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KOPBUH-ITABJIOBCKAA, YEPJAHILIEB

Puc. 3. J/IBMXKeHMEe METKM B BEHTpOJIaTepabHOMI 001aCTU: TEMHBIE TUHUM — CTaHAapTHasl Tonorpacduyeckasl CeTka Ha JI0p-
caJIbHOU CTOPOHE 3apojblllia, CBET/IbIC JIMHUM OTPAaHUYMBAIOT BE STYEUKM, OJHA B OKPECTHOCTH JIaTepaJIbHOM, Apyrasi — B

OKPECTHOCTH BEHTPAJILHOM I'yObl.

Y Bcex 16 MedeHBIX 3apOAbIIIeii ITOBEPXHOCTh
BCEX YEThIpeX sSAUYeeK MepBOro 3KBaTOpUaIbHOTO psifa
noyiHocThIo yxonmiaa BHyTph HAI'b. Crenenp yxoma
MOBEPXHOCTU BTOPOTO 9KBATOPUATIBLHOTO Psifia BApbU-
poBaJia, a TPETUI U YeTBEPThIi SKBATOPUATLHBIC PSIABI
BCErJa OCTaBAJIMUCh Ha MOBEPXHOCTH 3apojbliia. Y 3a-
pondplileid, Yy KOTOPbIX TacTpy/siius Ija ObICTpee
(OGbicTpee cokpalliajicsl 6JacTorop), OocTaBLIMECS Ha
MMOBEPXHOCTU STYCKU BBITATUBAIUCH BIOJb MEPUIU -
OHaJIbHOW M COKpalllaJuCh BIOJb 3KBaTOPUAIbHOMN
ocu, U (opma Tomorpauueckasi CETKM Hameydasa
KOHTYPHbI Oyayllieii HEpBHOM IUIaCTUHKM (CM. pucC. 2).
IMocnennne nmopuum yxomsiero B JII'b marepmana

YXOIWJIM BHYTPh IIPUMEPHO TaK Xe, KaK MaTepuall,
YXOISIINI BHYTPh Uepe3 JaTepajabHbIe TyObl 0J1aCTO-
Iopa M BEHTPaJIbHYIO T'y0y (CM. MEpUIMOHAILHOE
BBITSDKEHME M 9KBAaTOPUAITBHOE COKpPAIICHUE TPEThE-
ro psiaa siueek Ha puc. 2, 80—140 MmuH).

MoOXHO TIPEANOJIOXKHUTh, YTO BO3HUKHOBEHMUE
JI'b 1 BBOpaurBaHUE B HEe KJIETOK SIBJISIETCS YaCThIO
Mop(OTeHETUIECKOTO INKJIa, KOTOPHIMi B caMoOM
JAI'b npoxonut oT Hayaja 1 J0 KOHIIA, a B JlaTepajib-
HBIX CEKTOpax KpaeBoil 30HbI I BEHTPAJILHOM CEKTO-
pe ocTaHaBJIMBaeTCsI Ha Oojiee paHHUX CTaIusIX.
Iykn HaunmHaeTCs ¢ AIMO0JINY — BCTpauBaHUS (MH-
TepKaJISIINN) KISTOK B MEPUANAHBLI KpaeBOM 30HBI,
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BEOYIIEro K 00pa3oBaHUIO U JIaTePaIbHOMY PacIipo-
CTpaHEHUIO OOPO3AbI TaCTPAIILHOTO BIISTUMBaHUS. B
BEHTpPOJIaTEPaJIbHOM CEKTOpPE 1IMKJI OCTaHABJIMBACT-
CsI Ha BBICEJIECHUM BHYTPb KJIETOK HApY>KHOTO JIMCTKA
Ha ero TpaHuIIe C XEJITOYHOI SHTOIEPMOI — ITOOI~
HOYKE WM HeOOJBIIMMHU TpyIIiaMu. B mopcaibHOM
Xe ceKTope Bo3HuKaeT apka JII'b, ¢ Bo3HUKHOBEeHM-
€M KOTOPOI1 yXO KJIETOK BHYTPh CTAHOBUTCSI MacCO-
BbIM yxonoM. CouyeTaHue HaIllpaBJIEHHOTO ABMKEHUS
KJIETOK BIIOJIb MEPUAUAHOB C COKpaIllCHUEM JJIMHBI
MEpHUAMAHOB CO3JaeT MEXaHMW3M aBTOKAaTaJIMTUYe-
CKOI'0 pOCTa KOHIIEHTPAllMM KJIETOK B II€PEXOMHOI
3oHe JII'b. B cnenyroneit ¢pasze mKIiIa KISTKA TaKOMN
€ MacCOM BBITAJIKUBAIOTCS U3 NEPEXOOHOMN 30HbBI BO
BHYTPEHHUE CJIOM, JHOpCaJibHbIe MEpUIMaHbl CHOBA
HAYMHAIOT YIJIMHATHCS, U LIMKJI 3aBEPIIACTCS BMECTE
C racTpyJisiLuei.

To, uro AI'b oOpa3yeTcst He BO Bceil KpaeBoi 30HE —
MpsIMOE€ W OYEBMUIHOE CJIEACTBME KOHBEPTECHLIVM.
Kinetku yxonsaT us narepaibHbiX ydacTkoB AI'b, me-
JIass HEBO3MOXXHEBIM €€ JlaTepajlbHOEe pacIIpoCTpaHe-
HUE, B OTJIMYUE OT JaTepajlbHOTO PacIpOCTPaHEHUS
Oopo3abI racTpajabHOIO BIIsTuMBaHUs. I'opa3no 6oJib-
11Ie BOIIPOCOB BBI3bIBAIOT MPUUYUHBI BOSHUKHOBEHMUS
oInucaHHOro Mop¢oreHeTUYeCcKoro 1yukKia, 1a u ca-
MO ero cyulectBoBaHue. [lJIsI ero moka3zaTeIbCTBa
HY>KHbI KOJIMYECTBEHHBIE JaHHBIE, K aHAJIM3y KOTO-
PBIX MBI U TIEPEXOIUM.

Konuuecmeennolit anaiu3 ceomempuu deudicenus

JInHamMmka miomanay sigeeK TonorpaguuecKoii CeTKH.
Ha puc. 4a nipencrapieHa AMHaMMKa CPETHUX 3HaAYe-
HU TUIOLIAIM STYEEK TPEX IMEPBBIX IKBATOPUAIBHBIX PSi-
noB Tornorpaguyeckoii cetku (psiapl [—IIT), BbrumMc-
JICHHBIX JUIST BRIOOPKY M3 16 3apOabIIIeii.

Ha stoM u mocneaywoux rpapukax Bce U3Me-
pEeHHble BEJUYMHBI HOPMUPOBAHBI OTHOCHUTEJILHO
CBOMX HaYaJIbHbIX 3HAYCHUIA, IIPUHSITHIX 33 CIUHUILY.
OTpe3ku, 0003HAYEHHBIE CIUIOLIHBIMUA JIMHUSIMU,
oTMmevaloT goctoBepHbie (p < 0.05), a MyHKTUpPHEBIE
JIMHUM — CTaTUCTUYECKU HEIOCTOBEPHBIC pPa3Inyus
MEXIy 3HAaYeHUSIMU OTPULIATEIBHOTO WU TTOJIOXM-
TEJIbHOTO TIPUPOCTa TIEPEMEHHBIX B COCEIHUX IIO
BpeMeHHM TOYKaXx (BIUIOTh A0 MOCJIEAHUX U3MEPCHUA
YAaCTOTHbBIE pachpeieiieHUs 3HaUeHUI TTepeMeHHBIX
JIOCTOBEPHO He OTJIMYAJIUCh OT HOPMAaJIbHBIX pacrpe-
neneHuit). JIlmHamMuKa TUIOIIAM STYEEK 3aBUCUT OT UX
MPUHAIJIEXHOCTH JAHHOMY 3KBaTOPUAJIbHOMY PSIY,
HO TOJIbKO 1151 epBoro psiaa (psna I Ha puc. 3), KoTo-
pbIii TIOTHOCTBIO YXOAUT BHYTPh y BCEX 3apOIbIIIIEii,
5Ty 3aBUCUMOCTh MOXHO CUUTATh AETEPMUHUPOBAH-
Hoii. HauanbHbIe paznuumns Mexay KkpaeBboiMu (S1. 1
u S1.4) nu nentpanbHbiMu (S1.2 n §1.3) sueiikamu
(KpaeBble $SYE€iKM HayMHAIOT COKpallleHUue CBOeu
TUIOIIAAN HECKOJIbKO TO3Xe) COXPaHSIOTCSl BILIOTH
JIo TTocaeaHuX n3MepeHuii. C TpeTheTro 3KBaTOpraib-
HOTO psila HAYMHAETCSI 30HA POCTA IJIOLIAIN sS4YeekK,
MpUYeM SYEKU TPEThEro M YETBEPTOIrO PSaa BEdyT
ce0s1 mpakTUYeCKrM OAMHaKoBO. PocT mromanu ro-
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pa3no Oojiee M3MEHYMB, UYeM €€ COKpallleHUe, Ha-
CTOJIBKO, YTO TEMIIbI POCTA MPAKTUUYECKU HE 3aBUCST
OT ITOJIOXKEHUS sTYeeK B 9KBaTopUaibHOM psiay. Hau-
OoJiee ke U3MESHYMBO IIOBEJICHUE STYeeK BTOPOTO Psi-
Jla, 3aHMMAIOIINX NOTPAaHUYHOE ITOJIOXKEHUE — Y Ol -
HUX 3apOJBIIIEH SUESHKU MOYTU LIETUKOM OCTaOTCS
Ha ITOBEPXHOCTH (CM. pHC. 2) a y APYTUX IIOYTH LIEI1-
KOM yXOJSIT BHYTPb (CM. puc. 3).

B cayyasix, xorna u3MeHeHUsI CPeIHUX 3HAYCHUIA
HaAXOJSTCS HA TpaHU CTATUCTUYECKOM TOCTOBEPHO-
CTU, HA MOMOIIb MPUXOIUT KOPPEISILINOHHbBII aHa-
3 (puc. 40, B). /11 Bcero nepuoaa, B TeUEHUE KO-
TOPOTO MEPBbIMA 3KBATOPUAJIbHBIN psi MOTrpy>KaeTcs
BHYTPb (C IEPBOIo IO TPEThE U3MEPEHME), MEXKIY €ro
TUIOIIAIbIO U TLJIOLIAAbI0 BTOPOrO 3KBATOPHUAIBHOTO
psima cymecTtByeT cwibHas (r = 0.8—0.7) monoxu-
TeJIbHAsI KOppeJsLus, MOATBEPKAAIOIIAs, UTO BOJTHA
COKpAIIIEeHUsT TUTOIIAMN Si9eeK PaclpoCTpaHsieTcsT Ha-
BCTpeYy UX IBVKEHUIO B CTOPOHY OJ1acToriopa (puc. 40).
BonHa octaHaB/IMBaeTcs Ha TpaHULIE BTOPOTO U Tpe-
TBETO PSIOB, a OTPULIATEIbHAS KOPPEJISIILINS MEXIY
U3MEHEHUSIMU UX miomann (r = —0.6) o3HavaeT, 4To
COKpallleHHe TTOBEPXHOCTHU TIEPBOrO U BTOPOTO psiaa
BBI3BIBAET PACTSKEHUE TTOBEPXHOCTHU TPETHETO U YET-
BEPTOTO PSIIOB, CBSI3aHHBIX MOJIOXKUTEIBHON KOppe-
sanueit (r= 0.6)

Takum o6pa3zoM, B OTBET Ha COKpallleHHe TIOIA-
IV TIPOKCUMAJIBHBIX PSOOB MOBEPXHOCTh IUCTAIb-
HBIX PSIIOB pAaCTSITUBACTCS, OJOKUpPYS HajdbHelIee
pacmpocTpaHeHHe BOJIHBI COKpAaIleHUS HapyXHOMI
ITOBEPXHOCTH. Poct ruromanan a4€€K TpE€ThbEero n 4eT-
BEPTOTO PSIIOB HAUYMHAETCSI, CKOPEE BCETO, C aCCUB-
HOT'O PACTSDKEHMS IMTOBEPXHOCTU, HO HAYMHASI C YeT-
BEPTOr0 M3MEPEHUS, IIOJIOXUTEIbHAS KOPPEIISIUS
MEXIY U3MEHECHMEM MX IUIOIIAAN MCYe3aeT BMECTE C
OTPUIIATEILHOM KOPPEJISILMEN C TUIOIIAIbIO IIEPBOTO
psnga (puc. 4B).

OueBUIIHO, TTACCUBHOE PACTsIXKEeHNE TTOBEPXHOCTHU
CMEHSIETCSl aKTUBHBIM POCTOM €€ TUIOIIaan 3a CUeT
YMEHbBIIEHUS 4YucClia KJIETOYHBIX CJIOeB Oynyiei
HEHPOIKTOAEPMBI (paavaibHasi UHTEPKAISLMS, CM.
Keller, Shook, 2004) ¢ mocenyommmM IepexoaoM K
JIM uHTepKaysiuuu. Mexny paadaibHOU MHTEpKa-
Jsiueit (KoTopasi cama 1o cede MOXKeT BECTU TOJbKO
K M30TPOITHOMY POCTY TLIOIIAAM KJIETOUYHOTO TIj1acTa)
u JIM uHTepKasireit CylecTBYET MPOMEXKYTOUHbBIH
3Tar, 0 KOTOPOM MOXHO CYIUTb IO BBINPSIMJIEHUIO
JIOMaHbIX JIMHUU, 00pa3yeMblX MEPUIUOHATbHBIMU
rpaHuIlaMU stueek Tonorpaduueckoi cetku. Ipex-
JIe BCETO, 3TO OTHOCUTCS K BBIMPSIMJICHUIO JIOMaHOM
JIMHUU, 00pa3yeMoil oTpe3KaMu LieHTpaJlbHOro (ca-
TUTTaJIbHOrO) Mepuauana. [1o Mmepe cMbIKaHUs JaTe-
pajibHBIX TpaHUI1L 6JIacTONOpa U YMEHbIIEHUS €TOo Me-
puUMeTpa CpeiHss BeJUUYMHA yIjla MEXAY 3TUMU OT-
pe3kamu ctpemutcs K 180° (puc. 5).

BrinpsimiieHue nopcaibHbIX MEPUIMAHOB HAYU-
HaeTcs mocie npespaiieHue apku JII'b B 3amMmKHyTOE
KOJIbLIO U SIBJISIETCS MPSIMBIM MEXaHWYECKUM Cliell-
CTBHEM €TI0 aKTUBHOT'O COKpallleHUs1, YMEHbIIIAIoIIe-
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Puc. 4. [luHamuka 1uio1aay siueek Tornorpacduyeckoil CETKM (a) M aHaIU3 KOPPeJIsILvii CyMMapHO# IOl 9KBaTOPHUAIb-
HBIX psAnoB (0, B). B pamMke — 0003HaYeHMs TUIONIAAM STY€eK M HOMEpa SKBAaTOPHUAJIBHOTO psina. Adcimcca Ha rpaduke — HO-
Mepa U3MEPEeHUIt Co CTaHAApPTHBIMU MpoMexXyTkaMu B 20 MuH. OpavHaTa Kaxaoi TOUKM — 3Ha4eHWe JaHHOTO MpU3HaKa B
JIAaHHOM U3MEPEHUM, JIEJICHHOE Ha ero HayaJlbHOe 3HaUYeHUEe, TPMHUMaeMoe 3a eAMHMIy. CIUIOLIHbIC TMHUU — JOCTOBEPHbIE
(p <0.05), myaktupusie tuHun (p > 0.05) — HemOCTOBEpHBIE Pa3TUINS 3HAYCHUI TTPU3HAKA B COCETHUX TT0 BPEMEHU TOUKaX.
Koppensuuu BeIYUCIEHbI 111 CyMMapHBIX TJI0IIanel SKBaTOpraibHbIX psinoB [—IV wist nByx BBIOOPOK: (6) — IJIsSI BTOPOTO U
TPEThero, (B) — IJIs YETBEPTOTO U MSATOrO M3MepeHusi. CIUIOLIHbIC IMHUU — TTOJIOXKUTEIbHBIE, MyHKTUPHbIE TIMHUN — OTpULIAa-
TeJIbHbIE KOPPEJSIINU, TONIIMHA JIMHUN OTpaxaeT BeanunHy koadduumeHToB Koppemsiuu (ot » = 0.8 mo »=0.5).

ro nuamMmeTp osractonopa. CribHee BCEro CoKkpaliaeT-
Cs1 JOPCaJIbHbBII CEKTOP KOJIbLA — 3TO CIAENYET U3 K-
BaTOPUAIBLHOTO COJMXKEHUSI JIeXKallluX Ha HEM METOK
(cMm. puc. 2, kaapsl 100—140). MakcumaabHOMY aK-
TUBHOMY COKpPAIllEHUIO MTOJDKHO COOTBETCTBOBATH
MaKCHMaTbHOE TTACCMBHOE PACTSDKEHNE HApYKHOM TT0-
BEPXHOCTH, YTO W TIPUBOIUT K BBIIPSIMIICHUIO CaruT-
TaJlbHOro Mepuavana. Ilpu majpHeileM cokpalleHUun
KOJIblIa €ro TIJIOCKOCTb OCTaeTCsl OpUEeHTUPOBAHHOM
MEePIEHANKY/ISIPHO CaruTTaIbHOMY MepHIuaHy. 3Ha-
YUT, pacTITUBAIOIIAS TOPCATBHBIN TIIACT CHUJIAa ypaB-
HOBEIIIMBAETCSI POCTOM €T0 YIPYIroro COIpPOTHUBIIE-
HUA, YEMY U CIIYKUT aKTUBHOEC BCTpanMBaHNE KIIETOK
caruTTajJbHbI MepuauaH. I1o3ToMy, COOCTBEHHO,
KJIETKA W OBUKYTCS HE BIOJb, a MOIepeK IIaBHOM
OCH PaCTSTCKeHUSI KJIETOYHOTO Ti1acta. B mpoMmexyTke
MEXIY MOCJIeTHUMU (CEAbMBIM M BOCBMBIM) U3MeEpe-

HUSIMM HAYMHAETCSI COKpallleHUEe IUIOLIAIu sYeeK
TPEThEero KBaTopuaabHOro psiga (cM. puc. 4). C storo
MOMEHTA YUIMHEHUE CaruTTAJIbHOIO MepuauaHa cTa-
HOBUTCSI CBSI3aHHBIM C 9KBaTOPHUAJIbHBIM COKpAIlleHEM
HapyXHOI MoBepxHOCTU. OMNUCAHHBIN Tepexon mac-
CHBHOTI'O PACTSDKEHMSI B aKTUBHYIO aHU30TPOITHYIO Jie-
dopmMaiio KJIEeTOYHOTO TIJIAacTa ITOJIHOCThIO COBHAAAET
C MOCJIe0BATEIbHOCThIO COOBITUI, BO3HUKAIOIINX B
M30JIMPOBAaHHOM (hparMeHTe BEHTPaAIbLHOU 3KTOAEP-
MBI B OTBeT Ha BHelnHee pacTsokeHue (benoycos
u ap., 1999).

IMpuBeneHHBIE B 3TOM paszesie JaHHbIe MOKa3bl-
BalOT, 4To oOpaszoBaHue AI'B menuT moBepxHOCTh
JIOpCaJIbHOM KpaeBOIi 30HbI Ha IBa ITOJIST KJICTOYHBIX
IBVDKEHMI, TpaHWIA pasaeia KOTOPBIX ITPUMEPHO
COOTBETCTBYET I'PAHUIIC MEXIY BTOPHIM U TPETbUM
9KBATOPHATBHBIMU psigaMu. OqQHO U3 HUX — 3TO CO0-
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(a)
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(0)

20 MuH

0.7

0.5

0.3F

0.1

120 Mmun

(B)

Puc. 5. BeinpsiMieHUe 10pCabHBIX MEPUIMAHOB: IPY MepeXo/ie OT CTAIUM paHHel (a) K CTaauu no3aHei (6) racTpyibl MepH-
IMOHATBHBIE pedpa sTueek Tormorpadudeckoii ceTku (6elble TMHUN) OPUEHTUPYIOTCS MMapajIeIbHO APYT APYTY U MEPIEHANKY -
ssipHo apke JII'B; (B) — 3aBMCMMOCTD cpeiHero 3HaueHust BeanunHbl (180° — @)/180°) (opanHaTa), rie a — yrojl MEXIy cocesl-
HUMU OTpPe3KaMU CarMTTAIbHOIO MepUaraHa, OT HoMepa u3MepeHus (abeiucca).

ctBeHHoe mosie I'b, mojie HampaBJI€HHBIX K apKe
JAI'b KIIeTOYHBIX MOTOKOB, TI€ MEPHINOHAIBLHOE CO-
KpallleHre MOBEPXHOCTU uckiitodaeT JIM uHTepkais-
muro. JIpyroe noje — nosne paguaibHOI 1 JIM nHTEpKa-
JISIUMM, BKJIIOYAs TTOATOTABIMBAIOLIMIA UHTEPKAISLIAIO
POCT aHM3OTPOIIMHU YIIPYTUX HATIPSIKEHU . DTO T10J1e
CHayajla TacCUBHOIO, a 3aTeM aKTUBHOIO aHW30-
TPOMHOTO BBITSKEHUSI TOBEPXHOCTU KJIETOYHOTO
11acTa, rjie yCpeaJHEHHasl 10 BpeMEHU TUIOLIAAb M0~
BEPXHOCTU KaXIIOUN OTIAEIbHOM KJIETKM MOXET OCTa-
BaTbCsl HEU3MEHHOM. JlopcanbHble MEPUIUAHBI MO-
TYT C PaBHOI BEPOSITHOCTHIO YIJIMHSATHCS KaK B CTO-
pony AI'b, Tak m oTr Hee, U 3TUM, B YaCTHOCTH,
5 OHTOTI'EHE3 2016
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OOBSICHSIETCS POCT U3MEHYMBOCTH, 10 CPABHEHUIO C
HaIlpaBJIECHHLIM IBVXKCHMEM BBOPAYMBAIOIIUXCS B
AI'b xi1eTox.

IIpocTpaHCTBEHHO-BPEMEHHASI OpPraHM3anys MnoTo-
KOB NOBEPXHOCTH. VI3MepeHHUe IUIOIIAAM Y4aCTKOB
MOBEPXHOCTH JAET JOCTOBEPHYIO, HO CIIMIIKOM IpYy-
Oy1o nHpopMannio 00 OpraHn3aly KJISTOIHBIX I10-
TOKOB. [OIOJHUTENIbHYIO, 1 B HEKOTOPBIX OTHOIIIE-
HUSIX 00Jiee BaXKHYIO MH(OPMALIMIO, JaeT U3MEPEHUE
JUIMHBI OTPE3KOB MEPUANOHAIBHBIX U 9KBATOPUATb-
HBIX JIMHUM, BBIAEISIEMBIX C IIOMOIIBIO TOIIOTpadu-
YEeCKOI CeTKU, U COIIOCTaBJICHNE X TMHAMUKH C U -
HaMUKOM Tutomany staeek. Jis aHanmn3a BEeKTOPHOMN
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Mokl (rmosst AI'b) ynoOHee orpaHMYUTBCST U3MEHE-
HUSIMU (POPMBI LIEHTPAJIbHBIX YYaCTKOB IEPBOTrO—
TPEThETO KBAaTOPUAJBbHBIX PSIIOB MO MEpe UX MpU-
ommxeHus K apke JI'b u yxoma BHYyTpb (IepBBIA U
BTOPOM1 PSIIIBI).

Bo Bpems yxona BHYTPb slu€eK IIepBOTO psijga CyM-
MapHasl JJIMHA BCeX OTPE3KOB CarMTTaJIbHOIO MEPU-
IuaHa (OT IepBOro 0 YETBEPTOTO SKBATOPUAIILHOIO
psima) BapbUpyeT 0€3 CTaTUCTUYECKM JOCTOBEPHOIO
M3MEHEHUSI cpemnHero 3HaueHus. Mcxons u3 3Toro,
MOXHO CYMTaTh, YTO IIOCJI€ yXOda IIEPBOIO psaa
BHYTPh Ha MECTO €ro IpPOKCHMMAaJbHOI TI'paHUIIbI
BCTaeT MpOKCUMajbHasl rpaHuIla BTOporo psiza. Bo
BpeMsl BBopaunBaHus kJieTok B JII'b mepemenienue
JIOPCaJIbHOT'O Kpasi 0JIacTonopa BIOJb CATUTTAILHOIO
MepHuaraHa racTpyjbl 3aMemIsieTcss, 1 MopdgoreHes
apku II'b — pocTt ee mepuMeTpa ¢ OTHOBPEMEHHBIM
COKpallleHWeM uameTpa OacTtornopa — pa3Bopadu-
BaeTCsl TOJIbKO B €€ COOCTBEHHOI IMIOCKOCTH, TOJIO-
KEHHE KOTOPOi ocTaeTcsl Hem3MeHHBIM. HarnsimHoe
IpeacTaBieHe 00 3ToM MopgoreHese JaeT IIPOPU-
coBKa HapyxHoro KoHtypa JII'b Ha puc. 2 (kagpsr 0—
40 muH). KoHTyp mopcambHOro kKpas OJjacTomopa
cHavana (kamap 0) siBisieTcsi, B IIEPBOM IIPUOJIMKE-
HUU, MAJIBIM CETMEHTOM OKPY>KHOCTHU OOJIBIIOTO pa-
auyca, mocrerieHHo (kKanpsl 20—40 MuUH) IIpeBpalia-
SICh B OOJIBIINI CETMEHT OKPY>KHOCTH MEHBIIIETO pa-
nuyca. M3-3a mprocTaHOBKY IBVXKEHMS TUIOCKOCTU
OjacTomnopa BOOJb CAarMTTAJILHOIO MepuAaudaHa Ta-
CTPYJIbl, BBOPAUMBAIOLIMECS BHYTPb KJIETKU AOJKHBI
3aJiepXK1UBaThes B nepexoaHoi 3oHe I'b ¢ Hemsoex-
HBbIM POCTOM IIJIOTHOCTU pacroioXeHus. Apyrumu
cJioBaMM, B IOTOKE KIJIETOK OOJDKHA BO3HUKATh
“mmpobka”.

JvHaMuKka cokpalleHus1 oOIei Tuiomany ssyeex
(S) mpakTUYeCcKM COBIANAET C AMHAMUKOM COKPAIIICHUST
JJTAHBI OJTVDKaMIIero K rydoe oTpe3Ka CaruTTajIbHOIO Me-
punuana Long', a TakKe, C HEKOTOPOI 3adepXKKOii, CO-
KpallleH!sI COCETHETO C HUM MEPUANOHAIBHOIO OTPE3-
kKa Long'. B yMeHbllIeHUU TUIONIAOW HEOOJbIloe (HO
CTaTUCTUYECKHU TOCTOBEPHOE) yJacTue MPUHUMAET 9K-
BaTOpUAJIbHOE COKpAlllEHUE TUCTaTbHON 3KBAaTOpUATIb-
HOIi TpaHulibl Laf', a IpoKcuMaibHas TpaHuiia Lat, Ha-
000pOT, BBITITUBACTCS BIOJbL 3KBaTOpa (pHc. 6a).

BDKBaTOpUaIbHOE paclIMPEHNe MPSIMO TOBOPUT O
BO3HMKHOBEHUM “TIpOOKM” TIpY BBOpauyMBaHUU Ha-
PYXXHOI MOBEPXHOCTU BHYTpb. M3-3a 3TOrO BHYTpU
apku JII'b momkHBI pacTu CHMIIBI JJaTepadbHOIO TaB-
JIEHUs, U3rudarolye apKy B INIOCKOCTH, TTapajuieiib-
HOW MJIOCKOCTU OjacTornopa, a u3MeHeHue (hopMbl
apku JOJKHO, B CBOIO Oo4epedb, U3MEHSTh (hopMy
KOJIJIEKTUBHOTO ABUXXEHUS KIETOK. MexXiy nmepBbiM
1 BTOPBIM U3MEPEHUEM IUIOIIAAb STYEEK BTOPOTO Psi-
Jla IOCTOBEPHO BO3pACTaeT BMECTE C JJIMHOU UX Me-
PUIMOHAJIBHBIX TPAHUII U TOJIBKO MOCJIe 3TOT0 HAYM-
HaeT yMeHbIaTbCsl, a BKBaTOpMUaJibHbIC TpaHULIbI
BTOPOTO psifia 1OCTOBEPHO coKpauaroTrcs. Ecau npu
BXojie B TyOy MpsIMOYTOJibHas siueiika MepBOTO DS
npuHuMajia ¢GopMmy Tparneuuu ¢ paclliupeHHbIM
MPOKCHUMAaJIbHBIM OCHOBaHUEM (CM. puc. 6a), TO

KOPBUH-ITABJIOBCKAA, YEPJAHILIEB

sJeika clielyIolllero psiia BXOJUT B TyOy B BUje Tpa-
Meluu, CyXXalllencs B HalpaBjleHU U CBOETO ABUXe-
Hus (puc. 66). Takoe cyXeHHe TOBOPUT O BHITAIKH-
BaHUM “TIpoOKU” 13 nepexoaHoi 30Hbl JII'b Bo BHYT-
peHHue ciaou. O TOM e TOBOPUT ocjabieHue
HaIpaBJIeHHOTO K 0JacTonopy COKpallleHUs] Mepu-
JNIMAHOB Hapy>XHOU MOBEPXHOCTU — KJIETKU MOBEPX-
HOCTHOTO CJIOSI BXOIAT B IepexoaHyto 30HY JAI'b co
CKOPOCTBIO, TOCTaTOYHOM JIsI KOMIIEHCAlIMU yXoJa
KJIETOK W3 TIePEeXOIHOI 30HBI, HO HE NOCTaTOYHOM
JUJTSI UX HAKOTUIEHUSI B 3TOU 30HE.

B aTo0ii (haze racTpyasiuuu HauOOJBIINI BKJIad B
cokpallleHMe Tutolanu Bxogsiiero B JII'b MmaTtepuaina
BHOCUT Y€ HE MepUAMOHAJIbHOE, a 9KBaTOpUaIbHOE
cokpaieHne. BHyTpeHHss1 ToBepxHOCTh apku JII'b
“MeeT MEHbBIIIMK paauyc, 4yeM HapyxXHas TOBEpPX-
HOCTb, MMO3TOMY MpPU Tepexoe HApy>KHOTO IjiacTa B
JIOPCAIbHYIO CTEHKY TacTpaJbHOTO BIISTYMBAHUST He-
n30exXHa KOHBEPreHLIMs YIPYTUX HampsikKeHUi, a ¢
HYMU Y KJIETOUHBIX TIOTOKOB, TIepeTudalonnxcs ye-
pe3 ryoy (UYepmanues, 2003). Takum oOpa3oM, KOH-
BEpreHIus YIIPpYyTUX HaNpsoKeHU TOTOBUT YCIOBUS
i Hadasia JIM WHTepKalsIMM, KOTopash JOJDKHA
HauyMHaThcs Bo BHyTpeHHUX ciosx HAI'b (cp. Keller,
Shook, 2008), a B caeaymolleil (aze racTpyassluu
(puc. 6B) MBI HabOJTIOIaeM €€ pacIpocTpaHeHNEe B Ha-
PYXHBIA CJIOM KJIETOK.

I1noiank siueek TPEThero 3KBaTOPUATBHOTO psifa
pacTeT 3a cueT YIIMHEHUSI MEpUAMAHOB, HECMOTPSI
Ha 3KBaTOpHUaJbHOE COKpallleHHe HapyKHOI IIO0-
BEPXHOCTH, IIPUYEM POCT IUIOIIAAN CHaYaja orepe-
XKaeT, a 3aTeM OTCTaeT OT YIJIMHEHUS MEepUINaHOB
(puc. 6B). DTO XOPOIIIO coriacyercs TeM, yto JIM mH-
TepKaJSILMU, 3aMeJISTIONIEe pOCT TUIOIIAAN MTOBEPX-
HOCTM H3-3a €€ HSKBAaTOPUAIBHOTO COKpalleHUs,
MPEeIIIECTBYET ITACCMBHOE pPaCTSDKEHHUE MepuIra-
HOB. XOTsI STYeHKM TPETHETO Psifa 1 IMIPUOJIMKAIOTCSI K
Kparo 61acToriopa, METKH, IO KpaifHeit Mepe, B Tede-
HUE BCEro Irepuoaa HaOJIOAEeHMIA, OCTalOTCS Ha Ha-
PYXHOIi TToBepxHOCTU. M3 3TOro, KOHEYHO, He cie-
JIyeT OTCYTCTBHE yXOJa BHYTPb HEOOJBIINX TPYII
KJIETOK — 3TOTr0 He MO3BOJISIET YyTBEPXKIaTh METOANKA
MEYEeHMsI, HO HECOMHEHHO, YTO MpeKpaIaeTcs Mac-
COBBII yXo1 MyTeM BBOpAauMBaHUs BHYTPb BCell Ha-
PYXHOIi TOBEPXHOCTU, HE COBMECTHUMBII C UHTEPKA-
asuueil. IlpexkpalleHue MacCoOBOro yxola BHYTPb
coBmanaeT ¢ mpeBpaieHuem apku II'b B 3aMKHyTOE
KOJIbLIO, COKpallleHWE€ KOTOPOIro BEITSITUBAECT IOP-
CaJlbHBIE MEPUINAHBI 1, TEM CAMBIM, BelIeT K BHITEC-
HEHHUIO BEKTOPHOM MOIbl NBWXKEHMUS aKCUAJIbHOM
MOJIOM.

MepuauaHBI Y€TBEPTOTO (CaMOTO JaJIbHETO OT I'y-
OBI) DKBAaTOPHAITBHOTO PSIAA TAKXKE YIJIMHSIOTCS C O -
HOBPEMEHHBIM POCTOM ILIOMIAAU STYeeK, OUEBUIHO,
3a CUCT ITPUCOCAMHEHNMS HOBBIX KJIIETOK K CBOUM M-
CTalbHBIM (aHTEPUOPHBIM) KOHIIaM. BoiHa BoBIIe-
YeHUs KJIETOK B ITepeIHUI KOHEL Oyaylieii HEpBHOMI
IUTACTUHKM ABVZKETCS BIOJIb MEPUINAHOB MHTEPKA-
JISIIMK, HO B HaNIpaBJIeHUM, IIPOTUBOIIOJIOXHOM Ha-
MpaBJICHUIO ABWXKEeHUS Onacrtoropa. B urore, rimaB-
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Puc. 6. [lunamuka 1jvHbl MepUIOHAIBbHBIX (Long u Long') u akBaTopuanbHbIX (Lat v Lat') pebep siueek Tonorpaduieckoit
CETKH B COTIOCTABJIEHNH C TMHAMUKOMN ILTOIIAAN SKBATOPUATBHEBIX PSAIOB (S) Ha ITOCIIE0BATEbHBIX CTAMUSIX TACTPYIISALINN (a—
B). AGcuucca Ha rpaukax — HoMepa U3MEPEHU, oparHaTa — 3HAYEHUS IPU3HAKOB, HOPMUPOBAHHbIE OTHOCUTEIBHO Ha-
YaJIbHBIX 3HAYEHMI1 (CM. ITOAMKCH K puc. 4). B pamKax, ouepuyeHHBIX CILIOIIHBIMU JIMHUSIMH — CXEMbI U3MEPEHUST IIPU3HAKOB,
cepast 3aIMBKa — IUTOIIAIN 9KBATOPHAIBHBIX PSIIOB siueeK. B paMKax, o4epYeHHBIX ITYHKTUPHBIMU JIMHUSMHU — CXEMBI BBITE-
KaloII1X 13 rpapuKOB M3MEHEHU (DOPMBI HAPYKHOU MOBEPXHOCTH: CTPEJKU — BEKTOPHI IBUXKEHUS, G0JIee CBETIIOM 3aIMBKOM
MoKa3aHbl HayajJIbHbIE, 00JIee TEMHOM 3aTMBKOM — ITOCJICAYIOIIME STalbl U3BMEHEHUST (DOPMBI.
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Hasl OCh TeJla CTAHOBUTCS TUNWYHOM OWITOISIPHOM
OCblO, XapaKTepHOI /I aKCUAJIbHOM MOIbI JIBUXE-
HUS. YCIOBHBIN LIEHTP CUMMETPUM pacliojaraeTcs B
o0JIacTU 3aJHEero0 MO3ra, B OKPECTHOCTU T'paHULIbI
TPETHETO U YETBEPTOIrO psiga sdeeK Tolorpadude-
CKOM CETKMU.

MopdoreneTnecKHii MAKJI racTPYJISIMOHHBIX TBH-
KeHmit. CMeHa 1oJieii KJIETOUHOTO ABUXEHUS TPOUC-
XOIUT TIPU M3MEHEHWM BCEro OIHOro IapamMeTpa,
YIIPABJISIIONIET0 COOTHOIIIEHUEM CKOPOCTU JBMXKE-
HUS KJIETOK B CTOPOHY JOPCAILHOTO Kpasi 6J1acTOIo-
pa, U CKOPOCTU ABUKEHUSI CAMOTO IOPCATLHOTO Kpasi
BIIOJIb CaruTTAJILHOTO MepuauaHa 3apoppiiia. CHa-
yaja KJIETKUM NMPpUOIMKAIOTCH K 10pCaTbHOMY Kparo
OJiacToropa ObICTpee YBEJIMUEHUS AJIUHBI CAarUTTaJIb-
HOro MepuauaHa, HaKaruIMBasiCh B TIEPEeXOIHOMI 30He
AI'b u obpasys “mpobky” (mepsast (pa3za racTpyJsi-
mun). ITorom, mocie paccaceiBaHMS “TIpOOKU”, CKO-
POCTU IBUXEHUS KJIETOK BAOJIb CAaTUTTAJILHOIO Me-
puiraHa v yBEJIUYEHUS €ro COOCTBEHHOM JIMHBI Bbl-
paBHUBaw0TCcs (BTOpast ¢asza). PaBHoBecue »>TuX
CKOpOCTell OKa3bIBaeTCsl HEYCTOWUUBBIM, U B CIEay-
oleit (TpeTbeil) haze MepuaMOHaIbHOE IBUXKEHUE
JIOPCaJIbHOTO Kpasl oIepekaeT NBUKEHUE K HEMY KJle-
TOK, pacTruBasi MepUIMaHbl HAPY>KHOTO U BHYTPEH-
Hux JIMcTKOB JII'b u nunnynupys JIM uHtepkasiuuio.

OnucaHHYIO  TIOCJeIOBaTEbHOCTh  COOBITHIA
MOXHO CYUTATh IIOCJIEI0BATEIbHOCTBIO CTaauit T
(epeHLIMPOBKM 3apOIBIIIEBBIX JIUCTKOB, a C IPYyroi
CTOPOHHBI — YepeaoBaHueM (a3 MOpGhOTreHEeTUIECKO-
ro uukaa JII'b, mukina “kKoHaeHcaluuu-npoTaJIKuBa-
HUS” KJIETOK Yepe3 MepeXoHYI0 30HY. DTO MpaKTu-
YeCKHU OJHO U TO Xe. KineTku, okazaBlilnecs: B cOCcTa-
BE BHYTPEHHEIrO JIMCTKA, OTJIMYAIOTCS OT KJIETOK,
OCTaBIIMXCS B MOBEPXHOCTHOM CJIO€, UMEHHO TEM,
YTO MIPOXOIAT yepe3 rmepexonnyio 300y JII'b. B To ke
BpeMs1, 03 3aBeplIeHUs IMKJIa “KOHIeHCAllUU-TIPO-
TaJIKMBaHUSI” HEBO3MOXKHO IPOAOJIKEHUE racTpyJsi-
LIMM, HE3aBUCUMO OT CYJIbObI KJIETOK.

O1LIeHUTh YMCJIO TAKUX LIMKJIOB MOXHO JIUIIb IIPU
HaJIMIYUM CEpUM, KaK MUHUMYM, YETBIPEX U3MEpe-
HUA MEPUIMOHAILHOW IJIMHBI OOHOTO M TOTO XK€
y4yacTKa IOBEpXHOCTU, BBopauuBamwuieiica B AI'b.
J1J1s1 3TOro MoAXoasIT TOJbKO slYeiKKU BTOPOrO SKBa-
TOPUAIBLHOIO psifa Tonorpauueckoil CETKM: II0-
BEPXHOCTH STYeeK IEPBOro psima y OOJBIIMHCTBA 3a-
POIBIIIEH YXOOUT BHYTPh YK€ ITOCJIE TPEThEeTrO U3Me-
peHus, a SYEMKM TPEThEero psiga HaxXOISATCS 3a
npeaenamu nojs gevicteust AI'b.

Jlexainee B OCHOBe LIMKJIa YepeAOBaHNE aKCUATb-
HOI (MEpUIMOHAILHOE YIJIMHEHNE) M BEKTOPHOMI
(MepUIMOHAJIFHOE COKPAIIICHNE ) MOIBI IBM>KCHUS Ha-
PYXHOI TIOBEpPXHOCTHM ITOKa3zaHo Ha puc. 7. IlepBas
OCLIMJUISILIVSL — CHayajia PoCT, a 3aTeM yMEHbIIeHHUE
MEPUIMOHAJIBHOM JUIMHBI sSTYeeK BTOPOTO psiia — BO3-
HUKaeT CUHXPOHHO B LIEHTPaJIbHOM siyeiike U cocem-
HUX C Hell JaTepaldbHBIX sg4eiikax (cp. puc. 7a, 70).
PazHwuiia ToIbKO B ypOBHE MHAWBUIAYaTbHON N3MEH-
YMBOCTU, KOTOPLIN BhIIIE B LIEHTPAJAbHOI 30HE, 10~

KOPBUH-ITABJIOBCKAA, YEPJAHILIEB

STOMY TOJIBKO JIJISI JIaTEPAJIbHBIX STYeeK 3Ta OCIIUAILIS -
LIMS CTaTUCTUYECKM AOCTOBepHa. B JarepasbHBIX
sTyeiiKax OCLUMJIISILIMS TIOBTOpsieTcsT (CM. puc. 70), HO
y>Ke Ha TpaHU CTaTUCTUYECKOT TOCTOBEPHOCTU U3-3a
pocTa U3MEHYMBOCTH, HAPACTAIOLIEH K KOHIY peru-
CTpali, KOTAA YXOI KJIETOK BHYTPb ITIepecTaeT ObITh
MAacCOBBIM yXonoM. TaknM oOpa3oM, IUKIT “KOHIEH-
CallMU-TIPOTAIKMBAHMS MOXET MOBTOPSATHCS. CKO-
pee BCero, Ynciio LUKIIOB TOYHO TaK Xe U3MEHYMBO,
KakK M OOILIMI XO# TacTPYJSLIMOHHBIX ABUXEHU
(Cherdantsev, Scobeyeva, 2012). Borpoc HyknaeTcst
B JaJlbHEMIIIEM MCCIeNOBAHUM, HO MOXHO MPEAIo-
JIOXKUTB, YTO TOTIOJTHUTEIbHbIEC IMKJIBI TTOSIBISIIOTCS Y
3apOoAbIIeii, Y KOTOPBIX TEMIT JUMUTUPYIOLIUM 3Be-
HOM TacTpYJISILIUU SIBJISIETCSI MPOLIECC MpeBpallieHusI
apku II'b B 3aMKHyTOE COKpaTuMoOe KOJbllo. DTO, B
CBOIO OUYepeib, MOXET ObITh CJIEACTBUEM YMEHBILIEHUST
BKJIaJia MPearacTpyJsiliIMOHHON 3nuboauun B (opmu-
pOBaHME BHYTPEHHUX 3aPOIBIIIEBbIX IUCTKOB.

Yepedosarnue axcuanbHoll U 6eKMOPHOU MOObL
2aCMPYAAUUOHHBIX OBUICEHULL

dusnyeckne ypaBHEHUS TBUKEHUS CHMMETPII-
HBI BO BpeMEHU U IIPOCTPAHCTBE, IT0O3TOMY OIICaHHE
HaIlpaBJICHHBIX ITOTOKOB KJIETOK BCerma ObLIO Mpo-
O61emoit. B n3BecTHBIX aBTOpaM (PU3NYECKUX U MaTe-
MaTUYeCKUX MOJIeJIsIX MOp(oreHe3a KJISeTOUHBIX T1J1a-
croB (Odell et al., 1981; Belintsev et al., 1987; Belouss-
ov, Grabovsky, 2006) ycpeoHEHHBIII IO BpeMEHU
ITOTOK KJIETOK Yepe3 KICTOUHBII TUTacT paBeH HYJIIO,
a TIOJISIpU3aInsl TBUKEHUSI BHIBOIUTCS U3 aCUMMeET-
pHUHM TPAaHWYHBIX WM HadvaJdbHBIX ycioBuii. Cpeaun
HEMHOTUX WMCKJIIOYEHU — MOJENb arperaivuu 3M-
OpuoHaNIbHBIX (puopobaacToB (Oster et al., 1983) u
coumanbHbix aMeb6 (bennnies, 1990), roe meiicTByeT
MeXaHM3M ITOJOXUTETbHON 00paTHOM CBI3M MEXKIY
rarntoakcucoM (B ciiyyae colualbHbIX aMed — xeMo-
TaKCUCOM) M IBUKEHUEM KIIETOK BBEPX IO TpaIreH-
TY KJIETOUYHOM TJIOTHOCTHU.

B paccmaTpuBaeMoOM HaMU cllydae aHAJOTUYHAS
M0 MEXaHU3My CBOEro IeicTBUSI OoOpaTHasl CBSI3b
BO3HHMKACT MCXKAY ABUKEHNEM KIIETOK U USMECHCHMU -
eM (OpMBI 00/1aCTH, B COCTaBe KOTOPOM OHU IBYKYT-
ca. Korma MBI paccMaTpuBaeM OTHOMEPHBIN WU
JBYXMEPHBIN KIIETOUHBIN IJIACT, B KOTOPOM KJIETKU
COKpaIllaloT CBOM CBOOOMHBIE (anmMKaJIbHYIO U 0a-
3aJIbHYI0) TTOBEPXHOCTHM 3a CYET YMIMHEHUS, WIN
pacTSITUBAIOT CBOU CBOOOJIHBIC TIOBEPXHOCTH 3a CUET
COKpalIeHUsI KOHTAaKTHBIX ITOBEPXHOCTEM, cyMMap-
HOe CMellleHUEe KJIETOK BIOJb IJIacTa paBHO HYJIIO B
cUIy IIPUHIIMIA MeXaHMYeCKOro paBHoBecus. JIpy-
roe Aej0, €ClIu IpyU TaHT€HLIMAIbHOM (IUIaHApHOM)
JIBVDKEHUN TTOBEPXHOCTb KJIETOUHOTO IIAcTa M3Me-
HsIeT cBolo hopMy (cM. puc. 1a). UsmeHeHUe (hopMbl
JIEeMCTBYET KaK (PUILTP, IMIPOITYCKAIOILINIT TOJIbKO O~
HOCTOPOHHEE OBWKEHHE IMOBEPXHOCTU B TOM Ha-
MpaBJIeHUN, B KAKOM €€ KpUBM3HA WU3MEHSIETCS BO
BpEeMEHH, T.€., BBEpPX IO TPaIUEHTy KPUBU3HHIL.
CB$13b MEXIY IBMXKEHUEM MEUYEHBIX yUaCTKOB BBOpa-
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Puc. 7. Ocumutsiiiui MEpUAUMOHATBHOMN JUTMHBI IBUKYIIIMXCS] y4aCTKOB HAPY>KHOI MOBEPXHOCTH JIATePAJIbHOM () M LIEHTPaJb-
Hoii (6) 3oHbI mosst AI'b. Abcuycca — HOMEp U3MEpPeHMsI, OpArHaTa — HOPMUPOBaHHAsI BEJIMYMHA JJIWMHBI MEPUINOHABHBIX
pebep natepanbHOit (X1) 1 ieHTpanbHOI (X2) siueeK BTOPOro 9KBATOPUAIBHOTO psna. B paMmkax — cxemMbl U3MepeHUs IJTUHBI

MEpPUANOHAIBHBIX pedep.

yuBawleiicsa B II'b HapyXHOIT TOBEpXHOCTU, U U3-
MeHeHueM (opmbl camoii JII'b ee carurragbHOM ce-
YEeHUU, CXeMaTUYECKM MoKa3aHa Ha puc. 8.

BriBectn nmeiicTByloinme B Tryde (u3myeckKue
(MaKpOCKOIIMYECKUE) CUJIbI U3 TeOMETPUU JIBMXKE-
HMSI €€ TIOBEPXHOCTU MOXHO C TIOMOIIbIO MOIEJIN aK-
TUBHBIX 000JI0UEK, IIOAPOOHO M3JTOXKEHHOM B IPYTUX
padotax (Cherdantsev, Grigorieva, 2012; Cherdant-
sev, Scobeyeva, 2012; Cherdantsev, 2014). AKTuBHO
000JIOUKOM MOXHO CUMTATh MOBEPXHOCTh IIEPEXOJI-
Hoit 30Hbl II'B, maccuBHO pacTsaruBaloLICics IoM
JIIEACTBMEM CUJI BHYTPEHHErO JAaBJICHUS M aKTUBHO
U3MEHsIOIIei cBOIO (hopMy Iom AeiicTBUEM CHUII Jia-
TepasibHOTO pAaBieHus. [locienHue neiicTBYIOT B
TJIOCKOCTH CaMOM IBUXKYILLEHCS MOBEPXHOCTU U BO3-
HHMKAIOT M3-3a IBIDKEHMS €€ 3JIEMEHTOB BBEpPX IIO
rpagvicHTaM ee KpuBU3HEI. M3MeHeHue (popMbI Ha-
YMHaeTCs C Iepexola MHTEPKAJSIIMU B ITOTOK IIO-
BEPXHOCTM, HAIIPaBJICHHBI B IIEPEXOMHYIO 30HY, C
BO3HMKHOBEHMEM MaKCUMyMa KpUBU3HEI Ha ee Irpa-
Huue (puc. 8a). [Janee, MOCKOJIBKY MEHEe MCKPUB-
JIEHHBbIE YYaCTKM IIOBEPXHOCTU OoJiee ITOmATIMBBLI
MaCCUBHOMY PACTSXKEHUIO, NeiiCTBHUE CUJI BHYTPEH-
HETO aBJICHUS BhIpAaBHMBAECT KPUBU3HY, IIPUOJIIIKAS
MOBEPXHOCTh IIEPEXOMHOI 30HBI K (pparMeHTy cde-
pbI, CTPEMSIIIETOCsI MUHMMU3MPOBATh TUIOIIAIb CBO-
et moBepxHocTU (puc. 80). JIBu:KeHre IpoaorKaeT-
CSI U3-3a HEYCTOMYMBOCTU MPOCTPAHCTBEHHO OIHO-
ponHoit ¢opmbl (dparmMeHTa, paguyc KOTOPOTO
yMEHbIIIaeTcsd (COOTBETCTBEHHO, BO3pacTaeT KpH-
BU3HA), a IIEPUMETP pacTeT MU3-3a MPUTOKA ITOBEPX-
HOCTU. 3HAUYMT, NOJIKHBI YCUJIMBATHCS JIIOOBIC CIy-
yaliHple (QIYKTyalluy, YBEIUIMBAIOIINE OTHOIIIEHIE
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nepuMeTpa pparMeHTa K ero yCpeaTHeHHOMY paauy-
cy. YumThIBas HaIlpaBJI€HHWE IJIAHAPHOI'O IIOTOKA,
HOBBIII MAaKCMMYM KPWUBM3HBI IOJDKEH BO3HUKATH Y
BBIXOJA U3 MepexomHoi 30HbI (puc. 88). ITocne Toro
KaK MHTepKasIlus pasriakuBaeT 3TOT MaKCUMYM
(puc. 8r), HMKJI U3BMEeHEHU (pOpMBI TIEPEeXOIHOI 30-
HBI 3aBeplIacTCI M MOXET HOBTOPUTHCS, eciau (U
TOJIBKO ecJin) B iepexongHoii 3oHe JII'b cHoBa Bo3HM-
KaeT “Tpoobka”.

HaunGonwnuii MHTEpEC IpeacTaBiseT camMa BO3-
MOXHOCTh PETYJISIPHOTO YepeJoBaHUs MPOLIECCOB,
OIVH 13 KOTOPKIX (BEKTOPHAS MOJIA C Y3JIOBBIMU OCO-
OBIMM TOYKAMM BEKTOPHOTO IOJsI) SIBJISIETCS AETEp-
MUHUPOBAHHBIM, a IPYroi (aKcuajabHasi MOJa C Cell-
JIOBUAHBIMU OCOOBIMM TOYKAMM) — CTOXAaCTUYECKUM
IBIDKEHUEM KJIeTOK. MIX 00beINHSIET TOJIBKO CBSI3b C
reoMeTpHeil IBIKEHUST TToBepXHOCTU. [1oaTOMY, B OT-
BeT Ha oOpa3oBaHue “Tipooku”, apka JI'b n3rudaercs ¢
POCTOM OTHOILIEHMSI €€ TIEpUMETPa K BEIMUMHE €€ Paau-
yca, TaKk 4To “IipoOKa” MpoTajKMBaeTcsl BHyTpb. Kak
CJICACTBUE, IBIDKYIIUIACS B CTOPOHY apK1 MaTepHall 1e-
pecTaeT COKpAlllaThCSI, a HAOOOPOT, BBITATUBAETCS
BCJIEI 32 YXOISIIeil BHYTPD “IPOOKOI”.

dyHaaMeHTaIbHON (DU3UYECKOM TMTPUINHON BO3-
HUKHOBEHWS TAKMUX aBTOKOJIEOAHW SIBIISIETCSI HECTA-
UOHAPHOCTh KJIETOYHOTO MOTOKA — TOBOPS YIIPO-
meHHo (mompobHee cM. Jlanpay, JluBmmin, 1976;
Prigogine, 1980), KJIeTKM BXOMSIT B IEPEXOIHYIO 30HY
AI'b ObIicTpee, yeM ycrneBarT BBIUTH U3 Hee. LIukin
“KOHIeHCalUM-TTPOTAIKUBaHUS” MPOJOJIKAETCS 10
TeX II0Op, II0OKa CUCTeMa He IepeiineT B HOBbIH (YCTOI-
YUBBII) CTallMOHAPHBIN pexxuM. Ha paccMoTpeHHOM
OTpE3KE TACTPYJISIIUU 3TO MPOUCXOAUT TOTAA, KOTIA



264

(a)

A
«

<«

KOPBUH-ITABJIOBCKAA, YEPJAHILIEB

4

Puc. 8. Cxema nBM>XeHUSI METOK M M3MeHeHUsT popMbl I’ B carmTTaabHOM CeUeHMU: HAKOHEYHUKN — METKH, YTOJIIICHHAsI
JmHus — 11enb bpaiire, cepas 3amBa — nepexonHasi 3oHa J1I'b, omHOCTOpOHHME CTPEIKM — BEKTOPHAsI, AByXCTOPOHHUE CTPEJI-
KM — aKcHuajbHasi MOJa ABMXEeHMsT moBepxHOCTH. KoHTyp BHyTpeHHel nmoBepxHoctu [II'B mocTpoeH mcxonas u3 o0Len3BecT-

HBIX IaHHBIX O (popMe I'yObl Ha €€ CaruTTaJIbHOM Cpe3e.

BBITAIKAUBaHME “TIPOOKM” MepecTaeT ObITh TeMII JIM-
MUTHUPYIOIIUM 3BEHOM 3MUOOJIUN, U BEKTOPHAs MO-
a OBWKEHUS CMEHSIETCS aKCHaJIbHOM MOIOii (CM.
puc. 8r).

BekTopHoii Moae 00s13aTeIbHO HOJIKHA TIpeIe-
CTBOBATh aKCHaJbHAsI MoAa, TaK KaK MHA4ye OTCYyT-
CTBOBAaJIa Obl €IMHAasI OCh KOJJIEKTUBHOIO ABMKEHUS
kJietok. C Ipyroit CTOpoHbl, BEKTOpHasi MOa HEU3-
0eXXHO TIEPEeXOIUT B aKCUAIBHYIO MOJIY, KOTJa 3aBU-
CUMOCTbD IBVKEHUS KJIETOK OT KPUBU3HBI KJIETOYHO-
o IJIacTa CMEHSIETCSl 3aBUCUMOCTBIO OT YIIPYTUX Ha-
npsxkenuii. [Ipoucxogut 3To TOrma, Korga KpuB1U3HA
MMOBEPXHOCTHU CJIMIIIKOM MaJjia (ITIOBEPXHOCTh 3a Ipe-
nenamu IepexomHoil 3onHbl HAI'B), mimm HaoGopor,
CJIMIIIKOM BeJiMKa (MTOBEPXHOCTh MEPEXOIHOM 30HBI
AI'b mo 3aBeplIeHUMM HUKIA “KOHACHCALIMU—IIPO-
TaIKUBaHUsA”, cM. puc. 81). [locienHuM 3BeHOM, 3a-
nyckamomuMm MJI nHTepKaIsuio, sIBISIETCSI, CKOpee
BCEro, ymnpyras peakiusl JOpPCaJbHBIX MEPUIMAHOB
KpaceBOl 30HbI HA aKTMBHOE COKpAaIlleHUe OKPY>KHO-
ctu 6iactonopa (cp. Beloussov, 2015).

YepenoBaHue akCHUaIbHONW W BEKTOPHOM MOIBI
JIaeT KJII0Y K MOHUMAaHUIO MOP(POreHeTUIeCKOM Mpu -
pPOIBl TOPCOBEHTPAJIbHBIX pa3nnuuii. BeHTpanbHas
CTOpOHA OTJIMYAETCSI OT AJOPCAIbHOU CTOPOHBI TEM,
YTO BMMOO0JIUS SABJISIETCS MOCTOSTHHOM MOIOM ABMKE -
HUS, He TIpepbiBaeMOil BEeKTOpHOi1 Monoii. OT Hayasna
U 10 KOHIIA KJIETKM BEHTPOJATEPAIBHOIO CEKTOpa

JIBVKYTCS TaK, KaK KJIETKH JOPCAJTBHOTO CeKTopa Ie-
pel HavyaJloM U B KOHLIE TaCTPYJISILIUU.

SAKIIIOYEHHME

C OTKpBITMEM WHTEPKAJSIIIUMKU KJIETOK, TJIaHap-
Hoit u paguanbsHoii (Keller, Tibbetts, 1989), npakTu-
YECKHU BCE MPOUCXOISIINE B TACTPYISILMU MOPdOI0-
ruyecKye nepecTpoiiku, 3a UCKIIOUEHUEM pa3Be 00-
pazoBaHusl KonboBumHBIX KieTok (Hardin, Keller,
1988), crajmm OTHOCUTHL Ha CYET HWHTEePKAISIIUU
(Keller, Shook, 2004, 2008). Mcniosb30BaHHAas B 3TOM
paboTe MeToIMKa MAacCOBOTO MEUYEeHUS Hapy>KHOM
MOBEPXHOCTU KpaeBOii 30HBI TacTPyJibl, MO3BOJISIIO-
IIasi He TOJbKO HabJIIoAaTh, HO U KOJUYECTBEHHO
OLIEHMBATh TEOMETPHUIO KOJUIEKTUBHOTO KJIETOYHOTO
JIBVKEHUS, TOKA3bIBAET YETKOE Pa3Inune MeXIy NH-
TepKajasgnueit n HarpaBiaeHHBIM K JII'b moTokom Ha-
PYXHOM ITOBEPXHOCTH, CBSI3aHHBLIM HE C YIJIMHEHMU-
€M, a COKpalllecHMEeM MEpUAMAHOB KpaeBOil 30HEIL.
Jaxe HampalllMBawIleecs MPearnoyoXeHne, 4To C
WHTEePKAISIINEN CBSI3aHA KOHBEPTeHIIMNST KIETOYHBIX
IMOTOKOB K JOpcajbHOMY Kpalo Ojactomopa (“KOH-
BepreHTHas uHrepkansuusa”, cMm. Keller, 1986; Cher-
dantsev, 2006), okasbiBaeTcsi HeBepHBLIM. KoHBep-
TeHUMSI, T.., OTKJIOHEHUE TPaeKTOPUM IBUXKEHUS
MOBEPXHOCTU OT HOPMAJILHOM OPUEHTALIMU, 3aMETHA
rnepe BXOJOM KJIETOK B Ty0y, HO BO BpeMsI CaMOTIO
BXOJ/Ia TPA€KTOPUHN HOPMATU3YIOTCS, Y SKBATOPUATb-
HOE pacCTOsTHME MEXIy METKAMU He yMEHbIIIaeTCsl, a

OHTOI'EHE3 Ttom 47 Ne4 2016



TEOMETPUA IBUXEHUA HAPYKHOU MMOBEPXHOCTU 3APO/IBIIIIA

Bo3pacTtaeT. KoHBepreHims, cBsI3aHHasI C MHTEPKAJIsI-
e, HaYMHaeTcsT Ha OoJjiee TO3MHEH CTaani, KOraa
yXoH, KJIETOK BHYTPb I'yOBbI IepecTacT ObITh MacCCOBBIM
YXONOM, a OCHOBHOM NBUXYILIEH CWION racTpy/siiiun
CTAHOBUTCSI COKpAICHHUE YK€ 3aMKHYTOI OKPY:KHOCTH
G1acTonopa.

HemocpenctBeHHOI#  MOpPUYMHON  yCIOXKHEHUS
MopdoreHeza 1 oOpa30BaHUSI OCEBBIX CTPYKTYp Ha
JIOPCAJIbHOM CTOPOHE 3apObIIIIA SIBISIETCS HE MHTEP-
KaJISIIMsI, a 3aMeIJIEHIE CKOPOCTH IBMKEHUSI KJIIETOK
IIpU BXOJIe B ry0y, KOTOPOE HAYMHAETCS C BOBHMKHO-
BEHUSI KOJOOBUIHBIX KJIETOK M OOpPO3IBI TacTpasib-
HOTO BIISTYMBaHMs, elie no odopmieHus JJAI'b
(cp. Keller, 1981). UMeHHO M3-3a 3TOrO KJIETKM 3a-
JIEpXKMBAIOTCS B IIEPEXOOHOM 30HE TIyObl, co3maBasi
YCJIOBHS IJIsl Hadajla €€ COOCTBEHHOIO MopdgoreHesa.
Bo3HukaeT HOBasi MO CpaBHEHUIO C MPEIIISCTBYIO-
IIMMU CTaAUSIMU Pa3BUTUSI oOpaTHasl CBSI3b MEXIY
OUHaAMMKOM JIOKaJIbHOM KJIETOYHO! IIJIOTHOCTHU U U3-
MEHeHHeM (pOpMBI KJIETOYHOIO IIJIacTa, T.€., MEXIY
KJIETOYHBIM M HAIKJICTOYHBIM YPOBHEM OpraHu3a-
U1, DTO, B YACTHOCTHU, OOBSICHSIET, IOYEMY TacTpy-
JISILIMS TIPOAOJIKAETCS. M IOCJIE YIAJIEHUSI KOJIOOBUI -
HbIx K1eTok (Keller, 1981). CtsiruBaHue paHeBoii 1o-
BEPXHOCTU TOPMO3UT MEPUIMOHAIBHOE IBUXKEHUE
KJIETOK KpaeBOIi 30HBI IIPAaKTUYECKM TaK 3Ke, KaK 00-
pa3zoBaHuEe 00PO3abl TACTPATILHOIO BIISTYMBAHUS.

XapakrtepHblid 111 JII'b MepuanoHanbHbINA Mpo-
¢GWIb JIOKATbHON KOHILEHTpAalUU KJIETOK C MaKCHU-
MYMOM B IPOKCHUMAaJILHOM 30HE, 00pa3yolleii TOIIO-
JIOTUYECKYIO CKJIAIKy, OKaMJIEHHYIO TOYKaMM, KO-
TOpble B TEOPUM YCTOWUMBBHIX OTOOpaKEHMIA
HasbIBaloTCsl ToukamMu coopku (Cherdantsev, Scobe-
yeva, 2012), 1erko BbIBOAUTCSI U3 KUHEMATUKU JIBU-
JKEHUsI MOBEPXHOCTU. YYacCTKM, TO3Ke HauyaBIlIne
CBO€ IBIDKEHUE, TOTOHSIIOT YYaCcTKM, HayaBIINE €To
paHblle. YYUTHIBasI, YTO IJIaHAPHBINA MTOTOK KJIETOK
SIBISIETCSI aHAJOTOM OTOOpaXXKeHUSI TIIJIOCKOCTU B
miockocth (Cherdantsev, 2006), 3To paBHO3HAYHO
BO3HUKHOBEHUIO TOTIOJIOTMYECKOM CKIaAKU ¢ KpaTe-
paMu Ha ee Kpasix, KOTOpbIe B TEOPUU OCOOEHHOCTEI
Ha3pIBalOTCI To4ykKaMu cOopku (ApHoaba, 1990).
®dopma cknanku copnanaet ¢ popmoit apku JII'b, a Tou-
KM cOOpKM — ¢ TpanuiiamMu pasneia JII'b ¢ matepanbHbI-
mu rydoamu 6;1actonopa (Cherdantsev, Scobeyeva, 2014).
TopMmoxeHre >nMMUO0NIUU TIPU OOpa3oBaHUM OOPO3IbI
racTpajbHOIO BISTYMBAHUS C Pa300ILEHUEM TBUXKEHUS
SIIUTEJIMANIBHBIX KJIIETOK U IBMXKCHUS MOACTUIIAIO-
LI X Me30JIepPMbl OKa3bIBAETCSI OCHOBHOI IPUYM-
Hoit Bo3HuKHOBeHUd I'b m Hagama ee coocTBEHHO-
ro mopcdoreHesa (cp. Keller, 1981).

OnucaHHoe B 3TOi paboTe YepemoBaHHE aKCH-
aJIbHOI M BEKTOPHOI MOIBI KOJIJIEKTUBHOTO TBIIKE-
HUS KJIETOK MOXKHO CYUTATh 3BOJIOIIMOHHO YCTOM-
YUBBIM, TaK KaK, CO BCEMHU TOAPOOHOCTSIMH, €To
MOXHO HabJonaTh B paHHEeM MopdoreHe3e KOCTu-
CTBIX PBIO, HECMOTPSI Ha IIpeBpalllcHrue HApPY>KHOTO
CJI0ST BO BHE3apOIBIIIIeBYIO0 000109KY. B racTpynsmm-
OHHOM JIBIKEHUH SMOPUOHATBHBIX KJIETOK YIaCTBY-
IOT TOJBKO MHOTOCJIOMHBIE KJIETOUHBIC TUIACTHI, W,
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HEeCMOTpPsSI Ha 3TO, OHU IOBTOPSIOT BCE, UTO MIENAcT
MMOBEPXHOCTHBIM CJIOM KJIETOK TacTpyiabl Xenopus
(Yepmanues, Kopsun-IlaBiosckas, 2016). B am-
OpHoOreHe3e BbIOHA BEKTOpHAst MOJa BOBHMKAET BMe-
cTe ¢ 00pa3oBaHMEM 3apPOABIIIEBOTO KOJIbIIA, a 10 TEX
op A>IMOOJMS IIPEACTABIISIET COOOIl HENOJSIpHOE
(MHTEpKAISLIMOHHOE) VIJMHEHNE MEPUINAHOB 0J1a-
CTOAEPMBI. 3apOIbIIIIEBOE KOIBIIO 00pa3yeTcs Toraa,
Koraa HeHTpoOeKHasi MUTpaLvs KJIETOK — UX MEepU-
JIVOHAJIbHOE ABIMIKEHHUE II0 HAIlpaBJIEHUIO K Kpalo
OJacToAepMBl — HauMHAET OIepexXaTh SIMOOJINIO, U
KJIeTKM HaKaIUIMBAlOTCs y Kpasi 61actogepmbl. Kak u
y Xenopus, 3TO IEPEKIIOYCHIE OTPAHNYECHO JOPCATb-
HBIM CEKTOPOM KpaeBOM 30HBI OacTynbl. Ha ciuemy-
IOILIEM 3Tarle, U3-3a TOro YTO KJIETKHU 3apPOIbIIIEBOTO
KOJIblIa MPOTAJIKUBAIOTCSI B 0Oojiee TIIyOOKHE CIIOU
0JacTOAEPMEBI, CKOPOCTH IBMKCHUSI Kpasl OJiacTo-
JIEpMbI 1 ABVDKCHUS K HEMY KJIETOK CHOBA BBIpaBHU-
BaroTcsi. OCHOBHOI MOIOI ABMKEHMSI CHOBA CTAHO-
BUTCS 3MTUOOJIMS, a ero ABIEKYIIEN CUJIO — COKpa-
lIeHWe 3apobiieBoro kKosblia. C COBpeMEHHOI
peBU3UEH KJIaCCUYECKUX NpPEIACTaBJICHUIL O racTpy-
JISIIMOHHBIX IBVKEHUSIX MOXHO COTJIACUTHCSI B TOM,
4YTO BOZHMKHOBEHME LIeHTpa (OPMUPOBAHUS OCEBBIX
ctpykryp B Buze JAI'b (y ampubuit) nam 3apoabiiiie-
BOIO IIUTKA (Y KOCTUCTHIX PBIO) SIBJISIETCS HE Oosee
YeM BCTaBKOM B anuOoun0. OnHaKO UMEHHO 3a CYeT
STOM BCTaBKM BO3HMKAIOT JOPCOBEHTpAJIbHbLIE pa3-
JIMYMS TIOJIeil KJIETOYHOTO ABVIKEHUS, BEOyIIUE, B
YaCTHOCTU, K (POPMHUPOBAHUIO OCEBEIX CTPYKTYD
MMEHHO B TopcaibHOM ceKTope. M3-3a cTaruBanms K
HEeMY KJIETOK TOJIbKO 00pa3oBaHME TOTIOJTHUTEILHBIX
KJIETOUYHBIX CJIOE€B Ha JOPCAJIbHOM CTOPOHE 3apOibl-
ma (T.e., oopaszoBaHue JI'b unu ee MmopporeHeTuue-
CKUX aHAJIOTOB) 00OecIieYynBacT paBHOMEpPHOE obpac-
TaHUeE XKeJITKa.
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The surface of Xenopus laevis embryos was marked with carbon particles, after which the location of mark
groups was recorded by time-lapse video imaging and subsequent image analysis until their disappearance in
the depth of gastric invagination. Measuring the distances between individually identifiable marks whose size is
smaller than the size of a single cell makes it possible to quantitatively analyze the geometry of collective cell move-
ment without any external coordinate system. During the dorsal blastopore lip (DBL) formation, the invagination
of surface cells fundamentally differs from the preceding and subsequent lateromedial (LM) intercalation, being
associated with a decrease in the meridional distance and an increase in the latitudinal distance between the
marked surface sites. The sites that began to move towards the DBL later overtake the areas that started movement
earlier, which leads to a “plug” in the movement of cells. Pushing the “plug” into the inner layers by changing the
DBL shape becomes the rate-limiting stage of gastrulation; then, the directed cell movement is replaced by epiboly
based on LM intercalation when the marks remaining on the outer surface of the marginal zone diverge along its
meridians without directed migration towards the blastopore. As a result, directional movement of cells and LM
intercalation become successive phases of collective cell movement, and the entire morphogenesis of DBL is the
direct consequence of epiboly deceleration occurring upon gastric invagination.

Keywords: morphogenesis, Xenopus gastrulation, dorsal blastopore lip, carbon marks, outer-surface move-

ment geometry
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