0 12 (o).

1. MpaBnno HaukpaTyanwen MHTEpKanAUuMn: BOCCTAHOBIIEHME MOp-
dOonornyeckon HenpepbIBHOCTM B KPYroBbIX 3ayaTkax MNPOWCXOAWUT MO
HaukpaTyanwemy M3 BO3MOXHbIX nyTeh. Hanpumep (puc. 54), ecnu

A

Puc. 54. Cxema, unnwocTpupylowas npasBuno HauvkpaTyanwen UHTepKanauuu:
A — pereHepauus uenoro 3avyaTka u3 cektopa B 270°; b — yaBOeHuWe CTpPYK-
Typ B 90°-HOM cekTOope

M3 HEKOTOpPOro Kpyra Bbipe3aH cekTop no paguycam 3, 6, To Kak 3TOT
90°-HbIA CeKTop, Tak M OONbLWOKW OCTaTOK Kpyra nocrne 3aMblKaHUsa Mo
NUHUKN 316 pereHepupylT nNuWwb To, YTO TpebyeTcs AnNsA KpaTvyauwen
MHTepkanauum, T. e. obnactu co 3HavyeHussmu 4, 5 (a He 7,..., 10,..., 2).
B pesynbTtate nuuwb Gonblias 4YacTb Kpyra pereHepupyeT OO LeENoro
(puc. 54, N), a manblh cekTop npocto yaBauBaetcsa (puc. 54, b).
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B apyrom akcnepumeHTe (puc. 55, A), ecnu mexay 3HadeHusmu 11
n 8 BctaButb obnactb 1.2.3.4, To no nuHun Ijl 1 pereHepupyeT TONbKO
obnactb 712, a no nuHuun 4/8 — obnacTtb 5.6.7.

2. MpaBuno nonHoro kpyra pAna AuctanbHoOW TpaHcdhopmauuu.
YTBepxpaeTcs, 4YTOo pereHepauusa 6onee pguctanbHbIX CTPYKTYp Ha
paHeBOV NOBEPXHOCTU OyaeT nmpoucxoguTb TOrga W TOMbKO Torga, Ko-
rAa Ha 3TOW MOBEPXHOCTM B HanuWyMuM MnonHas COBOKYMHoOCTb (/— 12)

A E 2

6

Puc. 55. Mpumepbl coGniofeHUs npaBuna HaukpaTyahlwenhn MHTepKanauum:
A — WHTepkansapHas pereHepauuss (ABOMHOW KOHTyp) nocrne TpaHcnnaHTa-
umMn yyactka 1.2.3.4 (NyHKTMpP) Ha dparMeHT MmarMHanbHOro AWCKa C Mno-
3ULUMOHHbIMKU 3HavyeHuamu 71171.12..3...8; 6 — cxema, obbsicHsAWasa obpaso-
BaHMe W 3HaK acuMMeTpuu [ONONHUTENbHbIX KOHeyHocTel a u (5 nocne
TpaHcnnaHTauunm BepXyWKNW MNpaBoOW KOHEYHOCTU (MYHKTUPHBIA KpyT B
LeHTpe) Ha KyNnbTl NeBOW KOHEYHOCTU (cnnowHoW kpyr). O6GpamneHbl no-
3WUMOHHbIE 3HA4YeHUsi, BOCCTaHaBNMBaeMble B COOTBETCTBUM C MNpaBuUIOM
WHTepkanauun. MMeHHO ux nokanusauuss W nocrnefoBaTeNbHOCTL onpege-
nseT nokanu3auuio U NpaBU3HY-NeBU3HY AONOMHUTENbHbIX KOHEYHoCcTel (no
(248, 249])

NO3WLMOHHBIX 3Ha4YeHW. Takass COBOKYNMHOCTb MoXxeT nubo ecTect-
BEHHO BO3HWKHYTb Ha aMnyTMpPOBaHHOW noBepxHOCTU, nn6o ObiTb
WCKYCCTBEHHO cO3aHa nNyTeM B3aMMHOro MNOBOpPOTa MNPOKCUMaNbHOMN
M AUCTanbHOMW YacTeM KOHEYHOCTUM BOKPYr Mx obwew npoaonbHOW ocu
UNn e, Hanpumep, TpaHCcNNaHTauuu BePXYLWKM MPaBOA KOHEYHOCTU
Ha KynbTo nesown (puc. 55, 5). HanpoTuB, ecnu CKOHCTpyupoBaTb
KOHEYHOCTb M3 ABYX NepegHuX WAn ABYX 3afAHMX MNOMOBUHOK (CMMET-
pu3oBaHHbIE KOHEYHOCTM), TO Ja)e nocne amnytauum Ha AucTanbHON
NOBEPXHOCTM TaKOW KOHEYHOCTU OyAeT MMeTbCs JUlb MOMOBUHHbIN
Habop MO3ULMOHHBLIX 3HAYEHUN (0..., 3 ...,6) vom (6, ...,9,  .,12) n
Torga COrfacHoO TEeOpeTUMYECKMM OXupaHuaM pereHepauum ObiTb  He
OOMXHO.

B cooTBeTCcTBMM C 3TUM nNpaBunoM B CUTyauun, NoKaszaHHOW na
puc. 55, b, Ha ypoBHe cpaliMBaHUA KynbTW W TpaHcnnaHTata AencT-
BUTENbHO BO3HMKaNW [OMNOMHUTENbHbIE KOHEYHOCTWU, MpuMYeM WX foka-
nuM3auusa cooTBeTCTBOBana obnactsm pas3pbiBOB MO3ULWOHHbLIX 3Haye-
HUA KynNbTW W TpaHCNnaHTaTa, a NeBM3Ha-NMpaBuM3Ha — HanpaBlIEHUIO
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HavkpaTyanwen wMHTepKanAauuMum I3TUMX pas3pbiBoB. Tak, Ha puc. 55, b
obe [ONONMHUTENbHbIE KOHEYHOCTW [OMXHbl ObIMM MMETb CUMMETPUIO
KynbTn (6biTb NeBbiMM), YTO M HabnwgaeTcsas B AEWCTBUTENBHOCTMU.

C pOpyroni CTOpPOHbI, AaHHble MO pereHepauun WCKYCCTBEHHO CUM-
MeTPU30BaHHbIX KOHeYHocTel 6binu npoTuBopeymBbiMu [250, 251]. Ecnn
B HEKOTOpbiX OMblTax pereHepauunm [OeWCTBUTENbHO He Habniwganocs,
TO B APYrNX BOMPEKN TEOPeTUYEeCKUM OXUOaHWAM OHa BCe Xe Mnpo-
Tekana. 3To nobyauno aBTOPOB HECKONbKO MOAMPUUMPOBATb MCXOA-
Hyto Mmogenb. OpHako B nwbom cnyyae Heocnopum oOWMWIA  BbIBOA:
KNeTKN caMbiX pas3fnUYHblX 3a4aTKOB, 3aHMMawLWue pasHble nonoxe-
HUS B KOOpAMHaTax CBOEro 3avaTtka, obnagalT HEKOTOpPOW «NamMsiTbio»
O CBOEM MOMOXEHWU, Aa)Xe ecnu 3TU KNeTKM KaxyTcsa mopdonoruye-
CKW WOEHTUYHbIMU. OTOT «MNPUHUMUN HE3KBUBANEHTHOCTU» [faxe Mop-
donornyeckn HepasnMuMMbIX KNEeTOK MOXEeT MMEeTb BaXHOe He TONbKO
TeopeTnyeckoe, HO W NpukNagHoe 3HadyeHue, Hanpumep ANA TpaHc-
nnaHTauMoHHOU xupyprum [252].

UTO MOXHO cKasaTb O npupoAe I3TOW 3arafo4yHOW «MNO3ULMOHHOM
namatu» (MM)? MenHxapAT CKNOHEH WHTEPNpPeTMpoBaTb €e Ha OCHO-
Be cBoen u [uvpepa peakumoHHo-gudysmoHHon mogenu (cm. rn. 3)
Kak noadepXxuBaemylo onpefeneHHoW KoHueHTpauuen AndhyHAUpPYto-
wunx MopdoreHoB. OgHako B fJaHHOM clyvyae HepeanucTUYHOCTb Ta-
KWX npencrtaBfieHnn [OBOMNbHO o4veBuaHa: Beab [11 peanusyetca B
BEeCbMa reTeporeHHblX TKaHAX B3pOCMOro oOpraHu3ma, npuyem OHa
CBA3aHa C onpegeneHHbIMW TKaHEBbIMU KOMMOHeHTamu. OnbiTel MO
B3aUMHbIM MEpPeMELLEHUAM pa3fNUYHbIX TKaHEBbIX KOMMOHEHTOB 3a-
yaTKa KOHeyHocTu amdpubuin nokasanu, 4To Haubonee BbIpaXeHHOW
MM obGnapalT KNETKM COEAMHUTENBHO-TKAHHOW 4YacTU KOXWU, a Tak-
Xe Mblwubl. HanpoTuB, ckeneTHble 3NeMeHTbl Haueno, a anuaepMmuc
W HepBbl B 3Ha4yuTenbHom cTteneHn nuweHbl [ (ogHako y 6ecnos-
BOHOYHbIX, B YacTHOCTW y aHHenupg, NI, no-euaumomy, cBa3aHa WMEH-
HO c HepBamu) [247]. MM ypuBuTeNnbHO cTtabunbHa: CNOCOOHOCTb CTU-
MynupoBaTb (POpPMMPOBaHWE [OMNOMHUTENbHbIX pereHepaToB CoxXpaHuna
KOXXa aKconoTnsa, NoBepHyTa 3a gBa roga Ao amnyTtauuu, Henocpen-
CTBEHHO CTUMYynupylwen pereHepauyuo. HakoHey, Hago OTMETUTb,
YTO CTMMYNOM K BOCCT@HOBIIEHUIO TKaHEBOW HENpepbLIBHOCTM Mpu pere-
Hepauun KoHeyHocTen amdbunbun asnsaetca [N, nonyvyaemas pgaHHOW
TKaHbl OT ee OnuXKaWWero OKPYXEeHWUsl, a UMEHHO OT MOJIOCKM TKa-
HU WKUpUHON He Gonee 1—2 mm [236]. C Opyron CTOPOHbLI, HA WHTEp-
Kansiumiw B KOHEYHOCTSIX HaCeKOMbIX, MO-BUAMMOMY, BIUSIIOT Takue
LenocTHole dakTopbl, Kak obwas AnMHa KOHe4YyHocTu. Tak, Ha opHoWn
M TOW e NnuHum paspbiBa 316 nHTepkanauua HabnwopgaeTcs, ecnu cpa-
wmBaemasi no 3TOM NMHUU KOHEYHOCTb Gornee KopoTkasi (MMeeT CTpyK-
Typy 1.2.3./6.7), n He HabnwpgaeTtcsa, ecnn oHa bonee gnuHHasa (CTPyk-
Typa 1.2.3.4.5.6.13.4.5.6.7.) [149].

Kak ©bl TO HM Obino, o npupoge [l NOYTM HUYEro He W3BECTHO.
«He cyuwectByeT paxe pf[aHHbIX, KOTOpble MO3BONMAM Obl  pewnTs,
HaxoAuTca nM NO3UUMOHHAs MWHMOpMauna Ha MNOBEPXHOCTU KMEeTokK, B
KneTKax WM BO BHEKNETOYHOM MaTpukce» [236]. Tem He meHee BpsAf
M MOXHO comHeBaTbcsd, 4to [, Tak Xe Kak W NONAPHOCTb, BO3-
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HMkaeT B aMbpuoreHese. He saBnsaetca nu MMM knetok (MNuM BHekne-
TOYHbIX 0Opa3oBaHWMiN) B3pOCNOro opraHnamMa namMsiTblo O HEKOTOPbIX
rpagueHTax B 3MOpPMOHanNbHbIX TKaHSAX, CyLWEeCTBOBaBLIMX, BO3MOXHO,
NUWb B HEKOTOpble «KPUTMYECKME» MOMEHTb ANddHepeHUnpoBOK |
OCTaBUBLIMX MNO3TOMY HeobpaTumble cnegbl? Henb3a nu cBs3atb 3Tu
aMOpuOHanbHble rpagveHTbl C XOPOWO YXe& HaM W3BECTHbIMWU rpa-
OVEeHTaMM MeXaHUYEeCKUX HanpsikeHUn U KOHTAKTHOW nonsipusauuu
KneTok?

MoxHo pgymatb, 4to MM, Kak U NonNsipHOCTb, ObiNo 6Gbl NpaBUMb-
Hee cuuTaTb (HaKTOPOM BKMHOYEHUS U BbIKMIOYEHUS pereHepaymnoH-
HOro npouecca (ero HavanbHbIMW W TPAHUYHBIMWU YCNOBUSMMU), Hexe-
N1 HenpepbiBHO AENCTBYHLWMM (aKkTopom, onpegenswowmum cneunduky
ero npoxoxaeHus. [encTtBuTenbHO, caM pereHepauumoHHbIN npouecc
TpebyeT, 4TOObI MO KpawHeW Mepe YacTb KMNEeTOK yTpaTuna MUCXOAHYIHO
M. MopdoreHes n BTopuMYHaa AnddepeHLnpoBKa 3TUX KNeToK [On-
XHbl, MO-BMAMMOMY, MOHMMATbCA KaK camoopraHusaumss B TOM nNpu-
BbIYHOM [Ansl Hac CMbICNe, B KakOM Mbl MPUMEHSNM 3TO MNOHATUE K
ambpuoHanbHbIM npoueccam. B xome aTtonm camoopraHusauuum KneTku
npuvobpeTaloT HOBble Ans cebs no3nUMOHHbIE 3HA4YeHus, KoTopble 3a-
TEM 33 HUMW 3aKpPENMATCSA.

3aknvass OaHHYKW TrnaBy, MOXHO cka3aTb, 4YTO, HECMOTpPS Ha
rmybokme OTNMYMSA pPaCCMOTPEHHbIX B 3TOW rfnaBe SBMEHUA OT MNpo-
ueccoB ambOpuoHanbHOro pas3BUTUS, BCE X€ M K MnocTambpuoHanbnbim
MopdoreHe3aM MOXHO MPUITOXWUTb, C MNOMb30W AN WX JanbHENWwero
YACHEHWS, NMPUBbIYHbIE ONA HAc MOHATWSA YPOBHEW M NapameTpuyeckon
perynauun. EcTecTBeHHOW AWHaAMUWYECKOW NEepeMeHHOW KakK POCTOBbIX,
Tak u OGONbLIMHCTBA pereHepauMoHHbIX MPOLECCOB MOXHO cuuTaTh
KNneTouHble peneHusi. Ho yaAuBUTENbHO 4YeTKUA reoMeTpu3M POCTOBbIX
npoueccoB, MNPOSBMASIOUWMACA HA OFPOMHbIX MO CPaBHEHWW C OTAENb-
HbIMW KneTkamMu MacwTabax opraHmama, KaxeTcs HEBO3MOXHbIM MoO-
HATL 6e3 pgonyuweHnss napameTpuUYeckoro YynpaBreHUsi, CBS3aHHOro
nmbo C NpoCTpPaHCTBEHHOW aHW30TponHow (annomeTtpusa), Nubo c uso-
TPONHOM (KOHMOPMHBIN POCT) MPOCTPAHCTBEHHOW pELIETKON WU, HECOM-
HEHHO, C MEeXaHM4YeCKMMWU HanpaxeHuamun. Bmecte ¢ Tem Ha pocT wu
pereHepauuoHHble sBNeHWa Oonbluoe BrUsSHUE OKa3biBalT HavamnbHble
W rpaHu4yHble YCNoBMUSA, KOTOPble OpraHu3m CyMeNn «HakonuTb» 3a Bpe-
Msi ambpuoreHesa. VIMEHHO K 9ToM KaTeropuum ¢akTopoB crepyer
OTHECTM HauyanbHy dopmy (KpUBU3HY) 3a4aTkoB, dakTopbl MNonsp-
HOCTU W 3arafoyHyl noka rpynny ¢akTopoB, Ha3blBAEMYK MO3ULMNO-
HanbHOM NamsATbIO.



Fnasa 6. MOP®OINEHE3 N 3BONOLUNA

PaccmaTtpuBaemble B 3TOM rraBe BOMPOCbHI Ha NepBbi B3rnsg Bbl-
X04AT 3a pamku npobnembl mopdoreHesa. OgHako B Oonee WMPOKOM
acrnekTte OHW, HECOMHEHHO, K HeMy OTHOCATCs. OTO CBA3aHO C ABYyMS
MoMeHTamu. Bo-nepBbiX, Kak yxe ropopunocb B rin. 1, oauH wu3 nog-
X040B K 0O0bACHeHUIO mMopdoreHesa ucxoguT U3 UAEN ero UCTopuveckon
obycnoBneHHocTu. XoTa caM 3TOT NoAxon M OCOBGEHHO ero Henpoay-
MaHHOEe MCcnonb3oBaHWEe He pa3 noAasepranncb 060OCHOBAHHOW KPUTUKE,
oTBepraTb €ro MOMHOCTbK HENb3s: O4YEeBWOHO, YTO peanbHble COBpe-
MEHHble BuMAbl MPOSIBNSAKT B X04e CBOEro pasBuUTMA 4YepTbl Oonee
OpPEBHUX OPM M 4YTO 3IBONKOUMA B LENOM XapaKTepu3yeTcs SCHOMW,,
XoTa M rnbko npeemcTBeHHOCTblo. OcobeHHO nogyYepkHEM, 4YTO 3Ta
npeemMcTBEHHOCTb Hauboree 4YeTKO NPOSABNSETCS B X04e pas3BuTus de-
HoTMna ocobu, T. e. B Xo4e ee OHTOreHesa. [leicTBUTEnbHO, nopaensd-
towee OONMbLWINHCTBO KOHKPETHbLIX OMWCAHUIA UCTOPUYECKON MPEEMCTBEH-
HOCTW, Ha4yMHasi OT OMOreHeTM4ecKoro 3akoHa W KOH4Yas cxemMaMu pas-
NUYHbIX FEeTEPOXPOHUIA, CTPOUTCA WUMEHHO Ha 3MOpPMOMOrM4eckom, a He
Ha reHeTudyeckom MaTtepuane. Mbl He XOTUM 3TUM OTpuUaTb BO3MOX-
HOCTb YCTaHOBNEHUS UCTOPUYECKOW MPEEMCTBEHHOCTU Ha YPOBHE FEHO-
mMoB. OAHAKO HECOMHEHHO, 4YTO MMEHHO Ha YpoBHE EHOTUNUYECKUX
OHTOreHe3oB WCTOpUYECcKas MPEeeMCTBEHHOCTb BUAHA OCOGEHHO $SCHO..

Kpome TOro, HM ogHa CKOMbkO-HMOyAb obllas Teopusa OHTOreHe-
Tuyeckoro MopdoreHesa He MOXeT CYMTaTbCA 3aKOHYEHHOW, MoKa OoHa
He pacT, xoTd Obl B caMblXx OOWWX 4epTax, oTBeTa Ha TO, KaK WU3y-
YyaeMbli Mopdonpouecc UNM ypoBeHb MOpdoreHesa MOXeT 3BOMOLUO-
HMPOBaTb, COXpaHAs MNPU 3TOM OMNPeAeSsIeHHYK LenoCTHOCTb U WHTe-
rPUPOBAHHOCTD.

MMeHHO 3Tm Bonpocbl M 6yayt obcyxpaTtbCca B [JaHHOW -rnaBse.
Mpn atom 3apaHee HeobxoAuMMO NOAYEPKHYTb, 4YTO 0OcyxaeHue Oypet
B 3HAYMUTENIbHOW Mepe HOCUTb CNeKynATUMBHbIA xapakTep. Mbl Oyaem
CTPEMUTBLCS HE CTOMbKO [JOKa3aTb MNPaBUMNbHOCTb Npefnaraemblx pe-
WEeHMA (4TO MO OTHOLWEHUI0 K 3IBOJIOLUMOHHBIM npobnemam, no-BMau-
MOMY, MOYTU HEOOCTUXWMMO), CKONMbKO MNOKasaTb, YTO Takue pelleHud
Boo6OLlEe BO3MOXHbI, NMpU4EeM He Bcerga TpaguLMOHHbIMKU cnocobamu.

OBONMIOUMNOHHAA OMBEPTEHUMA N UCTOPUYECKAA NMAMATb
B CBETE NMPUHUWMNOB CUHEPIFETUKU

HayHem c aHanusa AOBYX KNK4YeBbIX npo6r|eM Teopun 3sBoNnOUUN
npOﬁJ’IeMbl anBepreHunn (BO3HVIKHOBeHI/I$| HOBbIX BMAOB W 6Gonee
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WMPOKNX TaKCOHOMMUYECKUX KaTeropuin) u npobnembl UCTOPUYECKOW
NPeeMcTBEHHOCTU, T. €. COXPAHEHUS OCHOBHbIX TAaKCOHOMWYECKUX Xa-
pakTepucTuK Ha OMNUTENbHbLIX OTpe3Kkax 3BOMOLUN.

B coBpemeHHON 6GuomorMn AOMUHMPYET MNU NO MeHbluehn mepe 3a-
HMMaeT AOCTaTOYHO MpPOYHbIe MOo3uuMM Ta Touka 3peHus, 4To oba
CcoGbITUA XECTKO W McYepnbiBallle CBA3aHbl C TEHOTUMNOM 3BOMO-
UMOHUpPYOLWEro BuAa, W TOMbKO C HUM: [OUBepreHumss eHoTMnoB
ABMNSETCA HenpeMeHHbIM CrneacTBMEM AMBEPreHuMn reHoTUnoB, a coxpa-
HEHMEe WCTOPUYECKON NpeemMCTBEHHOCTM eHoTuna — CrneacTBMEM He-
M3MEHHOCTM reHoTuna. Mbl noctapaemcs, ogHako, MokasaTb, 4TO €Cnu,
kKak 3To obocHoBbIBanocb B rn. 1, paccmaTpuBaTb rEHOTMN B Kaye-
CTBe MapameTpu3aTtopa 3nNuUreHeTUYecknx MpoLeccoB, BbIBOAbI OKa-
XyTcs uHbiMu: 1) deHoTMNUYecKkas AUBEPreHuMs MOXEeT HayMHaTbcH
M gocturaTb 3aMeTHOro pasmaxa Npu Hanuumu y oboumx OUBEprupylo-
Wwnx eHoTMnoB OAHOTO W TOTFO Xe TreHoTuna, XoTd W oTnuya-
loweroca oT NpefKoBOro reHoTuna; 2) coxpaHeHue WCTOPUYECKOW npe-
€MCTBEHHOCTM BOOOLlEe He CBSA3aHO CO CTPYKTYpOW reHoTMna HM B
OAHOM «MOMEHTAaNbHOM CEYEHUW» IBONIOLUMOHHOTO BpeMeHn — ¢eHo-
TUMNbl C OAWHAKOBBIMU FEHOTUMAMWU MOTYT OTHOCUTbLCA K pas3HbIM WCTO-
puUYeCKUM nUHUAM, OTnu4aTbcAa ApPYr OT Apyra W 3BONOLUUOHUPOBaTb
B pa3HbiXx HanpaBneHusx. Mctopuyeckas npeemMcTBEHHOCTb HOCWUT 3MNu-
reHeTUYeCcKkMh xapakTep M OCHOBaHa Ha OCOGEHHOCTAX paHHero am-
6puoHanbHOro pasBuUTKS.

MepBbit BbIBOL MOXET ObiTb NpounnwcTpupoBaH puc. 6, B. Mpwu-
MeM, 4YTOo napameTp Kk CMMBONW3MPYeT TFeHOTUN, a AuHamu4yeckas ne-

pemeHHass X — o000OWeHHYI0 3nureHeTn4eckyl nepemMmeHHyw. Kak
cnegyet W3 aHanusa, npoBedeHHoro B rn. 1, AuBepreHums eauHoro
«npepkosoro» eHotuna x=0 Ha deHOTUNbl — «MNOTOMKU» X =

=+VY _ a1 Oyger HacTynatb Npu OAHOM M TOM Xe Ans oboux nNoTom-
KOB Habope 3HA4YeHU reHeTM4yeckoro napametpa k, ecnu Tonbko £<0.

OTO 3Ha4yuT, 4YTO NpPenKOoBbIA TFEHOTUN MyTEM WM HanpaBleHHOro
(koHTponupyemoro oT60OpoOM) WNM CRy4YanHOro MYTUPOBAHUA MOXET
cTaTb TakuMm, NpuU KOTOPOM cTapblii ¢eHoTMn yTpatuT (MoxXeT ObliTb,
B OTHOLIEHWN NULIb OOHOrO KaKoro-To npusHaka unu Habopa npwuaHa-
KOB) CBOK YCTOWYMBOCTb M MpakTU4Yeckn HeusbexHo (ona aToro Ao-
CTaTOYHO CNy4YaWHbIX, «LWYMOBbIX» BO3OEWCTBUIA Cpeabl) paclwenntcsa Ha
OBa HOBbIX )eHOoTUNa C pe3Ko pas3fNMyHbIMU, COBEPLUEHHO AUCKPETHbIMMU
n onpepeneHHoiMn xapakTepuctukamu. [Mpu atom oHu 6yayT nepBoe
Bpemsa obnagatb oOOWMM TreHOTMNOM, XOTSA W OTAUYHBIM OT Npeako-
BOrO.

3aMeTMM, 4TO WU3MNOXEHHass cxema OTnM4yaeTcs OT runoTesbl Au-
BepreHuum nyteMm QEHOTUNUYECKMX MoAudUKAUUA NpU  COXpPaHEeHUu
HENW3MEHHOro TnpeAaKoBOro reHoTuna: B Halew cxeme NpenKoBbIN
reHoTun [ ONXeH Wu3aMeHuTbCca (cMecTuTbea B obnacte /r<0), oaHa-
KO He OOJIKeH AuBeprupoBaTb OAHOBPEMEHHO ¢ dpeHoTMnamu. KoHeuHo,
W reHeTudeckass [LUBEpPreHuUMss [OONXHa HacTynuTb, ecnu TpebyeTcsa
coenatb HOBble (MEHOTUMbl YCTOWYMBBLIMU K BO3gencTBuio cpedbl. Ho
€CTeCTBEHHO OXWAaaTb, 4YTO 3TO Mpou3ongeT nos3xe GEHOTUNUYECKON
OvBepreHuMun, nyteM aHanornyHom Gudypkauun reHoTunos. nsa aToro
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HeobxooMMO, 4YTOObI reHeTMYeckne napameTpbl camMu cTanu AUHaMu-
YECKMMU MEPEMEHHLIMU B YpaBHEHWUW, aHaNoOrM4YHoOM ypaBHeHuto (1).
Takoe ypaBHeHWE [OOMXHO BKI4YaTb HeKOTOpbl napameTp Q, 6Gonee
MeANEeHHbIN, YeM CKOpPOCTb MyTupoBaHusi. EcTecTBeHHO cBsizatb Q cC
AaBrnieHneM oTbopa, ONMTENbHOCTb KOTOPOro AN AOCTUMXEHUSA addek-
TUBHOro pea3ynbTaTa [JOfXHa nMnpeBbliwaTe 0OpaTHYK 4YacToTy CMOH-
TaHHOro MyTUpOBaHWSA. 3Ta 4YacTb Halen CXeMbl NpakTu4yecku cosna-
pjaeT C KoHuenuuen reHeTudeckonm accumumnauun K- YoaauHrtoHa
[148].

O6patmcs Tenepb K aHanuM3y WCTOPUYECKOW NPEEMCTBEHHOCTH.
Mbl yxe rosopunu B . 1, 4TO MOAENbI «UCTOPUYECKON NamATU»
MOXET CNYyXUTb 9@PEKT rucrtepesavca, TUMUYHBLIN AN CaMOOpraHusy-
owmnxca cuctem  (puc. 10, B n noscHeHuna Kk Hemy). Ecnu npu-
HATb, 4YTO TEHOTWN CWMBOMU3NPYETCA MEANEHHONW MepeMeHHONn X B
ypaBHeHun (76) wunu napameTpom k B ypaBHeHuu (1), a deHoTun
COOTBETCTBEHHO ObICTPON MEPEeMEHHON y WNU MEepPeMeHHOW X B Tex Xe
ypaBHEHUAX, TO BUAHO, 4TO MMelTCsa Takume obnactm ¢asoBoro npo-
CTpaHcTBa, rAe OAHOMY M TOMY Xe€ «MOMEHTanbHOMY» B 3BOJIOLMOH-
HOM BpEeMEHW reHOTMNY COOTBETCTBYIOT ABa pasHbiX deHoTuna, npu-
YyeM KakOW W3 HUX peanusyeTcs — 3aBUCUT WUCKMIOYUTENBHO OT
npefgwecTBYWWNX B IBOMOLUNOHHOM BpPEMEHU 3Ha4YeHUh eHo-
TMna u (Mnu) reHotuna, T. e, B OMONOrMYeckux TepmMmHax, OT UCTO-
pun Buga unu Gonee KPynHOro TakCoHa.

Kak peanbHO wuHdpopmauusa o6 3Tux npegawecTByWnX (Npegko-
BbIX) 3Ha4YeHUAX PeHo- unn reHoTuna MOoXeT nepegaBaTbCA NOTOMKaM?
Mo>xeT nu oHa (4TO Ha nepBbI B3rnA4 KaxeTcs Haubonee ecTecTBeH-
HbiM) OblTb BIOXeHa B reHoTwun noTtomka? B paccmoTpeHHOM
TOMbKO YTO MPUMEpPE 3TO SBHO HEBO3MOXHO WU3-33a WOEHTUYHOCTU TEHO-
TMNoB ABYX (PEHOTUNUYECKM pasHbIX BETBEW C pa3HOW WCTOPUYECKON
namaTtblo. Tem 6Gornee HEBO3MOXHO 3TO ANA TOMbKO YTO AMBEPrMpoBaB-
Wwux ¢eHOTUNOoB U3 npeablaylero npumepa, NOTOMY YTO Y HUX WAOEH-
TUYHbl He TONbKO COOGCTBEHHbIE reHOMbl (Ha MepBbiX Nopax nocne Au-
BEepreHuun), HoO u reHom npepgka. Mexay TeM MMEHHO Ha paHHUX 3Ta-
nax guveepreHuun 6bino 6ol 0COBEHHO BaXXHO ANA AanbHEWWeEN YCTOW-
YMBOW SBOMOLNM KMMETb HaJEXHYI WCTOPUYECKY NamMaTb O eHo-
Tnne 6nmxanwnx npeakoB «CBOEW» MUHUMN.

Ho paxe ecnM nNpuHATbL, 4TO B XO4€ 9BOMIOUUM OAHOBPEMEHHO C
deHoTnom (6e3 ono3gaHusi) MEeHseTcs U FeHOTUN, TO 4Ype3BblYaHO
TPYOHO MNONYyYUTb UCTOPUYECKYID MPEEeMCTBEHHOCTb OHTOreHe3oB Ha
YUCTO TFEHOTMMUYECKON OcHOBe. [JeNcTBUTENbHO, MyCTb MPenoK wumen
reHotun a, b ¢ d.., ero notomok E, — reHotun a, b\, ¢ d .., noTo-
MOK F2 — reHoTun, a, b\, c\f ¢ .. n T. . XOpowoO W3BECTHO, YTO He
cylwecTByeT KOppensauum wmexay nocnefoBaTenbHOCTBIO CYUTbIBAHUSA
reHOB W nocnenoBaTeNbHOCTbIO COObITUIM OHTOreHesa u, 6Gonee ToOTrO,
OTCYTCTBYIOT OJHO3HayHble CBA3W MexAay nepecTponkamu reHoma wu
onpepeneHHbIMn MopdoreHeTnyeckumn cobeiTuamu. B Takom cnydae
pasHble reHOTUNbl AOJIKHbI NOPOAUTbL U pasHble OHTOreHesbl, BOBCE He
nexauwme Ha kakom-nub6o ogHom deHoTMNUYEecKONn nAuMHUKU. YTobbl Ta-
Kas NUWHUS peanu3oBanacb Ha YpOBHE OHTOreHe30B, XenaTenbHO UMEeTb
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Kakoe-To 3BeHO, obecneumBalrollee HENOCPEACTBEHHYI dnureHetTuye-
CKYH MNpPEeeMCTBEHHOCTb.

Ha camom pene Takoe 3BEHO €CTb, M €ro MNpPUCYTCTBME SHABNAETCH
yHMBepcCanbHOW 4epTon pas3Butus. Peyb maeTr o ToM TBEpPOO YCTAHOB-
NeHHOM W dyHAaMeHTanbHOM akTe, YTO FeHOM 3apofbillia HauyuMHaeT
paboTaTb He C caMoro Havana pas3BUTWUA: MepBble ero warn (no kKpamn-
Hel Mepe, ooreHe3) MPOXOAAT MOA WCKIMOYUTENbHLIM KOHTPOMEM re-
HOMa MaTepu. OTO O3Ha4yaeT, 4YTO MNocrneaywllee pas3BuTue wuaeT Ha
6ase deHoTUNa, MONMHOCTbIO OMpeaeNieHHOro npeaKoBbIM TFEHOTUMOM.
MoXxHo AaymaTb, YTO WMMEHHO 3TOT HayaNnbHbll deHoTUN W nepepaer
JanbHenlweMy OHTOreHesy, Mpu4YeM 3NUTeHEeTUYecKMM nyTeMm, Gnuxau-
WY «4acTuuy» MWCTOPUMN.

Takown cnoco6 nepegayn MUCTOPUYECKON MpeemMcTBEHHOCTM OyaeTt
paboTtatb U y TONbKO 4YTO (EHOTMMUYECKN pasowemnxcsa BULOB C
ewe obwum reHotunom. OH mor 6bl adhdekTnBHo pabotatb M B TOM
cnydvae, ecnv 93BONOLMS coBepllaeTcda Ha ocHoBe 6Gecnonoro pasMHoO-
XeHusa [253]. OenctBnTenbHO, BMAWAHME MaTepUHCKOro deHoTuna npu
BEreTaTMBHOM BOCMNpoun3BeAeHUn ocobeHHo Benuko [254]. B atom cny-
yae obuwas cxema 3BonwUMM BbirMMsgena 6bl cnepgywwmm obpasom.
BHavane reHoTtun npeakoBoW OPMbl WM3MEHMNCHA Tak, 4YTO nNpeako-
Bbli (PEeHOTUN CcTan HeycTonyumBbiM. Bo3HuMKnNa ocHoBa Ans dQeHeTu-
yeckoro agumopdgusama (a B obuwem cnyvyae v ans nonumopdusma).
OpgHako Bce 3TO NONMMOPHOE MHOXEeCTBO nogpasgensercd Ha Auc-
KpeTHble BeretaTMBHbIE KIOHbI, BHYTPU Ka>XXAOro u3 KOTOPbIX YCTOW-
ymBas NpPeEeMCTBEHHOCTb nopaepxuBaeTca Onarogaps HenocpencTBeH-
HOMY 3MNUIEeHEeTUYECKOMY BIUSAHUIO MAaTEPUHCKOrO OpraHuMama Ha [[O-
yepHuin. Ha aTom aTtane 3BomnwUUM NPU NOMOBOM Pa3MHOXEHWN Mpeem-
CTBEHHOCTb KMOHa MOXeT HapywaTtbcs. 3atem B KaXgoM U3 3TuUX
KITOHOB OCYLLEeCTBMSETCA reHeTMyeckas acCUMWUNSaUMS W OH MpeBpala-
eTcsd B YCTOWYMBBIN BUA, COXPaHSAKLWMA CBOU YepTbl U MPU MOSIOBOM
pa3MHOXEHUN.

Takum ob6pas3om, Kak OuBepreHuus, Tak W noggepxaHue uUCTopu-
YEeCcKOW MNPeeMCTBEHHOCTW He MOXEeT OCYLWEeCTBAATbCA Ha OOHOM Nulb
reHeTUYECKOM YpPOBHE: 3MNUreHeTUYECKMe MexXaHu3Mbl urpakwT 34ecb
He MeHbLy pofb. 3Ta ToYyka 3peHusi, HameyeHHas B paboTax
M. W. WwmanbrayseHa n K. YoaauHrtToHa, B nocnegHee BpeMs MoAa-
pobHO aprymeHTMpyeTrcs u paspabaTbiBaeTcs  psgomM  aBTOpPOB
[255—258].

3BONOUMSA YPOBHEBOW CTPYKTYPbl OHTOFEHE3A

Obcyaum Tenepb, Kak MOrnM BO3HUKATb M U3MEHATb CBOM B3auMMO-
OTHOLWUEHMSA pasfNuyYHble YPOBHM OHTOreHesa. Mbl nocTapaemcss noka-
3aTb, YTO NO XO4Yy 9SBOMKLUMU MNPOUCXOAUNO BblAENEeHUe BCE HOBbIX
YPOBHEWN, NpuvYeM nNpeuMyLecCTBEHHO MyTeM J3MepreHumm w3 paHee
CYWeCTBYOLWMNX HUXeNnexawmx, a Takke 4YTO MeXYypOBHEBble CBSA3U
NOCTENEHHO YyCUNMBANMUCb U yrnyobnanucb, NpuBoAs, B 4YaCTHOCTU, KO
BCce Oonblen 3aBUCMMOCTUM UMTOAUDPPEPEHUMPOBOK OT MoOpdoreHesa.

CornacHo HeKOTOpbIM COBPEMEHHbIM MpeAcTaBneHnaM nepsble, A0-
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OpraHM3aMeHHble 3Tanbl Guonorumyeckom sBonwUMKM OblNM  CBH3aK.bl C
NnosiIBEHNEM YCTOMYMBLIX LWKNOB MpeBpalLLEHNS BeLecTB, UMeKLux,
BO3MOXHO, HykneotuaHyto npupoay. Mo npeactaBneHusm M. OSiireHa
[184], aTM nepBWYHbIE UWUKMAblI CaMOOpPraHU3oBaNINCb B rMNepUuKIn4ye-
CKMe [AWHaMu4yeckue cTpykTypbl. [losiBNeHUe runepumknoB — SIpKUin
npumep amepreHuuMun, T. €. BblAeNeHus Bblllenexaluero ypoBHA U3
YPOBHS AUHAMMUYEeCKUX nepeMeHHbIX. CNocobHOCTb K Takoro poga CMOH-
TaHHbIM 39MeprenymnssM — OAHO U3 HEeOTbeMMEMbIX CBOWCTB HepaBHO-
BECHbIX CUCTEM.

C nosBneHnem annapata 6eNnKoBOro CUHTE3a HYKNEOTUAHble LUK-
nbl Mornu npuobpectn Gonee KOHCTAHTHbIM XapakTep W nepewtn B
paspsa BepxoBHbIX napameTtpoB (6yaywui reHom). Kpome Toro, cpa-
3y nosiBunacb BO3MOXHOCTb BblAeneHus OByXx 0Oonee «COBPEMEHHbIX»
3NUreHeTUYECKNX YPOBHEW — YPOBHA MeANEHHbIX MepeMeHHbIX, onpe-
AenseMblX HakonneHnem npoAykTOB CUMHTE3a, M YypOBHS ObICTpbIX nepe-
MEHHbIX, CBS3aHHbIX C KOH(OPMAaUWOHHBIMW MepecTporkamn 6ernkos.
M3 nepBoro pasBuicA ypoBeHb MeANeHHbIX BUOXMMUYECKUX MNepemMeH-
HbIX (onpefenaAwWMX, B YaCTHOCTW, AJUHAMWUKY KOMMOETeHuuun), wu3
BTOPOr0O — YypOBEHb ObICTPLIX AMHaMWYECKUX MNepeMeHHbIX Mmopdore-
He3a. O6pasoBaHue o060MX 3TMX YPOBHEN, HECOMHEHHO, MpeALlecTBO-
Bano MoOsIBMIEHUI MHOrokneTo4yHocTM. HesaBucumo oOT TOro, korga
BO3HMKINA MNOCNEAHAs, HAa pa3HbiX 3Tanax 3BOMKOUUM OT YpPOBHSA ObICT-
pblX OWHAaMWYECKUX MNEPEMEHHbIX MOIMMN «OTMNOYKOBbLIBATHCA» MNYTEM
aMepreHuunM Heckonbko 0Oonee BbICOKME YpPOBHM Tuna konebaHun c
nepuogamum B MWHYTbl WNU [ECATKM MUHYT. Kak MOXHO BuAeTb U3
npeacTaBfeHHbIX B M. 2 M 4 pgaHHbIX, NogobHble uuknuyeckne npo-
Lueccbl LWIMPOKO pacnpocTpaHeHbl B paHHEM pa3BUTUU, a TaKXe y MHO-
rMX, NPeMMyLeCTBEHHO HU3LIMX OpPraHM3MOB.

MpomexyTo4Hble Mexay YpOBHEM OMOXMMMWUYECKON KOMMETEHUUU W
HU3WUMWN YPOBHAMW YCTOWYMBBLIE MpPOLECCHI C YeTKon Mopdonornen
MOTfM MOABUTHCA NULWb C BO3HUKHOBEHUWEM MHOTOKIETOYHOCTM Wnu, no
KpanHewn mMepe, nocne [OCTUXEHUS OJHOKMNETOYHbIMWM OpraHuamamwu
MaKpOCKOMnYeckmx pasmepoB (cudoHoBble Bogopocnu). [loHavany,
BUANMO, YCTOWYMBOCTb W aBTOHOMHOCTb MPOMEXYTOYHbIX YPOBHEWN
OCHOBbIBANMUCb Ha YUCTO MeXaHWYeCKMX 3akoHax OBOMoYEeYHbIX KOH-
CTpyKumMn. He cny4yaliHO 3aKOHOMEPHOCTW TaKoro poda CTOoMb SCHbI
y Acetabularia [154]. Kak ™Mbl BuMAenu, 3T 3aKOHOMEPHOCTM MNOn-
HOCTbIO COXpaHWNM CBOK CUMYy U ANA 3nNuTenuanbHbiX 3a4aTKOB BCeX
OpraHM3MoB, BMNOTb O CaMblX BbICWMX; OAHaAKO MOCTENEHHO, MO XOA4Y
3BONIOUMKN OHM BCTynanu BO Bce Gonee TecHble CBA3U C Bbille- M HUXe-
nexawummmn ypoBHAMM. OpraHusambl B Xo4e 9BOMOLUM, C OOQHOW CTO-
pOHbl, Kak Obl Hay4Yunucb BKMAKOYaTb W BbIKNOYaTb AENCTBME 3ITUX
3aKOHOB B ofpefeneHHble MOMEHTbl pas3BUTMS (Hanpumep, ynpasnsaTb
anuTenusauMen KneTovyHblX Macc), C APYron — BNUATbL 4epe3 no-
cpeanctso mopdoreHesa Ha 6Oonee ToHKMe mnpouecchbl LuToauddEpeH-
unmpoBku. PaccmoTpum ©Gonee nogpo6HO 3BONOUUIO MOpOreHes-zaBu-
cumocTu umtoancddepeHUNPOBOK U TECHO CBsSI3aHHYK C 3Tum npobne-
My 9BOMIOLMN MEXAaHW3MOB CKEMSMHra.

MHOro gaHHbIX FOBOPWUT O TOM, YTO Yy HM3WKUX OECNO3BOHOYHbIX
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AnddepeHunpoBKa KNeToK mano WnM BOBCE He 3aBUCUT OT Mopdore-
He3a uUenoro. He roBopsa yxe 006 OOHOKMNETOYHbIX MPOCTEMWUX, rae
HagKNeTo4YHOro «LUenoro» HeT BOBCE W TEM He MeHee MO XOA4Y XW3-
HEHHbIX LWKMNOB MOrYyT BO3HMKATb Pe3Ko OTAUYHbIE ApYyr OT pApyra,
T. €. guddepeHunpoBaHHble BO BpeMeHU opmbl KNeTok, Takas cuTya-
uMa TUnNuM4YHa, no-BMauMMoMy, AnA ryb6ok, rgoe AOBOSMbHO CIOXHble Lu-
ToauddepeHUNpPoOBKM MOTyT BO3HUKATb B KMETOYHOW Macce paHHUX 3a-
poAbilen ewe A0 Havana CKONbKO-HMOyAb perynsipHoro mopdoreHesa.
MocnegHnn ynpasnseTcs, MNo-BUAUMOMY, roNbTPPETEPOBCKUM MEXAHU3-
MOM KNeTOYHOW COPTUPOBKM BHE 3aBUCUMOCTU OT MOJIOXKEHWUNA KIeTok
B uenom. Bnpouyem, npu 6Gecnonbix Tunax pasBuTus y rybok yxe
npocnexumesaeTrca npsamas 3aBUCUMOCTb ANDDEPEHUUPOBKN KEeTOK OT
noNnoXeHus, npasga, NUWb OTHOCUTENbHO BHewHUX ddakTopos [259].

Y KWWEYHOMONOCTHbIX TakXe WMEeKTCs Mano3aBUCUMble OT MNOoso-
XeHMa un oT MopdoreHeTMYECKMX NpoueccoB UNTOANDDEPEHUUPOBKN.
TakoBo, Hanpumep, uayliee MOBCEMECTHO, XOTS, BO3MOXHO, M C pas-
HbIMW  perMoHanbHO-3aBUCUMbIMU WHTEHCMBHOCTAMK  obpasoBaHue
i-kneTok u kHMpob6nactoB. C Apyron CTOPOHbI, AuddepeHUNpoBKa Hel-
pPOCEKPETOPHbIX KMeTOK YeTKO MNpuypoyYeHa K anukanbHbIM (rMNocTo-
ManbHbIM) panoHam Tena [260], XxOoTA He A0 KOHLA SACHO, Kakoe 3BEHO
ABNAeTCSA 34ecb onpefenswwmm: mopdoreHes nu anukanbHbIX OTAENOB
cnocobeTByeT AnddepeHLMpoBKE HEWPOCEKPETOPHbIX KNEeTOK WAn Ha-
oboport. locnegHne BRMWAHWSA BO BCSKOM CIlydae He MWCKMHYEHbI.

B BbiwecToAWwMX rpynnax >XWBOTHbIX, OAHaKO, BCE SCHee MpOoOsAB-
napTCcA BO3AencTBMs Mopdonorum uenoro Ha AuddepeHunpoBKky OT-
AenbHbIX KNeToK, MpuU4YeM B pPasNNYHbIX IBONIOLMOHHBLIX BETBAX 3TU
BO3JENCTBMA MPOABNATCA MO-pa3HOMY. Y MEepPBUYHOPOTbLIX (HemaTtoAbl
n ocobeHHo Cnupanuu), Kak yxe roBopurnocb, oOHapyXeHbl MOLHbIE
BNMAHWS Tomonoruu ppobswencs sanuekneTkn Ha cyabbbl 6nactome-
poB. Takmm obpasom, 3gecb BO3AENCTBUS MOpdoreHesa Ha uUUTOAUD-
depeHUnpoBKY CABUHYTbl Ha BecbMa paHHWe cTagun. Y BTOPUYHO-
pOTbIX 3TW BNUAHWUSA CMelleHbl Ha Oonee no3gHue cTagum (HaumHas c
ractpynauum) un 6onee MoLWHbI. [locTaTo4yHO conocTaBuTb Tenobna-
cTuyecknn cnocob 3aknagkum Me3ofepMbl NEPBUYHOPOTHLIX, MNPU KOTO-
poM cyAbbbl Me306M1acToB M MX NOTOMCTBA MPaKTUYECKU He3aBUCUMBI
OT UX MOJIOXEHUA B LENOM M OT MopdoreHesa OKpyXalLwWwnx CTPYKTYyp
(xoTs, Kak yxe oTmevanocb, Ha 6onee paHHuUX cTagmax cyabba npea-
KoB Me306nacToB 3aBucena OT TOMOJSOTMU UX OKPYXEHMUA), C IHTepo-
LenbHOMW 3aknagkonW Me3oAepMmbl Yy BTOPUYHOPOTHIX, FAe Me3ohepMu-
3auMsa KNeToK apxeHTepoHa s£BHO MopdoreHes-zaBucuma, T. e. onpe-
AenseTcsa WX BOBIIEYEHUEM UMW HEBOBMNEYEHMEM B BbiNAYMBAHUA  Le-
nomu4yeckux kapmaHoB [261]. MIMeHHO y BTOpMYHOpPOTHLIX 1 6onee Bcero
y MNO3BOHOYHbIX MOMy4YalT MOLHOE pa3BuTMe Takue eaunHble mopdo-
umMTonornyeckne obpasoBaHud, Kak opraHbl Tena, roe mopdoreHes Bce-
roa npeplwecTeyeT untoauddepeHumMpoBKe.

CpaBHUTENBHO-3BONTIOLUMOHHBIA aHanu3 SBMEHUA CKEeWJNIMHra nomo-
raet yrnyoute 9Tm npeactaBneHnd. XoTHA CKEWNUHI —SABrEeHue MoYTu
yHMBeEpcanbHoe u Yy Hu3wux ¢opm OH npeactaBneH He crnabee, yem
y BbICWWWX, MWCCNeAOoBaHUA MnocnedHMx IneT rmnokasanu, 4YTO WUMEHHO Yy
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HM3WWUX OPraHU3MOB CKENNUWHI Janeko He Bcerga CBA3aH C ApulleB-
CKMM nepeonpegeneHvem cyabbbl 4YacTen cormacHoO MX HOBOMY B3auMO-
pacrnonoxeHutw. HepaBHO 3TO ObINO 4eTKO MOKa3aHO ANS akpa3ueBblX
rpubos [262, 263]. Ecnu oTpesatb oT ncesgonnasmoaus Dictyoste-
lium yvacTok, cogepxawui npeacrtebnesblie KNeTkM, TO B OCTaBLIEMCH
dparmeHTe, rae npeacTaBneHbl WUCKNOYUTENbHO MNpPeAcnopoBble KheT-
KV, YacTb nocnegHux TpaHcauddepeHumpyetca B npeacrtebnesble KneT-
KW, npudyem 9aTa 4YacTb OyaeT HaxoguTbCcs B OnpefeneHHon nponop-
uMn Kk obwemy 4yucny knetok dparmeHta. OgHako HoBble npeacTteb-
nesble KneTkn BHavyane pasbpocaHbl 6ecnopsgoyHo mexpay crtebnesbl-
MW KneTKkamMu, M Nullb BTOPWYHO, NMyTEM COPTUPOBKM W XemMoTakcuca,
KOHUEHTpuUpyloTCca B Oyayuwiem Bepxylle4yHOM OTAene nceBaonnasmo-
ansa. CnepgoBaTtenbHO, CKEWNMHI 34ecb B CBOeW nepBol ¢ase saABnsieTcs
YNCTO «KOHUEHTpPauWOHHBIM» UK COOTBeTCTBylWasa emy TpaHcaudde-
peHuUMpoOBKa He HaxoOAWUTCA HWU B KaKOW CBA3W C MNONOXEHWEM KIeTOoK.
B npuHuune Takoh npouecc MoXeT OblTb MMUTUPOBAH YUCTO XUMMU-
yeckumun mMogensmu, Tuna mogenu [mMpepa— MeWHxapaTa.

Y KMWEYHONOMOCTHbIX MOXHO BbIAENUTb MO KpawHen Mepe [ABe
NpakTM4YecKn He3aBUCUMMbIE CUCTeMbl, obecneymBaloliMe CKENMUHT.
OpHa M3 HMX OTBETCTBEHHA 3a YNCTO MOPEONOrMYECKU CKEWNUHI, Ha-
npumep obGpas3oBaHue ruapaHTOB onpegerneHHon dopMbl M3 o6peskoB
ctebnen. MoxHo pgymaTb, 4YTO 3TOT CKEWNMHr 6Gasumpyetrcss Ha 4UCTO
MeXaHU4YeCKMX 3aKOHOMEPHOCTAX, AEeWCTBYWLWUX B HaNpAXeHHbIX
Tpyb6yaTbix 3avaTkax (rn. 4). XoTa Bbi3blIBA€Mble WM IOKallbHble W3-
MEHEHUS KPWUBU3HbI CTEHKW MMAW MNOTHOCTM KNETOYHOro pacnonoXeHus
W oKkasbliBalT onpeaeneHHoe BO3AeNCTBME Ha uLuUTOoANd D EPEHLUNPOBKY,
nocnefHss AomxHa obnagate U COGCTBEHHbIMU, aBTOHOMHbLIMW, MeXxa-
HU3MaMW CKEeNnuHra, BO3MOXHO, TaKXe «KOHUEHTPauuOHHOro» Tuna.
Takne mexaHusmbl, TpebyloTCcHa, Hanpumep, NS yCTAHOBMNEHUA [OONX-
HOW NMOTHOCTU pPacnofiOXeHUA HEeWPOCEeKPEeTOPHbIX KMNeToK B anu-
KanbHblX obnacTtax pereHepupytowux rngp [260].

Y BbIWECTOAWMX OpPraHM3MoB CKENNUHr GasmpyeTca MO KpaHen
Mepe Ha Tpex nocriefoBaTeNbHO OEWUCTBYKOLWMX MexaHu3aMax, KaXAabli
M3 KOTOPbIX HABNSETCA MNO-cBoeMy MopdoreHe3-3aBUCUMbIM: Ha pery-
NAUMAX MONAPHOW CTPYKTYpbl KOPTUKaANbHOrO Cnosd 3urotebl (MpuMBOAS-
WMX K perynsuum xopa p[pobneHMs dparMeHTMPOBaHHbIX Snuekne-
TOK); Ha perynauusx npoueccoB racTpynsuun, akcuanumsaumu u Apy-
rMX, CBSAA3AHHbIX C MNPOMOPULMOHANbHLIM pacYNeHeHneM anuTenueB Ha
OOMEHblI MNONAPU3OBaAHHbLIX M HEMNONSAPU3O0BAHHLIX KNETOK;, Ha «MexaHu-
YyecKknx» perynaunsax mopdoreHesa TpybuyaTblx 3a4yaTKOB NpWU YCroBuUK
HavanbHoro nogobus wux dopm. Bce Tpu Tuna perynauum BeayT K
npssmMon TpaHcaugdepeHUNpoBKe KNeTOK (UM y4yacTKOB 3UTOThbl) CO-
rmacHo WX HOBOMY MOJIOXEHMUI0, T. €. OCYLEeCTBNAIT 3aBUCUMOCTb LU-
ToonddepeHUNpoBKM OT MopdoreHesa. [1Ba nocnegHuMXx Buaa CKen-
NWHra, Kak yXe roBopunocb, TECHO B3aumMocBA3aHbl. Bce ato wnnio-
CTpupyeT ycunuBatouieecsas no Mepe xoda 3BOMKOLUM B3aUMOMPOHUKHO-
BEHMEe MpOoLEeCcCOB, OTHOCHALIMUXCA K pasHbIM YPOBHAM M 3Tanam OHTO-
reHesa.

CoxpaHunucb N y BbICWUUX XWUBOTHbIX Oonee ApeBHUE, «KOHLEHT-
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pauuoHHbIE» TUMbI perynaunn? B ambGpuoHanbHoM pa3BuTum ux obHa-
pPyXnTb TpygHo. Ho MOXHO gymaTb, YTO pas3fnM4yHOro poga rymopanb-
Hble perynsuuM KneToO4YHOro cocTtaBa B3pOCNOro opraHuama, urpawouime
BaXHeWWylo ponb B (PYHKUMOHMPOBAHWU KPOBETBOPHOW M UMMYHO-
KOMMNETEHTHONW CWUCTEM, SABMAKTCA B 3HAYMTENbHOW Mepe MX OT3BY-
Kamu.

BospactaHue 3asBucumoctn umtoanddepeHUnpoBKM OT MopdoreHe-
3a, NposiBNsioLleecs Kak B HOpManbHOM pa3BUTUU, TaK U B MeXaHU3-
Max CKeWwnuHra, B 3HA4YUTENbHOW Mepe OCHOBaHO Ha BaXHOW CKBO3-
HOM 3BONIOLUMOHHOW TEeHAEHUWW, KOTOPYK MPUHATO HasbiBaTb 3aMOGpuo-
Hu3auuen. OHa COCTOMT B TOM, YTO MO Mepe IBOMOLUMOHHOIO Mpo-
rpecca romofnorM4yHble mMopdonpoueccbl CABUrardTCa Ha Bce Gonee paH-
HMWe cTaguu pasBUTUS, U3-3a YEro OHU «yCMeBakT» NOMNacTb Ha nepuog
KOMMNETEeHTHOCTU 3apoAblleBblX TKaHeW K TpaHcanddepeHUuMpoBke U
nonyyakwT BO3MOXHOCTb BMWSATb Ha nocnegHwow. [MpuMepoMm MoxeT
CNYXUTb BO3MOXHbIA XO4 BO3HUKHOBEHUSI 3HTepouenbHocTU. bBbino
oTMeueHo [261, c. 332] 6onblwoe mopdonornyeckoe CXoA4CTBO B 3aknagke
BbIPOCTOB racTpOBAaCKYyNsIpHON cuctembl rpebHEBUKOB U LENOMOB 3a-
poabiwein HU3WKUx xopposBbix. OAHAKO ecnu nepBble QoOpMUpPYHTCH Y
rpebHeBMKOB B MOYTU B3POCIOM COCTOSIHUM U He CMNOCOGHBbI MO3TOMY
K Kakon-nmbo cneuundudeckon puddepeHuMpoBke, TO BTOpble 3akna-
AblBalOTCA B paHHeEM pasBuTMM (ToTHac nocne racTpynsummu) m ycne-
BalT AnddepeHLMpoBaTbCA B pasHbIX HanpaBleHUsX.

Takoro popga kKpynHomacwTabHble 3aMOpMOHM3aUUM CBA3aHbI, Kak
npaBunoO, C OTHOCWUTENbHBIM COKpPaLlEHUWEM XU3HEHHbIX LWKIOB O0OCO-
Oen 3a cyeT ycTpaHeHUs MNpucywmux npegkam mMetamopdo30B U nepe-
X04a MOTOMKOB K MOMIOBOMY Pa3MHOXEHWID Ha CTaausax, sIBNSBLIUXCHA
y MpenKoB NUYUHOYHbIMW (HeoTeHuda). Mo npepctaBneHnsam ge bupa
[264] n QpyrMx aBTOPOB, MMEHHO TaKOW KOMMIEKC coObITui «ambpuo-
HM3auuss — HeOoTeHMA» fner B OCHOBY (OPMUPOBAHUS XOPAOBLIX: WX
MOXHO paccmaTpuBaTb KaK HEOTEHUYEeCKMe JNUYUHKM HU3WNUX BTO-
PUYHOPOTBLIX TUMNA COBPEMEHHbLIX UTMOKOXMUX.

C amMOpuoHM3auuen MOXHO CBSA3aTb M psig ApYyrux cobbiTun pas-
HOroO 3BOJIIOLUMOHHOIO paHra: nepexog OT BecbMa MO3OHEW 3aknagku
pOTOBOro OTBepcTMsi B 3MbpuoreHese KULIEYHOMONOCTHbIX, MNMOCKNX
yepBen M HemaTtop k Oonee paHHeW M CBA3@HHOW C racTpynsuven era
3aknagke y BbICLUMX MEPBUYHOPOTbLIX U Y BTOPUYHOPOTHIX; COABUT Gop-
MWPOBaHUA CpedHero 3apoAblleBOro fnucTtka Ha Gonee paHHue cTaguu
pasBUTMA M COOTBETCTBEHHO paclMpeHue ero MnOoTeHUWn, ecnu cyu-
TaTb NEpPBbIM €ro pPyAMMEHTOM YHUMNOTEHTHYI CKENETOreHHyH Me3eH-
XMMY KOpanmnoBbiX MNOSIMMNOB, HEMPEPbLIBHO MOMOJHAKWYKCS Y HUX Ha
NPOTSXXEHUN BCEro >XU3HEHHOro Luukna. OmOpuoHM3aumMsa OHTOreHesa
ConpoBOXAaeT Takxke 9BOMOLUMIO B nNpegenax knacca pakoobpasHbiX,
BO3HWKHOBEHWE YenoBeka W pag APYrMX 3BONOLMUOHHBLIX MPOLECCOB.
He cnegyet gymaTtb, 4TO OHa Bcerga CBsi3aHa C yKOpOYeHMeM Xxopja
pa3ButMs B abcomnTHOM (acTPOHOMMYECKOM) BpeMeHu. HanpoTus,
TOT Xe caMblii 3BOMIOUMOHHBLIA CMbICIT MOXEeT WMeTb YyANUHEeHue ne-
puoga KOMMNeTeHuuu, CBA3aHHOe C obwwum yanvHeHWeM BpeMeHu pas-
BUTMS. Takasa Moaudukaums OHTOreHesa, HasblBaeMas peTapaauunen.
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no-BMANMMOMY, XapakTepHa ANs pa3BUTUS 4YenoBeka MO CpPaBHEHUK C
yernosekoobpa3HbiMM o06e3bsaHaMMU.

XoTtenocb 6bl 0c060 MOAYEPKHYTb, YTO BO3MOXHOCTb 9MOpPMOHM3a-
uMn pasnuyHoro macwrtaba obecneynBaeTcs B NepByl o4vepedb ypOB-
MEeBON CTPYKTYpPOW OHTOreHesa, AonyckawuwenW OTHOCMTENbHO He3aBu-
CMMYIO OBONIOLMUIO MNEepeMeHHbIX pasHbiXx YpoBHeW. B crnyyae KpymnHo-
macwTabHoOn 3IMOBpMOHM3auUMN ITO YPOBHU OBUOXMMMUYECKON KOMMNETEH-
umMm 1 MopdoreHeTn4yecknx npoueccos. B npuHuMne HeTpyaHoO npea-
cTaBuTb cebe Takne nepecTponknm reHoma, KoTopble nNpuBoAMAN Obl K
BPEMEHHbIM COBWram mnpoueccoB pasHbiXx ypoBHen. Hanpumep, niobble
reHeTMyeckMe nepecTponkun, crnocobeTBywuwime Gonee paHHEMY W WH-
TEHCMBHOMY CMHTE3y W/Mnu akTneBauum MYHKUUIA cokpaTUTenbHbix ben-
KOB, aBTOMaTuyeckm nosbiwanun 6bl BeposATHOCTb 3MOpMOHU3aULUM
MopdoreHesa.

OMOGpuoHu3aunm npeacrtaenaT coboi, Takum obGpasom, Haubonee
MOLLHble TeTEPOXPOHUM — COBUIN OTHOCUTENbHbIX TEMMOB COCTaBHbIX
npoLeccoB OHTOreHesa. [eTepOXpPOHUM pasnUyHbIX MacwTaboB npo-
Hu3biBalT cobon OGykBanbHO BClO 3BOMOUMIO. Mbl ele He pas C HUMU
BCTPETUMCSH, nepexoas Tenepb K KOHKPETHOMY aHanu3y OHTOreHeTu-
YeCKMX MeXaHW3MOB IBOJIOLMOHHbLIX NepecTpoek 6Gonee HWM3WMUX paH-
ro. Mcnonb3ys TepmuHonornio A. H. Cesepuosa, byaem ob6osHavaTb
3BOJIIOLMOHHO 3Ha4YMMble MepecTPONKM OHTOreHe3oB Kak dunambpuno-
reHessl.

BO3MOXHbIE MEXAHW3Mbl HEKOTOPbLIX ®UNTOGMBPUOIEHE30OB

WccnepoBaHue dunambpuoreHesoB — opgHa u3 Haumbonee cBoeob-
pas3HbiX U TPpyAHbIX 3agay Obuonorum passutua. C camoro Havana OHa
TpebyeT KOMMNMEKCHbIX noaxofoB. [lo cyTu cBoen, pPEKOHCTPyKUUS
dunambpuoreHesoB npepcrasnsaetr cobom mogenuposaHue, npuyeMm Ta-
Koe, MNpPaBUMbHOCTb KOTOPOro HUKOrAa Henb3s [okasaTb; B Ny4ylux
crnyyasx MpuUXoguTCs PYKOBOACTBOBATbCA WHTYUTUBHBIM NpaBAomno-
nobuem. C gpyrow CTOpPOHLI, YTOObI MogenupoBaHue GuIambpuoreHe-
30B MPeAcCTaBMsANoO Hay4HYl LEHHOCTb, OHO [AOJIXHO onupaTtbCs, BO-
nepBbiX, Ha NOAPOGHbIE 3HAHUS MeXaHW3MOB OHTOreHe3a [OaHHOW rpyn-
nbl W, BO-BTOPbIX, Ha AOCTAaTOYHO peanucTuyeckue npeacTaBneHus o
TOM, Kak 3TM MeXxaHu3Mbl M nx Moaudukaumm MoryT ObiTb 3anucadbl
B reHome. [1o-BMaMmMomy, B HacTosiliee BpeMs 3ajava MOAeNMpoBaHusA
nnambproreHe3oB LeHHaA He CTOMbKO CBOWUMW pELUEHUSIMU, CKOSbKO
TpeboBaHUAMKU, KOTOpble OHa npeabsABnseT K 3HaHUSM OHTOreHesa Mu
ero reHetnyeckoro obecneyeHus. MoXHO ckasaTb, YTO caMa BO3MOX-
HOCTb MOCTAHOBKM TakKOW 3ajaynm HABNAeTCA KpUTepueMm Hawwux 3Ha-
HWUI; eCnW Henb3s BbIABUHYTb HWUKAKUX CKOMbKO-HNWOyAb pasyMHbIX U
3aKOHYEHHbIX npeacTaBneHuin o dwunambpuoreHesax [JaHHOW Trpynnbl,
3Ha4YUT, ee OHTOreHe3 u3y4yeH HepdocTaToyHo. B HacToswee Bpems
aToMy TpeboBaHMI0O yO4OBMETBOPSAOT, U TO B 0OWMX yepTax, NulWb He-
MHOTMe OHTOreHesbl, WKW, TOYHee, OTPe3Kn OHToreHe3oB. B nepsyto
oyepedb pevyb MOXeT uaTM 00 3BOMIOUMOHHBIX W3MEHEHUsAX, CBA3aH-
HbIX C M3MEHEHWAMU nNapameTpoB pocTa.
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PoctoBble ounambpuoreHessbl

Kak yxe rosopunocb B rf. 5, BMAOBble pasnuyna opMbl MOryT
OblTb OCHOBaHbl Ha pas3nuuusax KoaddULNEHTOB annomeTpu4ecKkoro
pocta. O4HaKoO reHeTU4YecKkn 3akpenrneHHble n3MeHeHus GOopMbl MOryT
OCYLIeCTBNATLCA W Ha OCHOBE OOHOMO fUlb W3MEHEHUA MNPOAOIIKN-
TENbHOCTU poOCTa MNPU COXPaAHEHUU MPEXHUX, MNOCTOAHHbIX 3Ha4YeHUn
annomeTtpuyeckoro koadpduumeHta. Tak, npu cpaBHeHUM ABYX pas-
HOBMOHOCTEN HACTYypuUMM — C OKPYrAbIMWU U pacCevYeHHbIMU NUCTbS-
MU — ObINO OOHapYXeHO, YTO AaHHble pasnuuma opmbl 00ycrnoBneHbl
WCKMIOYMTENBHO PasHOM MPOAONXUTENbHOCTBI pOCTA: Yy pacCCEeYEeHHbIX
dopM pPOCT NUCTOBOW NMNAacCTUHKWM npekpawjaeTcd OTHOCUTENbHO paHb-
e, oT4yero BMAAWHbI He ycneBawT 3arnaguTtbCs, Kak y rrnagkokpan-
HUX dopm (uut. no [175]).

M3meHeHns npooonXuMTEenbHOCTU WMAN MHTEHCUBHOCTW pocCTa MOryT
NnpMBOAUTL W K CYLWECTBEHHbIM MepecTpoikaM MaKpO3IBOMIOLMNOHHOIO
xapaktepa. Ha 310 ykasbiBalT pesynbTatbl onblToB [265] no gobas-
NEeHNI0 KNeToYHOro MaTepumana K MNOYKe KOHEYHOCTM 3apojbiwa LUbiM-
neHka: npu Takom pobaBneHun HabnwpgaeTca NonHoe pas3BUTME Marnon
0epuoBOi KOCTU, CUMBbHO peayLuMpPOBaHHOW y COBPEMEHHbIX MTUL, HO
npucyTcTBYyOLWEN Y UX 9BONMIOUMOHHBIX NPeAKoB — penTUNinm N apxeo-
ntepukca. MoXxHoO npeanonoXuTb NO3TOMY, YTO pefyKuma 3TOW KOCTWU
B 3BOMOUMM NTUL CBA3aHa C yMeHblUeHWEeM Kofnum4yecTBa CKeneToreH-
HOro MaTepuana B pe3ynbTaTe noAdaBfeHUs ero pocrTa.

KoHe4yHO, ganeko He Bce 9BOJMIOLMOHHO 3HayMMble MoAndUKaLUK
pocta MOryT 6biTb XOTA Obl B NpuHUMME CBEAEHbl K 3TUM, OTHOCUTEMNb-
HO MpOCTbIM npumMmepam. 3HauynTenbLHO Yaule pocToBble dunambpuore-
He3bl MMEKT BUL LENOCTHbIX roMeoMopdHbIX npeobpa3oBaHuii, KOTO-
pble B HEMHOIMX CIyyasx npoTeKkawT KOH(POPMHO (C CcOXpaHeHuem
yrnoB — cMm. . 5), a B GonblWMHCTBE Cly4YaeB CBA3aHbl C pacTs-
XEeHUAMU, CXKaTUAMU U U3MEHEHMEeM YrnoB BAONb oOnpeAeneHHbIX Ha-
npasneHnn. Hanuvune u wWunpokoe pacnpocTpaHeHue Takumx npeobpaso-
BaHU Hambonee HarnagHo Obino npoaemoHcTpupoBaHo ['Apcu Towm-
ncoHom [153] ¢ nomolwbio ero M3BECTHbIX TpaHcdopMmauuih kKoopauHart:
ecnu 3apucoBaTb KOHTYypbl Tena unu kKakon-nmbo ero 4yactm y Heko-
TOpPOro BuAa B MPSAMOYrONbHbIX KOOpAMHATax, TO OKa3biBaeTCH, YTO
KOHTYpPbl POACTBEHHbIX (OPM WNU IBOSMOLUOHHBIX MOTOMKOB MOTYT
OblTb C OOMbLWON TOYHOCTbHIO MNpeAcTaBfeHbl kKak roMeomopdHbie Ae-
dopmaumMm 3TOM MUCXOOAHOW MNPAMOYrofibHOW KOOPAWHaTHOW peleTKn
(cm., Hanp., [10, puc. 71]).

K coxaneHuto, pocToBble MexaHW3Mbl TOMMCOHOBBIX NpeobpasoBa-
HUA NOYTM HM B OAHOM CcNyyae He npoaHanu3upoBaHbl [OCTATOYHO
noapobHo. VcknioyeHne npenctaBnaT NNoAbl FEHETUYECKU Pa3NUYHbIX
pac TbikBbl (puc. 56- A—/). 3pecb, no gaHHbiMm J. CuHHOTa [242],
TOMMNCOHOBbI Mpeobpa3oBaHnA OTpaxawT rpaguveHTHble pasnuyus B
annomeTpuyecknx kKoadduuMeHTax BOONMb OCM 3ayaTka (cp. puc. 56,
bE—TI ¢ ncxopgHon chopmort A). Lintonornyeckmin aHanma nokasan, 4To
3TN pasnuMuma cBA3aHbl C Pa3fnNMYHOM CTENEHbID OPUEHTUPOBAHHOCTHU
KNeToYHbIX AeneHun BAOMb ONpeAeneHHbiX HanpaBneHuwh, a reHeTu-
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YeCKUM — YTO OHU OBYCrOBMEHbl Pas3NMyYUAMU BCErO MO OAHOMY FeHy.
Mpu atom CHHHOT ocobBeHHO noAyepkuMBan, 4TO reH onpeaensieT He
BENIMYNHY MpUpOCTa B KaKOM-HMOYyAb OLHOM HamnpaBrieHWW, a MMEHHO
COOTHOWEHWE MNPUPOCTOB, MPUYEM BO BCEX TPEX HamnpaBleHUsx
npoctpaHcTBa. Kak reH moxeT aTo pgenatb? lpuBreyeM cHoBa npej-
CTaBlieHWe O perynupylowen pocT MNPOCTPAHCTBEHHOW «pelleTke» C
pasnUYHbIMK KO3 PULMEHTAMM paclIMpPeHUs B pasHbiX HanpaBneHusax
(cm. . 5). TMpu U3MEHeHUAX TreHoma BMOJIHE MOTyT MoAUdULM-

Puc. 56. ®opMbl nNnoAoB TbIKBbl pPa3fU4YHbIX reHeTuyeckux pac (b—IrI),
npeacTaBfieHHble kak npeobpasoBaHUs ceTW NPAMOYrofbHbIX KoopAWHAT
1) (no [242])

poBaTbCsA MeXaHU4Yeckue CBOWCTBaA TakoOW peleTku, 4To 1M Oyaet npo-
ABMNATLCA B W3MEHEHMUSIX OTHOCUTENbHbIX MPUPOCTOB MO pas3HbiM Ha-
npasneHusm.

B HaubGonee obwel cdopme (NpMMeHUTENbHO K NbbIM cunambpuro-
reHesam, He TONbKO K pOCTOBbLIM) npobrnema reHeTuyeckon obycnos-
NeHHoCTNn MopdoreHesa CBOAUTCS K BOMNPOCY O TOM, Kak MOXeT Me-
HATbCA opma u CTpykTypa Tena, ecnu W3MEeHAKTCA nub MpOCT-
pPaHCTBEHHO OAHOPOAHbIE NapameTpbl dopMoobpasylolero npolecca.
M3 rn. 1 fcHo, 4TO B CaMOOpPraHM3ylLWmnUXca cucTtemax C HennuHemHoun
OVWHaMUKOW Takue BO3MOXHOCTM [AOCTaTO4YHO WUpoku. 3agadva coc-
TOUT B TOM, 4YTOObl M3y4YuTb NYyTU UX peanusaumm Ha KOHKPETHbIX
npumepax. Bo3bmem B kayecTBe Takoro npumepa rMAPOUAHBLIX MNONU-
nos nopgotpAga Thecaphora u paccmoTpum, Kak mnapameTpuyeckoe
ynpaBneHne co CTOPOHbI reHoma MoXeT 06ycnoBWTb UX BUAOBbIE MOp-
donoruyeckme pasnuuus.

215



AHanus mopdgonornyecknx pasnnymn ruapounaos
Thecaphora

BcnomHum o6y guHamuyeckyto cxemy mopdoreHesa rugpaHToB
(cM. m. 2 n 4). B ee ocHoBe nexaT pocTtoBble nynbcauun (PT1), npu-

BOoAdAWNMe nyTemM cokKpauweHuda wu peopueHTauun KneTok K nepuoguye-
CKMM nogbeMaM MeXaHU4YeCKUX Hanps>KeHWn B BepxylKe 3ayaTka.
OTK HanpsaxeHus ,qed)opMleyIOT elwe MSATKUN, TONbKO YTO BbIAENUB-

1,62

10

0,75

040

050

150

Puc. 57. Koppensuusa mexay dopmoin 3ayaTkoB (cneea) v npodunsmu 3a-
nnucen pocToBbIX Nynbcauuii (cnpaBa) NSATW BUAOB TMAPOMAHBIX MOMUNOB:

A — Coryne loveni; B — Eudendrium eameum (0o6a nopotpsg Athecata);
B — Campanulina lacerata; I — Obelia loveni;  — Dynarnena pumila
(Bce — Thecaphora). Hag pucyHkamwu rupgpaHtoB Athecata wnu rugpoTtek
Thecaphora yka3aHbl OTHOLWEHWA MOMepeYyHMKa K MPOAOMNbLHOMY pasmepy,
a Haj 3anucsAMW POCTOBbLIX MynbCauWii — OTHOWEHUS 3alWTPUXOBAHHOW U
3aTouykoBaHHOW nnowapei. O6bacHeHMe B TekcTe (no [269])

216



WMACA BepXylWwe4yHblW nepucapk. Y4uuTeiBasd B camMoM 0606LeHHOM
BUAE HayanbHYH KPUBW3HY BEpXYL KM, Nonyvyaem B pes3ynbTaTe 3TOMW
aedopmauum KoHdpUrypauuto, nokasaHHyw Ha puc. 41, JI. 31y 0606-
LWEeHHY KOHMUrypauuto Mbl MOXEM MNPUHATH 3a efuHbln npoobpa3s
rugpaHtoB Thecaphora (u He Tonbko ux). PaccmoTpum, Kak nytem
napameTpuyecknx Moaudukaunmnm mMopdgoreHesa atoro obuiero npoobpa-
332 MOXHO MNONy4YuTb pasfuyHble BUAO- M popocneunduyeckme ¢opmbl
rugpaHToB (cm. [268]).

Mo-BngnMomy, OOHMM W3 OCHOBHbIX MEXaHW3MOB BO3HWKHOBEHMUS
BUAOBbIX Pa3nuUyuin rmapononiMnoB SABMAKTCSA reHeTUYECKU 0OyCrnoBreH-
Hble N3MeHeHusa xapaktepuctuk Pl [118, 267, 269]. BbisBneHa [269]
cneaywmouwasa cBasb Mexay reomeTtpuen 3anucen Pl u cdopmon BO3-
HMKaKLWMX Ha WX OCHOBE 3avyaTkoB: 4em Oonee nnockumu (MeHee
ocTpbiMK) gaBndTca 3anucu PI, Tem wwupe paHHble 3avaTtku, T. €.
Tem 6onblle OTHOWEHME WX MOMNEepPevYHUKOB K MPOAOSbHBIM pasmepam.
OTa 3aKOHOMEPHOCTb MNPOSIBMSETCA MPU CpaBHEHWU Kak 3a4yaTKOB pas-
HbIX BMOOB, Tak W pasHblX CTaguin pasBUTUS OOHOroO BUAA, €cnv  Ha
3TUX CcTagmax 3ayaTkum pasnuyatwTtcs no dopme. bespasmepHon konu-
YeCTBEHHON XxapaKkTepucTukon copmbl Pl mMOryt cnyxuTb OTHOWeEHUSA
MexXay WX 3aWTPUXOBAHHBIMW M 3aTOYKOBAHHbIMW NnoWaAAMU  Ha
puc. 57, A—/1.

MopgenupoBaHne nokasbiBaeT, 4YTO B OCHOBE 3aBUCMMOCTU MeEXAY
¢dopmon 3sanucen PI1 u ¢dopmon 3avyaTKoB nexar 3aKOHOMEpPHOCTHU
TOr0 Xe nopsijka, 4YTO OMnucCaHHble Bbile ANS anuTenuanbHbiX Mopgo-
reHes3oB, a WMEHHO MNpaBuNO HapacTaHus KpuBu3Hbl (cMm. . 4). [lpn
MOAEeNUPOBaHUM BHOBb McMonb3oBanacb dopmyna (17), Ho Tenepb 3a-
JaBanncb nepuoauvyeckne MUMNynbCbl 3HA4YeHuh [r, COOTBETCTByHOLWMNE
nubo yskum npocpunsam Pl (kak Ha puc. 57, A, B), nubo wunpokum
npodunam (kak Ha puc. 57, ). lNpu 3TOM wmMcxogunu wu3 TOro, 4TO
3HayeHna k, kKak u opauHaTbl rpadukos PI1, nponopunoHanbHbl cme-
LWEeHMUsIM TOYEeK MOBEepXHOCTM 3a4vaTka.

PesynbTatel MogenupoBaHusa npeactaBfieHbl Ha puc. 58, A—Bb.
BugHo, 4TO OOAMH M TOT Xe wuaeanu3MpoBaHHbIA HayanbHbI KOHTYp
npu «y3kux» npodunax MMNynbcoB kK NpeuMyLlecTBEHHO pacTarvBaeT-
ca B AnuHy (puc. 58, A), a nNpM WMPOKUX — YyBenumyMBaeT CBOMW MNo-
nepeyHnk (puc. 58, b). 3To 0ObACHSAETCHA «KOHKYpEHUMEWN KPUBU3HY
Ha BeplMHE M Ha yrnax 3adaTka. [lpu wwupokom npodcune mmnynbca
yrnbl 3ayaTka 3aocTpsAlTCcA CcTonb ObICTPO, YTO €ro BepluHa Yynno-
uaeTcs, npM y3KOM WMMMyfbCe COOTHOWweHMe obpaTHoe. Ncxoas us pe-
anbHOro KOHTypa paHHero 3avatka Dynamena pumila, npn wupokom
npodpune mmnynbca, Kak pas cooTBeTcTBywowero ¢gopme Pl gaHHoro
BuAa, BOCMPOU3BOAMTCA pacuyleHeHne BepXYLWKW Ha Tpu paBHOMpaB-
HbiX 3a4aTka, npuyem 6GokoBble 3aBopaumBatTcs BBepx (puc. 59). Bcece
3T0 6MM3ko k peanbHoMmy xogy MopdoreHesa D. pumila. Tpn y3kom
npodwune mmnynbca pesynbTaT MOLenupoBaHus MopdoreHesa TOro xe
BUAa 3HAYUTENbHO Aanblue OT peanbHOCTU.

MopgenupoBaHue nokasano Takxe, 4YTo MopdoreHes rugpaHToOB ro-
pa3fno 4YyBCTBUTENbHEE K W3MEHEHUSIM 3Ha4YeHU k, Hexenum Kk Ha-
yanbHoOW dopme 3avaTkoB. Takum o6pa3oMm, MMEHHO CcABUMM NpoOCT-
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paHCTBEHHO OJHOPOAHOro napameTpa (KOTOPbIM MOXHO paccMmaTpu-
BaTb Kak npsMyl dyHKLUIO reHoma) nopoxaatT pasdHoobpasue dopm,
CX0QHOEe C peanbHbIM.

OpgHako gaxe y Takmx OTHOCUTENbHO MPOCTbIX OOBEKTOB, Kak rna-
pouaHble Monunbl, AEWCTBME TFeHOMa Ha MopdoreHes He CBOAUTCHA K

Puc. 58. PesynbTaTel mopenupoBaHua Ha OBM mopdoreHesa rugpougos no dgop-
myne (17) npu y3kom (J1) u wupokom (56) npodwunsax mmnyneca no K (OTHOCK-
TenbHble ANWHBI Y3KOrO WU LWMWPOKOrO WMNYynNbCOB pasnuyatoTca BABoe). Homepa
yka3biBaloT warn mopenupoBaHus. O — HavanbHble OpMbI

nofo6HbIM MNpsSIMbIM K nerko cgopmanusyemblm adpdekram. Ha nytu ot
reHoma K MopdoreHedy y HUX MOTyT BO3HMKaATb M 0Oonee CINOXHble
uenum Cc aNUreHeTUYecKMMW 3BeHbAMU. Hanpumep, TONbKO 4YTO YyNnOMM-

Puc. 59. PesynbTtatel mogenupoBaHus Ha OBM mopdoreHesa ruapouaHoro no-
nuna Dynamena pumila, ncxoaa u3 HavyanbHoW dopmbl 0 Mpu ycnoBuu LWIKMPO-
KOro ummnynbca no k. Homepa ykasbiBalT warum MoaenuMpoBaHus
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HaBleecs obpa3oBaHMe TpexyneHHoW MyToBku y D. pumila (camo no
cebe — pesynbTaT WMPOKOro mmnynbca k) nNpuBOAWT K BO3HUKHOBE-
HUIO HOBOrO CYLIECTBEHHOrO, HO YyXe 4YWCTO 3NUreHeTU4eckoro dak-
Topa MopdoreHesa — B3auUMOLENCTBUS KIETOK CMEXHbIX CTEHOK 3a-

b

Puc. 60. Cxema wusrmba 3avaTtka rMAPOWAHOro nonuna noAa BO3AEWCTBUEM COCEAHUX
3a4aTKoB:

A — wun3rnb ctebna B pesynbTate 6onee 6bLICTPOro ero pocta €ro neBOW CTOPOHbI W3-
3a npotuBodpasHoctn PI knetok 71 u 2 (nocnefHsss NpUHaANEXWUT CMeXHOMYy cTeb-
nio, npumbikalowemy cnesa); 6 — cxema OTkNnoHeHWn 6GokoBbIX 3avaTkoB D. pumila

OT UeHTpallbHOro 3ayaTka W pacluupeHue nocrnepHero B TOW Xe MJOCKOCTU, Takxke
BcneacTene npotusodasHoctm Pl B cMexHbIX cTeHkax no6eroB. [MyHKTUPBLI U TOY-
KW — KOHTypbl nocnepoBaTenbHbiXx cTtagun. XMpPHbIN KOHTYp Ha A — obnactb npak-
TU4eckn HepedopmMupyemoro nepucapka

yaTkoB. B pesynbTate 39TMX B3auMOAEWNCTBMA npunexawue Apyr K
APYry CTEeHKM 3ayaTkoB OyayT yaAnuHATbCA  ObicTpee  OTCTOALWMX
(v BoOOLWE HecMexHblX) cTeHoK. [laHHbln addekT obbAcHAeTca npo-
TuBodasnocteto Pl B npunexawmx cTeHkax: ¢asa nogbema B OOHOW
M3 HuUx coBnagaet c ¢das3on cnaga Jpyrow, Tak 4yto kneTka 1
(puc. 60, A, b) npu cBOEM MOMNEPEYHOM MOBOPOTE OTTArMBAET BHWU3
BHYTPEHHUIW KOHeu kneTkm 2 m HaobopoT. B pesynbTtate amnnutyga
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P, a 3Ha4uT, U cyMMapHbIi NPUPOCT B MpuUnexalwmnx cTeHkax 3a He-
KOTOPbIA NMPOMEXYTOK BPEMEHM MNpeBbIWAT TO Xe B NobbiXx HecMex-
HbIX cTeHkax. Mopdonornyeckme nocneacTBuMs TakOBbI:

1) 3a4aTkM C ManopacTaXUMMOW B MOMNEepeyvYHbiX HanpaBeHUusx
Bepxywkon (1. e. ¢ yakumu PTI1) 6ynyt marmbartbcs, NpMMeEpPHO coxpa-
HAS MPEeXHWN AnameTp W OTKIIOHSASACb B CTOPOHbI OT Mpurexawumx 3a-
yaTKkoB. B cOOTBeTCTBUM C MpaBWIIOM HapacTaHUsi KPUBU3HbI JoYepHue
nobern crnepywwen reHepauun O6yayT 3aknagbiBaTbCA Ha BbIMYKNON
CTOpOHe wu3orHyBlwuxca noberos (puc. 60, A). Takasa cuTyauusa Tu-
nuyHa ana konoHuu Campanulariidae (Hanpumep, Obelia)\

2) 3a4yaTKm C pacTsaXKMMOW BepxylweyHonm 4yacTeo (T. e. ¢ 6onb-
WUMKU BEMUYMHAMU TeX XKe OTHOWEHUH) OyayT MeHbLle OTKIOHSATbCSH
oT npunexawmnx noberos, Ho obpasoBbIBaTb Oonee wupokne pacTpybbl
(puc. 60, b). 310 TMnu4Ho ana Sertulariidae.

B ob6oux cnyyadx B TeyeHMEe MHOIMX BereTaTUBHbIX TreHepauun
coxpaHsieTc MOCTOsIHHAs MNMOCKOCTb BeTBneHus. Tak, y Dynamena
pumila B MHOro4YuMcrieHHOW cepun nocrnegoBaTenbHbIX SpycoB OGOKOBblE
3a4aTKU OTKMOHSKTCA W UEeHTpanbHbIA 3a4aToK paclwupseTcs B OOHOW
M TOW Xe nnockocTu. PerynapHoe oOTknoHeHue OGOKOBbLIX 3a4aTKOB B
CTOpPOHbI OT LUEeHTpanbHOro obbsAcHAeTcss 6Gonbliel CKOPOCTbK pocTa
(Bcnegcteue npotmBodasHocTn PI1) ux meamanbHbix (npunexawmnx
K UeHTpanbHOMY 3a4aTKy) CTEHOK MO CpaBHEHMWI C natepanbHbiMU
(oTCcTOAWMMM), @ paclUMpPEHME LEHTPanbHOrO 3ayaTka B TOW Xe nnoc-
KOCTM — Oonbluen CKOPOCTbi (MO TOM XK€ NpuUYMHe) pocTa ero cre-
HOK, npunexawux Kk OOKOBbIM 3ayaTkam, NO CpPaBHEHUIO C Yy4yacT-
KamMu Tex >Xe CTEHOK, He mpunexawumx HM K KakmMm 3avyaTkam (cp. Ha
puc. 60, 6 cTpenku a, BblpaxawliMe pOCT MpuUMexalwnx CTEeHOK, CO
cTpenkamu b, BbipaxawLWwMMn poCT Henpumexawmx y4acTKOB Tex xXe
CTeHok). B pesynbTaTe uUeHTpanbHbIl 3a4aTOK CTAHOBUTCA B CeYeHUn
annunconganbHbiM. 3aMeTuM, YTO YXe He3HauyuTenbHOoe BbITAXEHNe
3ayaTka B KakoM-nnmboO M3 nonepeyHbiX HanpaBleHW’W [OMXHO caMo-
yCUNuBaTbCs, TaK KaK KNeTo4yHas MNMAOTHOCTb Ha pacTArMBaemblXx y4ya-
cTKax cTeHok (puc. 60, b, (3) 6ynet nmagaTtb, a MO HanpaBJIEHWK pac-
TaxeHuss (puc. 60, b, a) coxpaHATbCA npexHen. No3TOMy Cunbl BHYT-
pMNNacToBOro KNeTo4YHOro gaeneHuss 6yayt pabortate Tonbko B obna-
cTax a. lMoaobHbIN MexaHW3M, OCHOBAaHHbIA Ha HEYCTONYMBOCTU KpYr-
noro cevyeHnsi, MoxeT oOycrnoBuUTb MepBOHayanbHbI BbIGOP MNOCKOCTH
pacTsxeHuss B oHToreHese Sertulariidae.

HakoHey, AnNA NOHUMaHUA WCTOYHMKOB BMAOBOro pasHoobpasus
dopM rMapononunoB criegyeT y4YuTbiBaTb CUCTEMaTUYECKME pasnuuns
B MOpP(OreHeTM4yeckom akTUBHOCTW SHTOAEpMbl. Y npeacraBuTenemn
Sertulariidae oHa B TeyeHMe BCEro XW3HEHHOro LWKNa HaxoguTcs
no6nm3ocTn oT Bepxywku nobera, 4To obycnoBNMBaeT MOCTOSAHHO LWN-
pokmn guameTp cTebrne M yacToe pacnonoXeHwe rMApaHTOB.
Y Campanulariidae, HanpoTus, aHTOAepMa Ha 3HaYUTENbHbIX MNepuo-
[ax pasBUTMSA KONMOHMW OTCTOMT Janeko OT BEepXYLWKW; B pesynbraTe
obpasyloTca ONUHHbIE CcTeOnM C pedKo pacnoNoXeHHbIMU rnapaHTamu
(cMm. puc. 44 1 nNOAAICHEHUA K HeMmy).

B uenom Bupgocneunduryeckyro Mopdonornio HECKONbKUX AECATKOB
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BMOOB ruapononunosB w3 nogotpsgaa Thecaphora ypanoce npeacta-
BUTb KakK (PYHKUWMIO BMOOBbLIX pasnmyuin pucyHkos PI1 un oTHocCUMTeNnbHOM
aKTUBHOCTU uX 3HTOoAepmbl [270]. OTO nokasbiBaeT, 4TO MoOpdOreHes
npeacraButenen AaHHOW rpynnbl OpraHU3MOB B OCHOBHOM onpejens-
eTCA OMUCaHHbIMW Bbllle MexaHu3MaMu, reHeTu4yeckyl peTepMmuHauuto
KOTOpbIX B cambix 06Wwux yeptax MoxHo cebe npeacrtaBuTb. KoHewuHo,
M3NOXEeHHbIE AaHHble NUWb camMoe Havano paboTbel nNo aHanudy dun-
aMmb6punoreHe3oB. TeM He MeHee yXe U3 HWX cCrnefylT HekoTopble obuime
BbiBOAbl. OHM WMMET OTHOWEHME K YacTo 3ajaBaeMOMYy BOMpPOCYy O
TOM, COOEpPXWUTCA NU B reHome (MNu B OTAENbHbIX reHax) «uHdopma-
UMa» O KOHKPETHbIX MopdOoreHeTMYeCcKMX Mpoueccax.

To, 4TOo 6enku, CUHTE3 KOTOpPbIX KOHTPONUPYyeTCcsi onpeaeneHHbIMU
reHamun, Hens3bexHO BINUSAKT Ha 3NeMeHTapHble MopdoreHeTMyeckne
npouecchl, Hanpumep Ha PI1,— oyeBugHoO: nbble akTopbl, MEHSH-
LWMe WOHHYK MPOHULAEMOCTb KIETKM, CBOWCTBA ee MemOpaHbl unu
umMTockeneTa wn psg Apyrux napameTpoB O6yayT TeM MAM UHBIM Cno-
cobom wmogudwuuymposate PI, a 3Hayut, un cdopmy 3avaTkoB. byayTt
BNUATbL Ha wux ¢opmy un nwobbie 6enkn, mogudunumpyrowme mopdore-
HETUYECKYI0 aKTUBHOCTb 3HTOAEpPMbl, CKOPOCTb BblAENeHWs W 3aTBep-
OeHus nepucapka un pag Opyrux npusHakos.

OpgHako HeTpygHO yBMAETb, 4YTO BHE XapaKTepHOW ANna AaHHOW
rpynnbl OpraHN3MoB MHOFOYpPOBHEBOW [AWHaMUYECKOW CXemMbl MOpdo-
reHesa (B koTopyw Ansa rmapoumaoB Bxoaat Pll, HavanbHad KOHU-
rypauus CTeHKM 3adaTka, XapakTep ero B3aMMOAeNCTBUSA C COCEOHM-
MK 3avaTkamMu W T. N.) reHeTudyeckne akrtopbl, Tak ckasaTb, cnensb:
3Hasg TOMbKO WUX W He 3Hasgs KOMMOHEHTOB AWHaMWYeCKOW CXeMbl, Mbl
HUKaK He Mornu Obl npegyragaTb KOHEYHOro Mopdonorn4yeckoro pe-
3ynbTata ux gencteua. B pamkax ApYyrux AMHaMUYECKUX CXeM pesyrib-
TaTbl OENCTBUA TeX Xe reHeTU4eckux akTopoB HaBepHsAKka Obinu Obl
COBEpLWEHHO WHbIMWU. HanpoTuB, 3Had OAHY NMUWb AUWHaAMUYECKYl CXe-
My MopdoreHe3a M He 3Has NPakTUYEeCKM HUYEero O KOHKPETHbIX reHe-
TUYeCcKMX pakTopax, Mbl BMOSIHE MOXEM KOHCTpyupoBaTb (OpPMbl, KO-
TOopble BO3HWKanu, B TOW WAM WHOW nNocCnefoBaTenbHOCTU U NpeemcT-
BEHHOCTU, B Xode aBonwumn. NeHeTunyeckne @GaktTopb camu
no ceb6e nNUWWeHbL OAHO3HAYHOTO MopcdoreHeTu4e-
CKOro cMbicna; OHM npuobpeTawT €ro nNUWb B KOH-
TekcTe onpefeneHHbIX, CTPYKTYPHO-YCTOMNYMUBBIX
OWHaMmnyeckux cxem MopdoreHesa. [pyroe pgeno, uTo
HaKonneHne «reHeTU4eckoro rpysa» MOXeT CylwecTBEHHO moauduun-
poBaTb WNM Aaxe MNOMHOCTbI CrnoMaTb UCXOOHYI MopdoreHeTU4eckyto
cxemy. Toraa, B yAgadyHOM cny4vae, BO3HUKHYT MaKpO3BOMOLUOUHbIE
COBUTM, KOTOPbLIX B XOA4Ee 3BOJMOLMKM ObINO He Tak yX MHOro: npuvpoaa,
KaK npaBuino, He NOWUT yTpaymBaTb yAayHble AWHAMUYECKUE CXEMbI.
B nw6om cnyyae 3akoHbl MopdoreHesa BbICTynarT Kak MoLiHas yno-
psgouyvMBalLWas M KaHanusupyllwas cuna 3BOMIOLUMOHHOIO mnpouecca.
Bsaumopgenctene 9TON KOHCEPBATMBHOW CUMbl C HEMPEpPbIBHBIMU TeHe-
TUYECKUMN BO3MYLLEHUAMM W co3fgaeT TO yOMBUTENbHOE co4veTaHue
eanMHcTBa U pasHoobpasus, KOoTopoe cocTaBngeT, noxanyn, camyto
BrneyaTnsAoLwWy 4YepTy XUBOW Mpupoabl.



SAKINIOYEHUME

XOTs JaHHasaA KHUra M MOXET CNYXWTb B HEKOTOPbIX CBOWX pas-
aenax (0CoGeHHO M. 2 ) CBOOKOW COBPEMEHHbIX (PAKTUYECKUX AaHHbIX,
OCHOBHasi ee UeNnb, KOHEYHOo, uHasa. Kak mor ybeautbcss 4uTtaTensb,
rmaBHOW 3agaven KHUrM 6Gbina nonbiTka O0ObEAMHUTH XOpPOLWO M3BECT-
Hble dakTbl W KOHUEeNnuuu, OoTHOocAWMecsa K Ouonormyeckomy mopdo-
reHesy, B pycrne eauMHOW Hay4YHOW wupaeonorvu, npuweiwen um3 cuHep-
reTMKM U CUCTEMHOro nogxona.

HesaBncMMo OT TOro, HacKOMbKO YCAEWHO Mbl CMOTIN BbINOMHUTb
camy no cebe 3Ty 3agavy, nwbon Guonor-skcnepMmeHTaTop, 3aHAT nn
OH MnpuKkNnagHbiMKW WKW yHAaMeHTanbHbIMW 3agayYamu, BrnpaBe Chpo-
CUTb: B KaKOW Mepe HyXHa MHe 3Ta KHura? 4to MOXeT JaTb pa3Bu-
BaemMas B HeW TouYka 3peHUss nccrnenoBaTeNbCKOW NpakTUKe? He sABNA-
eTcsa NN M3NOoXeHHas KoHuenuus Guonormyeckoro mopdoreHesa 4YUCTo
HaTypdunnocodCcko, NPOU3BONbLHOW M B CyLWHOCTM Oe3pasnuyHon Ans
uccrieqoBaTens, 3aHSATOrO W3YyYEeHMEeM KOHKpeTHbiX dakToB?

MopobHoro poga Bonpocbl NpaBOMOYHbl. COOTHOLIEHWE 3JKcnepu-
MEHTaNbHON MNPaKTUKN U «HENIMHENHOW WAEONOrMU» CUHEPreTUKN Aen-
CTBUTENbHO 3acnyxuBaeT cneunanbHoro obcyxaeHuda. TpaguumoHHas
naenHas OCHOBa 3KCNEepUMEHTaNbHOro noaxogda, MNpUYeM He TONbKO B
6uonorun, No cCyTu CBOEW NUHENHA: IKCMepuMeHT CTaBuUTCHA ANsa ycTa-
HOBMEHUSS OOHO3HAYHOWN CBA3M Mexay LABYMS sBNEHUMAMWU, nep-
BOE M3 KOTOpPbIX 3ajaeTcs akcrnepumeHTaTopoMm. Jliobble peructpupye-
Mble B 3KCNEPUMEHTE NPOSBAEHUA HEOLHO3HAYHOCTM MPUHATO cyUTaTbh
OWMNOKON, CBA3AHHOW C HeaaekBaTHOCTbIO METOAMKM WNKU C HepocTa-
TOYHOW 4uctoTonm paboTbl. Wgeanom TpaaMUMOHHOIO 3KCNepumeHTa
cuMmTalTCsa npefenbHO «4YUCTble» CUCTEMbl, KOTOpble AOJIXHbl AaBaTb,
no MbICNM uUccrnegoBaTens, OAHO3HAYHble M COpasMepHble C 3KCnepwu-
MeHTanbHbIMN BO3AENCTBUAMUN 3PP EKTHI.

C TOYKM X€ 3peHUs CUHEepreTukM wuaeanbHO YUCTbIX CUCTEM He
TONbKO HET B peanbHOM Npupode, HO HET Adaxe CcMmbicra paccmaTtpu-
BaTb UX Kak abcTpakuuio: Mbl yxe He pa3 ybexpaanucb, 4to nwbas
cuctemMa C LOCTATOYHO BblpaXXEHHOW HENUWHENHOCTbK (BO BCSAKOM Cny-
yae, Guonorunvyeckas cuctema) BoobLle He MOXeT (YHKLMOHUpPOBaATL
B «uMpeanbHbIX» YCNOBUSX, B OTCYTCTBME LIYMOB, OT KOTOpPbIX Tpaau-
UMOHHbLIA 3KCNepuMMeHTaTop CTpeMuncsa BcCemMu cunamm wunsbaeBuTbCA.
Kpome TOro, HenuHenHass cuctema npoOCTO «obGsA3aHa» XOTs Obl B He-
KOTOpbleé MOMEHTbl MPOSABMAATb HEOAHO3HA4YHOE MoBeJeHMe.

CTtpeMneHne 6GMONOroB-aKCNepMMEHTAaTOPOB BO 4YTO Obl TO HU cTano
[DoOUTLCS NONHOW OAHO3HAYHOCTWU YXe He pa3 NpuUBOAUNO K HaCUMb-
CTBEHHOMY «cnpsMneHuo» Habnwogaemblx cobblTUn M K MUrHopuposa-
HUKO Haubonee LEHHbIX pe3ynbTaToB. Hanpumep, OTKPbITUE KOHLEHT-
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pauMOHHbIX aBToKonebaHWn B peakuusax raumkonusa ObINO OTCPOYEHO
TeM, 4YTO 3KCNepumeHTaTopbl OTHOCUNW Habnwgaemble UMW OTKMNOHE-
HUA OT CpeAHMX 3HayeHun k owwmnbkam onbiTa U perncTpupoBanu TONb-
KO cpeaHue 3HauveHus [271]. Ewe Oonee TAXenble HacrnoeHus ocTa-
BUNN YMOPHbIE MOUCKM YUCTOTbI U OAHO3HAYHOCTU B IKCMEPUMEHTarnb-
Hon 6wuonorum passutusa, 6yab To npobrnema AencTBUMA MWHOYKTOPOB
UnNun BRWSHUA TeHoB Ha MopdoreHe3d. B atmx obnacTtsax, ecnu u yaa-
Banocb OOCTUYb OTHOCUTENbHOW OAHO3HAYHOCTWM CBHA3EN MEXAY «npu-
YMHOM» N KOHEYHbIM 3pdekTomM, TO NUWb LEHOW MPOU3BONBHOIO WUrHO-
PUPOBAaHUA HEKOTOPbIX «HEeyooOHbIX» CBOWCTB nocnegHero. MOoXHO
CMerno yTBepxaaTb, YTO ecnu pesynbTaT 3KCNepuMeHTanbHOro BO3Aeu-
CTBMS Ha pasBMBalOLWYCA CUCTEMY UCCNefoBaH [OCTAaTOYHO MOJHO,
OH OKasblBaeTCHA NO CBOEW CIIOXHOCTU MPOCTO HEeCOoNnoCTaBMMbIM C Ha-
YanbHbIM BO3AENCTBUEM.

Mexay Tem GuonornyeckMin akcnepumMeHT (kak u HabnwgeHwe Hapg
€CTeCTBEHHbIM X04O0M COObITUI) BMOMHe MoOXeT 6biTb ucnonb3osaH 6o-
nee rMbko W HenpeaB3sATO: ANA CO3HATENbHOrO BbIABMNEHUS HEOAHO-
3Ha4yHoCTW, BapuabenbHOCTM WAW, HANPOTMB, KaHAnNW30BaHHOCTKU, a
TakXe HecopasMepHOCTU KOHEYHbIX pe3ynbTaTOB 3KCMEepPUMEeHTamnbHbIX
BO34ENCTBUA caMum Bo3gencTBuam. [1puM 3TOM, KOHEYHO, HUCKOJbKO
He CHuxawTcsa TpeboBaHMA K 4YMCTOTE CamMOW MNOCTAaHOBKM OMbiTa: BCSH
3aBucsAWan OT 3KCnepuMeHTaTopa OAHO3HAYHOCTb HavanbHbIX YCNOBUN
AonxHa 6biITb cobnogeHa, HO He cnegyeT «BblOpacbiBaTb B KOP3WHY»
Ty HEOAHO3Ha4YyHOCTb KOHe4yHoro 3addekTa, KOTOpasi U Mocne 3TOro Mo-
xeT ObiTb 3adukcmpoBaHa. [MogoBGHOro poga 3KCNEpPUMEHT CTaBUTCSA
He ANs OTbICKAaHUS YHUKaNbHbIX, «cneunduyecknx» MNPUYUHHBLIX CBS-
3el, KOTOpbIX, BepHee BCero, He CylecTByeT, a AN MNony4yeHUs WHOOp-
Mauun O BHYTPEHHEN AWHaMWU4YEeCKOW CTPYKType XWBOW CUCTEMbI, Unu,
BblpaxasiCb S3blkOM CUHepretTuku,— o ee a3oBoM nopTpeTe. B cBasu
C 9TUM MOXEeT oKasaTbCs, 4YTO npupojda CaMoro 3KCNEepUMeHTanbHOro
BO3JEWNCTBUA He urpaeT NPUHLMNMANbHOW ponu, BbICTYyMas nulb Kak
CpeacTBO BCKPbITUS 3TOW BHYTPEHHEW AMHaMW4YeCKOW CTPYKTYpbI.

B pencrBntenbHocTM 3SMOPUMONOTrMYECKUA IKCNEPUMEHT YyXe He
pa3 ucrnonbL30oBancad WMEHHO Taknm o6pasom, XOTs BbIIBNSEMYK Mpu
3TOM HEOAHO3Ha4yHOCTb, a TakXe MHOTOypOBHEBYK CTPYKTypy obbekTta
cTpeMunucb 3amon4yaTb WU 3aABUHYTb Ha 3agHuWiA nnaH. EgBa nu
He caMbli BaXHbI MpMMep — ONbITbl MO BbIABIEHUIO 3MOPMOHaNbHbIX
perynauuni. MNpupoga camoro caktopa HapylweHWs LenoCTHOCTU 34echb
NOYTW He urpaeT ponn, a OAWH M3 [MaBHbIX BbIBOAOB — BblABNEHUE
Wwnpoyanwen HeOoAHO3HAYHOCTU AanbHenwnx cyaeb oTaenbHbIX 4acTen
3apojbilla npu 3HaynTenbHO 6onblwen OAHO3HAYHOCTWM Xoda pas3BUTUSA
Ha ypoBHe uenoro. B kHure npusBogunca wn pag APYrux aHanormyHbIX
NPUMepoB.

Mo3TOMYy Mbl CKNOHHbI CYMTaTb, 4YTO HeNIMHEWHas Wheonorus cu-
HepreTMkn wunmeeT npsaMoe OTHOWEHMe K uccrneposaTtenam-6uonoram,
Aaxe ecny OHW M He XOTAT BbLIXOAUTb 3@ PaMKW YUCTOW IMMNUPUKK.
OTa wnpeomnorna yy4umT ux He umsberatb, a, HanpoTMB, UCKATb HeNUHen-

Hble aoPeKTbl M MakCUManibHO TOYHO M OOBEKTUBHO WX PEerncTpupo-
BaThb.
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Ho aTo, KkOHE4YHO, NMUWb NepBbIA LWar, rnaBHble 3Tanbl «cunepre-
TUYECKN OpPUMEHTUPOBAHHOrO» uccneposaHusa Bnepean. O6cyaum ux Ha
cXemMaTuM3npoBaHHOM, HO [OCTAaTOYHO Tunu4yHom npumepe. [lMpepnono-
XWM, 4YTO [EeWCTBUME HEKOTOPOro MNPOCTPaHCTBEHHO OAHOPOAHOro dak-
Topa (MHKybaumsa B pacTBope kakoro-nnbo BeliecTBa) Bbi3biIBAeT B
6uonornyeckom o6beKTe MPOCTPAaHCTBEHHO HEOAHOPOAHYK peakuui —
nossneHne auddgepeHumpoBkn. YTto pgenatb C 3TUM pe3ynbTatom?
C TOYKM 3peHuss TpaguuMoHHOW OMONOrMM €eOMHCTBEHHO BO3MOXHOE
00bsiCHEHME COCTOWT B TOM, YTO Haw akTop BbIABUN nNpeacyuwe-
CTBY LY HeEOOAHOPOAHOCTb. Ha kKoHcTaTauum nocnegHen aHa-
nn3 ABMEHUs, KaK MpaBumo, M 3akaH4YMBaeTCH.

Ha camom pene, ogHako, 3TO Nuwb npoctenwass u3 runotesd. OHa,
KOHEeYHO, ponxHa ObiTb nNpoBepeHa, HO Jaxe ecnM oOoHa okasanacb
npaBunbHOn, TO nNpobnema 3TUM He pelaeTcsd, a NuUlb CABUraeTcs Ha
6onee paHHUI 3Tan pa3BuTus. PaHO unu no3gHo (M OYeHb 4YacTo Ha
cTagum He Oomee paHHeW, 4YeM HENOCPeACTBEHHO wuccrnegyemas) Mbl
CTOMKHEMCSA C peanbHbiIM BO3pacTaHWeM MPOCTPAHCTBEHHOW HEOAHO-
pogHoCcTM B Hawem obbekte. TpaguumoHHaa Ouonorna He 3HaeT, YTO
agenatb C TakMMum cuUTyaumamum, uU crtapaetcs ux unsbexaTb WUANU WUTHO-
pupoBaTh.

HanpotuB, AnNs CUHEpPreTukn, Kak Mbl Tenepb 3HaemMm, Takas Cu-
Tyaumsa ectectBeHHa u npuBbiyHa. OHa oO3HavaeT npexae BCero, 4To
B NOTEeHUManbLHOM penbede uccnegyemMoro odobekta MMeeTcss B OJaHHbIN
MOMEHT pas3BuTua Ooree 4yeM OAHO YCTOWYMBOE COCTOSAHMe. [JanbHen-
lee nccnefoBaHUe MOXET BECTUCb B pasHbiXx HanpaBneHuax. Bo-nep-
BblX, MOXHO 3aHATbCA CcoAepXaTeNbHbIM OMWCAaHUEM BbISIBIEHHbIX
YCTOWYMBBIX COCTOSIHUM U WX COMNOCTaBMEHMEM C OPYTMMU, YXe un3Be-
CTHbIMM. Takas paboTa MOXeT BeCTUCb KakK B YUCTO IKCNEPUMEH-
TanbHOM, Tak W B CPaBHUTENbHOM nNnaHe, NpuU4YeM 34ecb OTKpbIBaeTCH
nnogoTBopHada obrnacTte AnNA codyeTaHuda TOro W ApYyroro nogxoja.
OpHako 6Gonee rnybokui aHanma3 pormkeH ObiTb HanpaBfneH Ha Bbl-
sABneHne akTopoB, POPMUPYIOLLMX ITOT MOTEHUManbHbIN penbed, T. e.
napameTpoB ¥ AUHAMWUYECKUX MNEPEMEHHbIX, BKIOYas Te BO3MYLLEHUSN
nocnegHux, KoTopble OCYLWEeCTBNAAT peanbHylo nepebpocky onpefe-
NEeHHbIX MNPOCTPAHCTBEHHO-BPEMEHHbLIX «CEYEHUN» cucTeMbl B onpefe-
NeHHble yCTOMYMBbIE COCTOSAHUA. UHbIMM cnoBamu, Heo6XoOAMMO CO3-
gatb xoTa Obl NpuMMepHble, YUCTO KayYeCTBEHHble MNpeacTaBfeHuMsa o
MHOrFOypOBHEBOW AMHAMMWUYECKOW CTPYKType pasBuMBalLlEncs wunu cTa-
LMOHapHO GYHKUMOHUpPYOLWeNn 6Guonormyeckon cuctembl. MoayepkHeM,
4UTO BeCb 3TOT BaXHeWwWwuin a3Tan paboTbl BbLINOMHAETCA CcpeacTBamMu
3KCNepuMeHTanbHONW U onucaTesnibHOW GUONOrMN;U3 CUHEPreTUKU 3auM-
CTBYeTCA NUWb CUCTEMA MOHATUN, HO HE MaTeMaTW4eckui annapar.

Tonbko nocrne cos3gaHWs Takoro kayecTBeHHoro obpasa wccregye-
MOW CWUCTEMbl MOXHO MepenTM K MOCTPOEeHUto ee Ooree KOHKPETHOW
MaTeMaTuyeckon moaenun, 4OCTYNMHOW KONMM4yecTBeHHOW npoBepke. JlMwb
3gecb Heo6xogum, B NMOMHOM ob6beme, COOTBETCTBYKWLWWNA MaTemMaTuye-
CKWI annapaTt, KOTOpblN AOMXEH WUCNoMnbL30BaTbCsA B TecCHeulwem B3au-
MOOENCTBUMM C OMOMOTrMYECKUM IKCMEPUMEHTOM U HabnwgeHuem.

OcTaeTcs ewe oAuH 3acnyxuBawwuin obcyxaeHWsa BOMpPOC, XOTHA
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OH OTHOCUTCH cKopee K Oyaywemy, 4em K HacTodwemy Hayku. He
npueegeT N NOMBETCTBYyEMOE HaMu BTOPXeHWe cuHepreTukn B Guono-
M0 K TOMY, YTO MOCMEAHSAS MOSIHOCTbI YTpPaTUT CBOK aBTOHOMHOCTb
n cneunduky, BNMBLUNCE B Hekylo Oyaywyio obuwyilo Hayky O npupo-
ne? Yto 6bino Obl yTpaveHo, ecnu 3TO AENCTBUTENbHO CryyYnTtcsa?

Mo aTomy noBoay MOXHO ckasaTb cnepywouwee. O4yeHb BepoSATHO,
a B MepcrnekTVBe Jaxe HEeCOMHEHHO, 4YTO caMa CuMHepreTMka noA BIUS-
HMem B3aumopencTeusa ¢ Ouonornen OygeT cCywecTBEeHHO [ONOMHEHA
W BMAOU3MEHEHa BO MHOIOM 3a CYeT CBOMX Hambonee «KavyeCTBEHHbIX»
pasgenoB. MOXHO, B 4acCcTHOCTW, OXuaaTb [anbHeWwWwero pas3BuTuSA
npeacTaBneHnii 06 ypoOBHSAX, BWOOM3MEHEHUS MNOHATUA MapameTpa
(cetiyac m3nuHe xecTkoro ans Guonornvyeckux uenewn), pacwupeHus
NOHATUA YCTOMYMBOCTM, 4YTOObI onucaTb, Hanpumep, 3KBUPUHAAbHOCTb
Kak pe3ynbTaT KOMOWHMPOBAHWA KayeCTBEHHO pa3fnUYHbIX MNPOLECCOB.
OpaHako Ha BOMPOC MOXHO B3rAsHYTb W C APYrOMW CTOPOHbI, WUCMNOMb-
3ysa npegnoxeHHoe B. H. Beknemuwesbim [272] pasgeneHue 6Guono-
rM4ecKkMx 3HaHWMW Ha HomoOTeTuyeckue u upeorpaduyeckne. K nepsbiM
OTHOCATCA o0uwmne 3akoHbl, «obe3nuymBatowme» OTAeNbHble OOBLEKTHI,,
a KO BTOpPbIM, HanpoTUB, CBeAeHus O cneuunduyeckux csomcrteax 6uo-
norunyeckux ob6bekToB, Oyab TO MHAWBMAYYMBbI, BUAbl wunu 6Gornee wwn-
pokme TakcoHOMuYeckue kaTeropuum. NmeHHo upgeorpaduyeckas KOM-
noHeHTa 6Guonorum morna 6bl NMOHecTM HawbonbliMe MOTepn B XoAe
npegnonaraemMoro CnuMaHus Hayk. 3T1o 6bino 6bl gencTButenbHo 60nb-
oW yTpaToW, Mpu4eM He TONbKO C MO3HaBaTeNnbHOW, HO U c Oonee
LWMPOKOW TyMaHWTapHOW TOYKM 3peHus. B camom pgene, MOXHO Ay-
MaTb, YTO WMMEHHO HEeMNoOBTOPUMOCTb W HE3aMEeHWMOCTb WHAWBWAYanNb-
HblX U Buonornvyecknx ob6bLEKTOB sBUMACb €CTECTBEHHON OCHOBOW BPOX-
AEHHbIX 3CTETUYECKUX M ITUYECKUX KPpUTepueB uYenoBeyecTBa.

Ho ™Mbl nonaraem, 4TO OT CUHEpreTUKM Takas ONacCHOCTb WCXO-
OWTb He MmoxeT. Beab kak pas cormacHo npuHUMNam CUHEPreTuKn
ncTopua Mupa ecTb HeobpaTumas nocrnefoBaTenbHOCTb HEMNOBTOPU-
MbIX W OWCKPETHbIX TpaHcdopmauuih OAHUX YCTOWYUBBLIX COCTOAHUIA B
Apyrue 4yepes nNpoMexyTO4vHble HeycTonyuBblie [16]. Mup, BO3HMKWMNA
W pasBuBWMIACA Takum o6pa3om,— yHUKanbHbIA MNPOAYKT CBOEN WCTO-
puUn: HW camy 3Ty MUCTOPUIO, HU MOPOXAEHHBLIN €K CEerogHAWHUNA Co-
cTaB u 06NMK MuWpa Henb3s «BbIBECTU» M3 HEKOTOPbIX 0OWMX 3akKo-
HOB, €r0 MOXHO MUWb Bbly4UTb. TakoW B3rNsa4 Ha MWUp AOMXEH Ccno-
cobcTBOBaTb He TOMbKO COXPaHEHW, HO U MpouBeTaHul uaeorpadu-
YEeCKOM KOMMOHEHTbl. [1oaToMy, kKakoBbl Obl HM ObIMM KOHTYpbl CUHTE-
TUYecKon Haykum Oyayuwiero, Mbl BepuM, 4TO OHa, MHOrOKpaTHO YyBe-
NUYNB CTeMeHb Halwero MOHMMaHWA >XWBOFO, COXPaHWUT TO olyulleHune
ero HenoBTOPMMOCTU, KOTOpOe npupasBano npenectb Kknaccuyeckom”
6uonoruu.
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