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CTraTMCTUYECKY OLIEHMBAIU U3MEHEHUS CBI3HOCTH KJIETOYHBIX BEPILVH, BEPLIMHHbIC YIJIbI U alTUKAJIbHbBIC
WHIEKCHI KJIETOK BEHTPAJIbHOM 3IMMAKTOAECPMBI TaCTPYJI IITIOPLIEBO JIATYIIIKY B TeYeHME MEPBBIX 4 9 TT0CIe
pellakcalMy MeXaHMYeCKUX HaTsbkeHuil. Eciiu B HepeaaKCMpPOBaHHOM BIIUTEIMU MOAaBisioliee 00J1b-
IIITHCTBO KJIETOK MMEET BEPIIMHbBI CBSI3HOCTU 3, BepIIMHHbBIE YIJIbI, OJM3Kue K 120°, 1 anmMKajabHbIe MH-
JeKChl mopsiaka 1 (u3omumaMeTpruyecKue KIETKN), TO MOCJIe pejlaKCcallMy YMCIIO KIETOK CO CBSI3HOCThIO 60-
Jiee 3, YKMCJI0 BEPIIMHHEIX YIJIOB, CYIIECTBEHHO OTKJIOHSIOIMXCS OT 120°, M IPOLIEHT CTOJI0YATHIX KIIETOK
C BBICOKMM allMKaJbHBIM MHIEKCOM BO3PacTaloT. BeplIMHbBI CBI3HOCTH BBILIE 3 UMEIOT TEHACHLIMIO COOM-
paThCs B COMKHYTBIC TPYIITLI, 00pa3ys IIagKue JMHUM KIIETOYHBIX CTEHOK. JIJTMHAa M KPUBU3HA CTEHOK
KJIETOK C BepLIMHAMM CBSI3HOCTHU 4 IOCTOBEPHO MPEBBIIIAET TE K€ MOKa3aTeIM B KJIeTKaX C BEpIIMHAMU
cBsI3HOCTU 3. OTMeUeHHbIe U3MEHEHUS TOIOJIOTMH U T€OMETPUM KJIETOK COOTBETCTBYIOT IIEPECTPOMKAM,
HaGII0JaeMbIM B HOpMaJlbHOM MopdoreHe3e. OHM pacCMaTpUBalOTCS B TEPMUHAX MOJIENIM TMIIEPBOCCTA-
HOBJICHUST MEXaHNYECKMX HATSDKEHW B peJTaKCUPOBAHHBIX ATUTEINAIBHBIX TIACTaX.

Knroueswvie crosa: anurenuii, ractpyna, Xenopus, BEepIliMHHBIE YIJIbI, CTENIEHb BEPIIWHBI, alIMKAIbHbBIN UH-

JIeKC, TOTIOJIOTUST, TEOMETPUST, MOphOreHe3, MeXxaHUUeCKOoe HampsKeHUE.

3HaueHMe TOITOJIOTMYECKUX MEPECTPOEK KIIETOUHBIX
ceteil (M3MEHEHUSI CBSIBHOCTU KJIETOUHBIX BEPIIUH U
KOHTAKTOB “KJIeTKa-KJIeTKa”) [j1st MopdoreHesa 1 Kire-
TOYHBIX IU(HepeHIPOBOK OTMEUATIN HEKOTOPhIC aB-
TOpPBI MpY U3y4eHnH pa3Hbix 00bekToB (Mcaesa, IIpec-
HOB, 1990; CaBoctesiHOB, 2005; Arnolds et al., 1983). C
JIPYTOii CTOPOHBI, 32 IMOCJIeIHEE BPEeMSI ITOJTy4eHO MHOTO
JIAHHBIX O PETY/ISILIMK MOP(OreHeTUIECKUX MPOLIECCOB
MEXaHWYECKUMU HAPSDKEHUSMY SMOPHOHATBHOM TKa-
HY WIM TTOACTUIAIONIETo ee cyocTpara (Brouzes, Farge,
2004; McBeath et al., 2004; Engler et al., 2006; Dumais,
2007; Beloussov, 2008; Ramasubramanian, Taber, 2008;
Wozniak, Chen, 2009). B Haimmeii pabote mpeanpuHsITa
MOMbITKA OOBEAVMHUTD ABa 3TU MOAXOJAa U UCCIeA0BaTh
BIIUSTHHE pelaKCallu MEXaHMYEeCKUX HATIPSDKEHUI Ha
TONOJIOTUYECKYIO CTPYKTYpY KJIeTOuHOI ceth. PaGora
BBIMTOJIHEHA HA ONHOM M3 INMPOKO WUCITONb3yeMbBIX B
OUOJIOTUY Pa3BUTHUSI SKCIIEPMMEHTAILHBIX MOJENIE —
JIBOITHOM 3KCIUIaHTaTe (COHABMYE) BEHTPAIbHOM 9KTO-
JIepMbI TacTPYJIbl IIITOPLIEBOI JITYIIKKA Xenopus laevis,
KOTOPBI pelaKCUpOBaJ TOCe BBIPE3aHUSI U3 1IEIOTO
3apopiiia. HapyXHbie cJIon 3KTOAEPMBI (SITUAKTOACP-

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M yHIaMEeHTaJIbHBIX
uccienoBanuii (mpoekt Ne 05-04-48681).

Ma) UHTAKTHOTO 3apo/ibIlia MPeCTaBIsIOT COOOi TI0T-
HbIA 3MUTENNNA, KOTOPBIA MOXXHO paccMaTpyuBaTh Kak
TUTOCKYIO PelIeTKY (KJIETOUHYIO CETh), CJIOXKEHHYIO B OC-
HOBHOM M3 TeKCaroHaJIbHbIX KjIeTOK. OTHOCUTEIbHAs
TMPOCTOTa U OMHOPOAHOCTb CTPOEHUS TAKOW KIIETOYHOMN
CETH [IEJTA0T BO3MOXHBIM OLICHUBATh €€ COCTOSTHUE KO-
JIMYECTBEHHO, UCTIOB3YS CIIEMYIOIINE MOKA3ATENN:

1) CBSI3HOCTH KJIETOYHBIX BEPIIMH (YMCIO KJIETOY-
HBIX CTEHOK, BBIXOJISIIIMX U3 JAHHOU BEPIIVHbI);

2) BeJIMYMHBI YIJIOB MPU BEPILIMHAX KJIETOK;

3) KOIMYECTBO CMEXHBIX BEpPIIMH CO CBSI3HOCTBIO
>3, JIeXKaIMX Ha OTHOM CIITasKeHHOM JIMHUM U3 KJIETOY-
HBIX CTEHOK;

4) cpemHIO TMHY W KPUBU3HY CTEHOK B KITETKAX C
BEpIITMHAMU Pa3HOM CBSI3HOCTH;

5) cpeaHue BeIMYMHBI alKaJIbHBIX MHIEKCOB (A[)
KJIETOK BITMIKTOIEPMBI (OTHOIIICHUE BBICOTHI KIIETKHM K
IIMPUHE €€ alIMKAJIbHOM 30HbI).

W3MepeHust ToKasaiau, 4To yxKe 4epe3 HECKOJbKO
MUHYT MOCJIe peJIaKcaliMy HAaTSDKeHWM HAYMHAIOTCS aK-
TUBHBIE TIAHAPHBIE COKpAIlEHUs OTISIbHBIX KJIETOY-
HBIX CTEHOK M LIEJIbIX alMKaJIbHBIX TTOBEPXHOCTEN Kile-
TOK, YTO MPOSIBJISICTCS. B BO3PACTAHUM JOJIU BEPLLIUH CO
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CBSI3HOCTBIO >3 M, HECKOJIBKO TIO3Ke, B CYIIICCTBEHHOM
BO3pacTaHny 3HaYeHUIT A/, KJeTKu ¢ BBICOKMMI 3Hade-
HussMHA Al (KOJIOOBUIHBIE) 3aT€M YyTPaurBalOT KOHTAK-
THI C COCEIIMU M TIOTPYXKAIOTCSI BHYTPh KJIETOYHOTO
ri1acta. BTOT TMPOLECC SIBISIETCS] MPUMEPOM OTHOTO U3
BUJIOB KJICTOUHOM Mrh(epeHINMPOBKN — SMUTEINATb-
HO-Me3eHXMMHOI TpaHchopMmalmu. KpomMe Toro, Bep-
IIIMHBI BBICOKOH CBSI3HOCTH IPOSIBIISIIOT TEHACHITUIO CO-
OMpaThcsl B COMKHYTBIE TPYITITEI, 00pa3ysl CIVIasKeHHBIC
JIMTHUY KJIETOYHBIX CTEHOK, YTO IMUTHPYET ITPOIIECC Je-
JTaMAHam. TaknuM 06pa3oM, TIOBeIeHNEe MEXaHMIECKI
pPENaKCUPOBAHHOTO KIIETOYHOTO IDIacTa MOXHO pac-
CMaTpurBaTh KaK yIPOIIEHHYIO MOAE/b KJIIETOUHOM muc-
GepeHUMPOBKU 1 HEKOTOPBIX MOPMOreHEeTUYEeCKUX
nporueccoB. HaOmonaeMbie sIBICHUST OOCYXKIAIOTCSI B
TepMUHAX MOJENIM TUIIEPBOCCTAHOBJICHUSI MEXaHWUe-
ckux HanpsokeHuii (Beloussov, 2008). CornacHo 3Toit
MOJIEJIH, KJIETOYHBIC CTPYKTYPHI, TIOABEPTHYTHIE PACTSI-
JKEHHIO WJTH, HA000POT, peslaKCaIlfK,/CXKaTHIO BHEIITHH -
MM CHJIaMU, JIOJDKHBI aKTUBHO 1, KaK IpaBUJIo, ¢ “Iiepe-
XJIECTOM” BOCCTAHABJIMBATh TPEIIIECTBYIOIINE 3HAYC-
HUS MEeXaHU4eCKUX HampspkeHuid. [TpumMeHuTensHo K
KJICTOUHBIM CTEHKAM 3Ta peaklus J0JKHA COCTOSTh B
CTUMYJISILIMMA 3K30LIMTO3HOTO BCTpavBaHUSI CyObemau-
HUII KJIETOYHOI MeMOpaHbI MPU ee PacTsDKeHUH U, Ha-
MPOTHB, SHIOIIMTO3HOM IIOIJIOIIEHUN CYObSIUMHUIL
MpYA  peTaKcalm/ckaTui. Takue peakimu HeCTBH-
TeJIbHO omnycaHbl Ha psiae o0bekToB (Raucher, Sheetz,
1999; Truschel et al., 2002).

MATEPHUAIT U METOINKA

Tloayuenue u unkybauus >3KcniaHmamos. YJaCTKU
BEHTPaJIbHOM 3KTOMEPMBbI (KPBIIIM OJIacTOLIEIISI) 3apo-
npimeit X. laevis ctamymm 10-10.5 (Nieuwkoop, Faber,
1956) BBIpe3a ¥ CpalIBaIf ITONMapHO, BHYTPEHHUMU
CTOopoHaMM JIpyr K apyry. IlomydyeHHbIe o0pa3ibl (3KC-
TJIaHTaThl) TIOMENIAIN B Yalllku [1eTpu ¢ arapoBbIM IMO-
KpbITHEM W WHKyOupoBaiu ot 5, 15, 30, 60, 120 u
240 muH B cpene 1 x MMR nipu KOMHaTHO# TemIiepary-
pe 24—27°C, ipukanbIBast 00pa3Ibl MTJIAMU K arapy 6e3
pacTspkeHusl. 3aTeM BKCIUIaHTaThl (DUKCUPOBAIU IS
MpoBeneHUs1 KOH(POKaTbHON MUKPOCKOMWU U TUCTOJIO-
TMYeCcKoil 06paboTKM C TIOCIeAyoleil MOphoMeTpUeii.
DukcupoBain TakKKe UHTAKTHbBIE 3apOJbIIIN COOTBET-
CTBYIOILMX CTaaUIi pa3BUTHSI.

Kondghoxanvnas muxpockonus. O6pasinl GUKCHUPOBa-
J1 B pactBope 3.7%-Horo opmanpaeruna u 0.25%-Ho-
ro TyTapajibleruaa, NpUroToBjieHHOM Ha (ochaTHoM
oydepe (PBS), mpombiBaiiu B PBS 1 momertianu B 6ydep
PBS-T (0.5%-nn1i1 Tputon X-100 Ha 1 x PBS). Oxpa-
IIMBaHUE TTPoBOAMIM cMechio aonnuHa u TRITC
(0.005 mr/mn B PBS-T) B TemHOTe B TeueHUe 45 MUH,
mnocJie yero oopasiibl OTMBIBAIM B TeueHMe 2 4 B Oydepe
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PBS B TeMHOTE M TMOMEIIATN B 3aJIMBOYHYIO CpEIy
(80%-mwr1ii TmiepuH Ha PBS).

ITloayuenue u obpabomka u300pasiceHuUll NOBEPXHO-
cmeii. BHelllHUe MOBEPXHOCTH 3KCIUIAHTATOB, HE CO-
MpUKACaBIIIMECS C arapoM, 1 MOBEPXHOCTH MHTAKTHBIX
3apogplieil potorpadpupoBaai. YToObl MOIyInTh 00-
Jiee YeTKre KJIeTOUYHbIe TpaHullbl, (poTorpacduu rnpeod-
Pa30BBLIBAIM B HETaTUBHbBIE YEPHO-0eJIble U300pakeH s
B iporpamme Paint.Net 1 3aTeM 00BOIMIM KOHTYPOM I10
60 K1eTOK. Y 00BeIeHHBIX KIIETOK U3MEPSUTH YIJIbI TIPH
BEpILIMHAX C TOMOIIBIO CIEUUabHO HalMCaHHOW B
cpene Delphi mporpammbl. Kpome Toro, noacuntbiBaim
JIOJTIO BEPILIMH Pa3HOU CBSI3HOCTU U IOJTIO BEPILIMH CBSI3-
HOCTU >3, cOOpaHHbBIX B CMEXKHbIE IPYIIIbI 110 2 U 60s1ee
BEpIIMH B KaxKIoi. {11 KaxKImoro cpoka oopadoTaiu 1o
500—1500 kneTox.

CpenHue JIMHBI U KPUBU3HY CTEHOK KJIETOK C Bep-
IIIMHAMHU CBSI3HOCTH 3 1 4 U3MepsUIM Ha BLIOOPKAX, CO-
cTosiimx He MeHee 4yeM 13 100 KiIeToK, n300pakeHni
MHTAKTHBIX 3aPOABILIEH U S-MUHYTHBIX SKCILJIAHTaTOB C
roMolipio TporpamMmbl  ImagelJ. KpuBuzHy cTeHOK
OIpeIe/ISIN KaK OTHOIIEHUE VX pealbHbIX JUIUMH K JIJTU-
HE XOopa, COCAMHAIOIINX KOHLIBI JaHHBIX CTCHOK.

Ckanupyrouas 21eKmpoHHAsE MUKPOCKONUSL, U320M06-
JeHUe NOAYMOHKUX CPe308 U NOOCHem ANUKAAbHbIX UHOeK -
co6. O0pas1bl PUKCUPOBAIA B 2.5%-HOM IIIIOTapajbie-
ruzae Ha 0.2%-HoM KakoauiaTHOM Oydepe, 00pabaThbl-
Bamm 0.5% OsO, u 3amuBamm B 3noH 812. s
CKAHUPYIOLLIEH 3JEKTPOHHOM MHUKPOCKOMUU U3rOTOB-
JISUTM TIONIEPEYHbIE CKOJIbI 00pa3loB, M1 ONTUIECKOI
MUKPOCKOIIMM — IIOJYTOHKME TIOIEpEeYHbIC CpE3bl,
OKpallleHHbIe 1%-HbIM TOTYUIMIOBBIM cuHUM. Ha 50—
100 xkymeTKax KaXkKIoro cpoka, BRIOpAaHHBIX Ha TTOTIepeyd-
HBIX cpe3ax ClayJalHbIM O0pa3oM, C ITOMOILBIO IPO-
rpamMbl Imagel uaMmepsiin JIMHBI alMKaIbHBIX I10-
BEPXHOCTE KIIETOK 1 A/ OTHOIIIEHWST HAMOOJIBIIICH BhI-
COTBI JAHHOM KJIETKH K €€ alKaJIbHOM IJIMHE.

Cmamucmuueckyio 06pabomky 0aHHbIX TIPOBOIWIN B
nporpamme STATISTICA 6.0, pasnen Basic Statistics.
JaHHBIe CUATAIIA JOCTOBEPHBIMU, €CJTM OHU YIOBJIETBO-
pstm kputepusiM CThiofeHTa 1 BiikokcoHa.

PE3VYJIBTATDBI

Hunamuka cesasHocmu kaemounvix éepuwiun. Ha skc-
IJIAHTATaX Pa3HbIX CPOKOB, a TAKXKE Y UHTAKTHOIO 3apO-
gpima craguu 10—10.5 6bU1M moacuyuTaHbl IOJIU Bep-
ILIMH Pa3HON CBSI3HOCTU. XOTS Y BCeX 00pa3LioB Ipeod-
Jlajgaja [0Jis BEpILUMH CBSI3BHOCTH 3, yXKe 4yepe3 5 MUH
TI0CJIe BhIpe3aHMsl 9KCIUIaHTaTa ObUIO OTMEYEHO JIOCTO-
BEpHOE BO3pacTaHue [OJIM BepIIMH 0ojiee BBICOKOM
CBSI3HOCTHU TI0 CPaBHEHUIO C MHTAKTHBIMU OOpa3liaMH
(puc. 1). B niepuon 2—4 4 HaGmMogaI BTOPYIO BOJIHY
BO3pacTaHusl CBSI3HOCTU (pa3jiMuMsl MO CBsSI3HOCTU 4
MEKIy BKCIIaHTaTaMHM 2 U 4 4 CTAaTUCTUYECKH JOCTO-
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Puc. 1. [lons BepilH CB3HOCTH >3 (110 Ocu opavHart, %) B
9KCIUIAHTATax pa3HbIX CPOKOB (IT0 OCU aOCIIMCC, MUH MOCIIe
9KCIUIAHTALIMU) TI0 CPABHEHUIO C SIMUIKTONEPMOI MHTAKT-
HbIX 3aponspiieit (MHT). (—O—) — BepLIMHBI CBA3HOCTU 4
(yKazaHbl CpeTHUE 3HAUEHUsI, CTaHIapTHAasl OLLIMOKA U CTaH-
JIapTHOE OTKJIOHEeHue); (- - ® - - ), (--+-M-+-) — BEepIIUHBI CBS3-
HOCTH 5 11 6 COOTBETCTBEHHO (yKa3aHbI TOJIKO CPETHYE 3HA-
YeHus).

BepHBI). 1o BepliH 001ee BEICOKOI CBSI3BHOCTH, XOTSI
Y ObUIM CYILIECTBEHHO MEHBIIIE, HO TTOAYUHSIIMCH TOM
Ke TMHAMUKE.

Junamuxka cmexcHbIX 6epuiuH 8bICOKOU C8A3HOCMU U
CNAMNCEHHBIX KAeMOYHbIX epanul. B perakcupoBaHHbBIX
SKCIUIAHTATaX, HAYMHAsI C 5 MUH TI0CJIE U30JISILIU, J10-
CTOBEpHO YBEJIMYMBACTCS JOJSI KJICTOUHBLIX BEpILMH,
CBSI3AaHHBIX B CMEXHbBIE TpYIIbLI II0 ABEe U Oojee
(puc. 2, a). dons rpymi, comepxXaliux 0oJiee 4yeM JIBe

EBCTUDEEBA u ap.

CMEKHBIC BEPILIMHBI, HAYMHAET BO3PACTaTh JIMILb Yepe3
30 MHUH TIOC/Ie HM3OJSILAM, KOrda YBeJIMYEHHE 4ucia
TPYIIII I10 JIB€ BEPILUMHBI 3aMeIIsgeTcs (Cp. puUcC. 2, a U 0).
DTO CBUAETEILCTBYET O IEpeXoe, Mo KpaiiHell Mepe B
nepuog 30—60 MUH I10cjIe U30ISLIMU SKCITIaHTaTa, Ya-
CTU IBYXBEPIIMHHBIX TPYITI B TPYMITHI C OOIBIINM YHC-
JioM BepiivH. Kak BugHO Ha puc. 3, a—e, 3TU IpyIIbl
COEIMHEHbBI CIIIAKEHHBIMU JIMHUSIMUA KJIETOYHBIX CTe-
HOK.

Jluna u KpueusHa KAemouHblX CIMEeHOK NpU 6ePUIUHAX
paznoll ceésaznocmuy. CpaBHUBAIM ITOKa3aTed IIPU Bep-
IIMHAX CBSI3HOCTH 3 M 4 Ha MHTAKTHBIX 3apOABIIIIAX pa3-
HBIX CPOKOB MHKYOAIIU 1 Ha S-MUHYTHBIX 3KCIUIaHTa-
Tax. OGHapYKEHO, YTO BO BCEX CIIy4YasiX CPeIHUE ITUHBI
¥ KPUBU3HBI CTEHOK IIpY BEPIIMHAX CBSI3HOCTU 4 11 60-
Jiee TIPEBBIIIAIOT TAKOBBIC ITPY BEPIIMHAX CBSI3HOCTH 3
(mocToBepHOCTH pa3HocTel o Buikokcony — p < 0.003;
no CreiofeHTy — p < 0.0004). CpenHsist pa3HOCTb JTUH
nmocturana 18%. Ha puc. 3, 0—orc TIoKa3aHbI XapaKTep-
HbIE S-00pa3HbIe N3rMObI KIIETOYHBIX CTEHOK.

Lunamuka yenoe npu kaemoutsix eepuiurax. B oopas-
L€ MHTAKTHOI 3MUAKTONEPMbI MOJIUTOH pacipeaesie-
HUSI BeJIMYMH YIJIOB MPU KJIETOYHBIX BEPILIMHAX UMEeT
YETKUI MakKCUMyM B paitoHe 120° (koaGUIIEeHT 3KC-
ecca 1.8), 4yTo yKasbIBaeT Ha MpeodsianaHue MpaBUIb-
HBIX TeKCarOHAJIbHBIX KJIETOK (puc. 4). Yke yepe3 5 MUH
MOCJIe U30JISILIMK CYILIECTBEHHO BO3pacTaeT OIS YIJIOB,
6oJbX M MeHbIIMX 120° (KoahUIMEHT 3Kcliecca
0.2), 4TO CBUAETELCTBYET O AehopMalliM TeKCaroHab-
HOI pellieTK. 3aTeM MOJIUTOHBI pacIpeaeieHU ITocTe-
MEHHO BO3BPAIAIOTCS K HCXOAHOMY 3HAYeHUIO (Ha
puc. 4 TIoKazaH TOJbKO MOJUTOH 4-4aCcOBOI0O 9KCILIaH-
TaTa, y KOTOporo KoaHUIMeHT 3Kclecca paBeH 1.7).

80 60
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30 - 20 - H 1
20 L L B 1
10F ol =
10
0 | Or 1
1 [l | 1 | 1 T -I- | | 1 |
Uur 5 30 60 120 240 Uar 5 30 60 120 240

Puc. 2. [1o7151 cMEXHBIX BEPILH CO CBSI3BHOCTBIO 4 110 OTHOIIEHMIO K OOLIEMY YKCITy BEPIIMH JAaHHOM CBSI3HOCTH Ha Ppa3HbIX CPOKAaX
TOCJIe SKCITIAaHTAIIMM M B MTHTAKTHOM 3apoJIbIIIe: a — 00IIIasi IoJist; 6 — JIOJIsl BEPIIIWH, COSAMHEHHBIX B TPYITITHI O0JIee YeM TI0 JBE.

(W) — cpegHue 3HauYeHus, ((0) — cTaHmapTHas OIIMOKa, (J‘) — CTaHIAapTHOE OTKJIOHEHUE, OCT. 0003HAYEHHUSI CM. Ha puC. 1.

OHTOT'EHE3 Tom 41 Ne3 2010
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Puc. 3. CriaxkeHHbIE IMHUY KJIETOYHBIX CTEHOK (BBIIE/ICHBI XKUPHBIM), COSIUHSIIOIINE CMEXHbIE BEPIITUHBI CBI3HOCTU 4 (a — oOpa-
3eLl MHTaKTHOM TKaH! Ha ctaguu 10—10.5; 6—e — skcruianTarsl uepes 5, 60 1 240 MUH COOTBETCTBEHHO) Y ITPUMEPBI M30THYThIX KJle-
TOYHBIX CTCHOK (BbII€/IEHbI XKMPHBIM) TP BepILIMHAX CBSIZHOCTU 4 (J, e) u 5 (orc).

Hzmenenus snauenuii Al 6 peaakcuposanHvix SKCnian-
mamax no CPasHeHUro ¢ UHMAaKMHbIMU 3apo0blulamu mex
Jrce cpokoe pazeumust. Ha puc. 5, a—e BUmHO, 410 B 3111~
SKTOJIepME IKCIUIAHTATA CpeaHe 3HaYeHUs Al yke ue-
pe3 5—15 MuH nocie BeIpe3aHusi HAYMHAIOT BO3pacTaTh
¥ K 60—120 MUH ¢ BBICOKOI JOCTOBEPHOCTHIO TTPEBBI-
1LIAI0T HaYaJIbHbIe. MeXITy TeM B MHTAaKTHBIX 00pa31iax B

3 OHTOI'EHE3 Ttom41 Ne3 2010

Te K€ CPOKH ITPOTEKaeT OOpaTHBIN mporiecc — Al yMeHb-
11aeTcs, T.e. KJIeTKU paciviacTeiBatoTcs. Oba Thmna usMe-
HeHUil Al KOppeJupyloT C U3MEHEHUSIMU TaHTEHLIMAJTb-
HBIX HATSCKEHUM — WX peJlakcalveil B OKCIUIaHTaTe u
BO3paCTaHUEM B UHTAKTHOM 3apO/Jbliiie BCJSICTBUE Ha-
yaiga racrpyisumu. B akcruiantarax 30 U ocobeHHO
60 MMH BbIIEJISIETCST CYLIECTBeHHAsi (Dpakiivsi KJIETOK ¢
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Puc. 4. [TonuroHsl pacipenesieHUs: BEJIMYMH YIJIOB IPU KJie-
TOYHBIX BEpPIIMHAX, PAaHXKUPOBAHHEIC B TPyImbl 1o 20°, B
SMUAKTONEPME MHTAKTHOTO 3apOibiiiia (—) W SKCIUIAHTATOB
5 MUH 1 4 4 UTHKYOAIIK1 COOTBETCTBEHHO (- - -), (). I[To ocn
abCLIMCC — YIVIOBBIE TPAIYCHI, IT0 OCU opavHaT — %.

Al > 6 (Brutoth 10 Al = 12), oToeneHHass 3aMETHBIM
“npoBaJioM” OT KJIETOK ¢ HU3KUMU Al. (puc. 5, e, d). D10
dpakist KoJIOOBUIHBIX KIETOK (PHC. 6), KOTOPBIE BITO-

80 a 70 -
70 .
M= 1.71£0.96 60
60 -
50 -

M =1.59+0.78

1 2 3 4 5 6
e

M,

M = 1.50 +0.57

EBCTU®DEEBA u np.

CIEACTBUM OTPBIBAIOTCS OT IMTOBEPXHOCTHU DKCILIAH-
TaTa W IOTPYXAIOTCS BHYTPh KJIIETOYHOIO ILIACTa
(puc. 6, 8), B CBSI3U € YeM K 4 U UHKYOALIUU UX A0S
yOBIBaeT (puc. 5, e).

Konebanus omuocumenvHbix GeauHuH MEXAHUYECKUX
HanpsiceHuli Ha NOBEPXHOCMU IKCHAAHMAMO8 No CPasHe-
HUIO ¢ NOBEPXHOCMBIO UHMAKMHbIX 3apo0bluleli mex dice
cpokog pazsumusi. [IpuBoIMMbIe B 9TOM pazfielie OLEHKU
HUCXOJAT U3 TOTO, UTO MEXaHUUYECKVe HaIpsDKeHUsT Ha
TMOBEPXHOCTH IKCIUIAHTATOB Y MHTAKTHBIX 3apObIIIei
JIMHENHO 3aBUCST OT nedopMallvii, T.e. OT pacTSKeHUs
WIM CXKaTusl anuKaJIbHBIX KJIETOYHBIX MOBEPXHOCTEM
(momyiieHue yrpyroct). [IpuMeHUTENIbHO K TaHHOMY
TUIY SMOPUOHAIBHON TKAaHW AOMYIIEHUE YIIPYrOCTU
OIpaBIAHO JISl HE CIUIIIKOM OOJIbIIIMX OTPE3KOB BpeMe-
HU Af, TIPOLLEIIMX BCJIe 3a TTOC/ISIHEN CYILIIECTBEHHOM
(>0%) nedopmarvieii TKaHI: Ha 6oJiee ITUTEITEHBIX CPO-
Kax HarpsbkeHMe, Kak IpaBuiio, peaakcupyet. Corac-
HO AaHHbBIM [1aronieBoii ¢ coaBT. (2003), Af = 30 muH. B
9KCIUIAaHTaTaX B TEYEHHWE pacCMaTpMBaeMOIO OTpe3Ka
BpeMeHU Af He TIpeBbIIIaeT YKa3aHHOTO ITopora.

Ha mnonyroHkux (meprneHIuKyISIpHbIX MOBEPXHO-
CTH) cpe3ax Yepe3 SKCIUIAHTATHI U MHTAKTHBIC 3apO/IbI-
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Puc. 5. [crorpaMmbl anuKaabHBIX MTHACKCOB A/ B 3TIMAKTONEPME IKCITIAHTATOB (M) Y MHTAKTHBIX 3apObILIEH pa3HbIX CTaIuil pa3-
Butust (M): a—e — 5, 15, 30, 60, 120, 240 MuH MHKyOaLuu cooTBeTcTBeHHO. ITo ocu abeuuce - 3HaueHust A/, o ocu opauHat — %.
Meyp 1 My — cpentvie 3sHaueHust Al B SKCIUIAHTATAX M MHTAKTHBIX 3aPOBILIAX YKA3aHHBIX CPOKOB OOTBETCTBEHHO.

OHTOT'EHE3 Tom 41 Ne3 2010



N3MEHEHUNA TOITOJOI'MU U TEOMETPU ®MBPUOHAJIbHbBIX SITUTEJIMEB 195

Puc. 6. [NonepeuHble CKOJIBI MTHTAKTHOTO KJIETOYHOTO TIacTa (@) 1 aKkcruiantaToB uyepe3 30 (6) u 240 MuH (8) Tocjie U30JISILUM, CKa-
HUPYIOIIAst 3JIEKTPOHHAST MUKPOCKOITHS. (<—) — KOJOOBUIHBIE KIIETKH C BBICOKMMHU 3HAYEHUSIMU A/, KOTOPBIE TTOCTENIEHHO ITOrpy-

JKaroTcs B TIIyOb 1iacta. Maciira6b: a — 50, 6 — 30, 6 — 20 MKM.

LI KaKA0ro cpoka (0T 5 10 240 MUH) BbIAETISIIIN TPYITIbI
no 100 xi1eToK, NpuxomsdInrecss Ha HECKOJIBKO ITapai-
JIETBHBIX cpe30B. M3aMepsii cyMMapHbIe IUTMHBI L 3THX
TPYITIT ¥ JUTMHBI alTMKAJIBHBIX TTOBEpXHOCTE d (amm-
KaJIbHbIE IJTMHbBI) BCeX KJIETOK (puc. 7). U3aMeHeHusI Me-
XaHUYECKUX HATIPSDKEHWI B TAHHBIX KIICTOYHBIX TPYIT-
Max Mpu TMepexoie OT KaKI0Tro MpeAbIAyIIero K mocie-
JIyIOIIeMY CPOKY JeJIMIN Ha ABE TPYMIbl — BHELITHIOK U
BHYTPEHHIOW (AQ. M Ad). Ad.y CUUTATIN B COOTBET-
CTBUM C AOMYIIEHWEM YITPYTOCTH, TPOMOPLIMOHATLHBIM
AL/Ly, tne AL — v3MeHeHre OOIIeH JIMHBI TPYIIbI
KJIETOK (€€ pacTSLKEHME CUMTaeM TOJIOXKUTEbHBIM, a
COKpallleHUe - OTpULATeNbHbIM), a L, — HavajbHas
uHa (puc. 7, a). Ad;,, CUWTAIN TPOIIOPIIMOHAIEHBIM
YMEHBILIEHUIO JUIUH (COKpAIlIEHUIO) alMKaIbHbIX JIJTUH
d KJIeToK, BXOASIIMX B JaHHYIO TpyIy (NP YCIOBUU
(ukcauu ee rpanuir). HerpynHo yoeauThest, 9to Ad;,
MPOTOPLMOHAIbHA CyMMe OTKJIOHEHMI armMKaJIbHbIX
JUTUH d THAVBUIYAJIbHBIX KJIETOK OT CpeIHEro apudme-
Tryeckoro (M = L/N) anlMKaJbHbBIX JUIUH BCEX KJIETOK
CWJI TUOO B TOJIOXUTEIbHYIO, TMOO B OTPULIATEIHHYIO
CcTOpoHY (00a 3HaYEHUsI PaBHbI 10 OINPECICHUIO), T.C.

N
A8y = S (M=d))>0.

i=1

JI1s1 MOsICHEHUsI pacCMOTPYM JiBa TTOC/IeA0BaTeIbHbIX
COCTOSTHMSI TPYIITBI U3 IBYX Ki1eToK (puc. 7, 6). ITycts B
MCXOJHOM COCTOSIHUM 00€ KJIETKHU UMEIOT OUHAKOBYIO
IiHY, paBHY0 M. Torma BHYTpeHHHE HaIIpSDKECHMS
paBHbI HyM0. Eciin e 1moBepXHOCTb OHOM 13 KJIETOK
cokpaTwiach Ha AL 10 3HayeHus d;, TO, UCXOMs U3 10-
MyIIEHUsT YIIPYTOCTU U CUMTasl OOIIYIO JUTMHY KJIETOU-
HOI TpymIibl MOCTOSIHHOW, BHYTpEHHEe HaIlpstbKeHUe
(PaBHOMEPHO pacmipeieeHHOe MO BCEil JJIMHE KJIeTOY-
HOI TPYIIIbI) BO3pacTeT KakK pa3 MpOMOPLIMOHATIBHO
\M —d|.

AQ¢ye 1 AD;; B UHTAKTHBIX 3aPOMIbIIIIAX M 3KCIIaHTa-
Tax BbIpaxkaJid B MPOLIEHTAaX OT CyMMapHO IJTMHbBI BbI-
0opok. BeI10 00HapYKEHO, UYTO B MHTAKTHOM 3apOIbIIIIe
MaKCUMaTbHBIE Mepenabl Mo OTASIbHOCTH S| U .S, nie-
dopmarmii He nipesbiaroT 20% (puc. 8, a), a ux cyMmMa
—40% (puc. 8, 0).

Mexxmy TeM B 9KCIUIaHTaTaX 3TW BEJIMYMHBI 10 OT-
TIETBHOCTH MCTIBITHIBAIOT Pe3KWe KOJIeOaHMsI, TOCTUTa-
romme 80 (puc. 8, 6), a B cymme — 10 60% (puc. 8, 2). B
TedyeHue TepBbIx 40 MUH MOC/Ie U30JSILMN CHIBHO (Ha
80%) BO3pacraioT Ad;, 1 HECKOJIbKO MeIUIEHHee, TIPH-
YeM TIOUTH Ha TAaKYIO XXe BeJTMINHY, Ttanaet Ad,,, (001Iast
IUTMHA TUTacTa YMeHbIaeTcs). B mambHelinmeM cymmap-
HOe MeXaHMJIeCKoe HaNpssKeHUe B KIIETOYHOM TpYIIIe

W_J
d

Puc. 7. HanpstxeHus1, BOBHUKAIOLIME B KJIETOUHOM ITIACTY C TIOABUXKHBIMU (@) U (PUKCUPOBAHHBIMMU (6) rpaHULIaMU. OOBSICHEHUSI CM.

B TCKCTE.
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Puc. 8. KonebaHust MexaHUUeCKUX HAITPSKEHMIA (ITO OCY OPIAMHAT, %) B MHTAKTHBIX 3apOMbIiiax (a, 6) ¥ 9KCIUIaHTaTax (6, ¢) B 3aBU-
CHMOCTH OT BPEMEHH (110 OCU aOCLUCC, MUH). @, 8 — Jy¢ (- - -), Ojy (—); 0, & — CYMMA g U Oy

BO3pACTaeT UCKIIOUUTENIbHO 32 CYET BHEIIHEro pacTsi-
>KeHUsI (CBSI3aHHOTO, KaK MOKa3bIBAIOT T'MCTOJIOTHYE-
CKUE aHHbIe, C 00pa30BaHUEM IOJIOCTEH BHYTPU KC-
I1aHTaToB). B pesyssrate Ad,y, + Ad;, B 4-4aCOBOM 3KC-
IUIaHTaTe cymecTBeHHO (Ha 40%) TpeBbIIAacT WC-
xonHoe. TakuM 006pa3oM, IPOM30ILLIO TMIIEPBOCCTAHOB-
JIeHUEe TAHTeHIIUAIIBHOTO HATSKEHUSI TIOBEPXHOCTH, pe-
JIAaKCUPOBAaHHOTO TIOC/Ie BbIpe3aHus1 3KcruiaHTtara. C
JIPYTOM CTOPOHbI, B UHTAKTHOM 3apOJIbIIIE CYMMapHbIe
HaTpsDKeHUsT BCe BpeMsl HEe3HAUYMTENIbHO KOJIEOaTUCh
BOKPYT MCXOJHBIX 3HAYEHUA.

OBCYXIEHHUE

W3znoxeHHbIE Bblllle JTaHHbIE JEMOHCTPUPYIOT He-
CKOJIBKO peaklIMii KJIETOYHOTO TIJIacTa Ha pejlakcalluio.
Bce oHM HampapjieHbl Ha BOCCTAHOBJIEHUE (KaK ObLIO
MOKa3aHo, C “TIepexyIeCTOM”) pelaKCUPOBAHHBIX TaH-
TeHLMATbHBIX HATSDKeHUI, HO OTJIMYAIOTCS MO CBOEH
TOIOJIOTUY U MO XapaKTepHbIM BpemeHaM. K mepBoit,
HauboJsiee paHHE peaklMU OTHOCUTCSl YBEIUYeHUeE
CBSIBHOCTM KJIETOYHBIX BEpIIUH U U3MEHEHUE TMCTO-
rpaMMBbl pacripefe/ieHsI yIJIOB Ipy BepiurHax. Oda atu
M3MEHEHMUST OTPAKAIOT OAWH U TOT 3Ke MPOLIECC U CBUAC-
TEJIBCTBYIOT O TOM, YTO OH ITPOTEKACT B IIJIOTHO YITaKO-
BAHHOI1 TIOMYJISIUMU KJIeTOK. [leiicTBUTeIbHO, BO3pac-
TaHUE CBSI3HOCTU OJHO3HAYHO CBUICTEJILCTBYET O CO-
KpallleHU 0 HYJISI CYIISCTBEHHOM MO KIIETOYHBIX
cTeHOK (puc. 9, a: pedpo KL penyuupyercs 10 Touku 0),
YTO MPU COXPAHEHUM TLJIOTHOM YITAKOBKM KJIETOK KakK

pa3 1 JOJDKHO TPUBOIMUTDL K PACXOXACHUIO 3HAYCHMIA
BEPILLIMHHBIX YIJIOB B 00e cTOpoHBI OT 120° (puc. 9, a: yr-
JbI RSO n SOQ). Takast peayKiysl KJIETOUHBIX CTEHOK
(oOpa3zoBaHEe KJIETOUHBIX “pPO3ETOK’’) 0O3HAYaeT HAYaJIo
U3MEHEHUII KOHTAKTOB “KJIeTKa-KJIeTKa”, 4TO HMeeT
BaXKHOE MOp(dOoreHeTUYECKOE 3HaYeHNE, SIBJISISICH MIPe-
MOCBIJIKOM KJIETOUHOM MHTepKarsiuu. OOpa3oBaHUe
KJIETOYHBIX “pO3ETOK” OTMEUEHO B IIEPBUYHOM MOJIOCKE
KypurHoro 3apoabiiia (Wagstaff et al., 2008) 1 B 6;1acTo-
Jepme 3aponpliieii apo3oduibl (Blankenship et al.,
2006). Hartm jaHHBIE TTO3BOJISIIOT MPEAIIOIOKUTE, YTO
penakcalyst MEXaHMYECKMX HaNpsDKEHWI CcyllieCTBeHHA
JUIST 3aITyCKa 3TOro TIpoliecca.

beUto Takke moka3aHO, YTO BEpIIMHBI BBICOKOI
CBSI3HOCTU MMEIOT TEHACHIIMIO COOMPAThCS B CMEKHBIE
TPYIIIbl, COEAMHEHHbIE BHIPOBHEHHBIMU KJIETOYHBIMM
CTEHKaMU. DTa TEHASHIINS TOXKe IIPEICTaBIIsSIET MOP(O-
TeHEeTUYECKMI MHTePeC, TaK KaK MOXKET CIIY>KITb MOZIe-
JIpto AestamMuHanyn. O0e TeHIEHIINY MOTYT OBITh OOBSIC-
HEHbI HA OCHOBE MOJIE/IN TUIIEPBOCCTAHOBIICHUS MeXa-
HUYECKMX HAIIPSDKEHUIA.

CokpallleHUe 10 HyJIST HEKOTOPOM JTOIN KJIETOUHBIX
pebep MOXHO paccMaTpuBaTh KaK HEITOCPEACTBEHHbINM
OTBET Ha pelaKcallvio, HarpaBJIeHHbINA K BOCCTAHOBJIC-
HMIO HaTspKeHuid. OQHaKo, ¢ TOYKU 3peHMS MOJIEIIN TH-
TEPBOCCTAHOBJIEHUSI, TIEPECTPOMKU KIETOUYHOM CETU HE
JIOJDKHBI HAa 3TOM OCTaHaBIMBATbCs. JleHCTBUTENBHO,
TIPYU COKpallleHUM JT0 HyJisI pedpa KL (ero cxoxXaeHUs B
TouKy O), Bce yeThIpe pedpa a, b, ¢, d pacTSIruBarOTCsI CO-
OTBETCTBEHHO 110 a,, by, ¢, d, (puc. 9, a). CoriacHO MO-
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Puc. 9. [peanonaraemasi cxema 00pa3oBaHusI CIJIAXKEHHbBIX TMHUI KJIETOYHBIX CTEHOK, 00pa30BaHHBIX CMEXKHBIMU BEPLIMHAMU CBSI3-
HOCTH 4. (=) — pacTskeHue—cxkarue pedep, OCT. OOBSICHEHUS CM. B TEKCTE.

JIeIN TUTIEPBOCCTAHOBIICHUSI, BCJIE]T 32 [TACCUBHBIM pac-
TSDKeHUEM JI0JDKHO HACTYMUTh aKTUBHOE (BCTpanBaHUE
HOBBIX CYOBEIUHMIL MEMOpaHbI, CKOpee BCEro, IyTeM
3K3011TO3a). Kak pa3 Ha 3T0 yKa3bIBaeT OIMUCAHHOE BhI-
11I€ IPEeBBIIICHNE IJIMHBI 1 KPMBU3HEI CTEHOK ITPY BEp-
IIMHAX CBSI3HOCTU 4 U BBILLIE HA/I TAKOBBIM TIpY BEPILIN-
Hax CBSI3HOCTH 3 (puc. 3, 0—ouc): CTpyKTypaM, HaxomsI-
IIMMCSI TI0[, BHYTPEHHUM JaBJICHUEM, CBOMCTBEHHO
n3rndarecst. BMecTe ¢ TeM cTporo paBHOMEpHOE pacTsi-
JKEeHUE BCEX YeThIpeX CTEHOK IIPeICTaBIseT cOO0oM Ma-
JIOBEpOSITHBIN (“HEerpyObIii”) BapruaHT, 00jiee BEPOSITHO
XOT$I OBl HEOOJTBIIIOE TTPeodIaTaHNe PACTSKEHMS OTHO-
ro U3 pebep (HampuMep, a —= @) — TOTJA 3Ta CTeHKA
OymeT cXuUMaTb CTEHKY e M pacTArMBaTh CTEHKY g
(puc. 9, 6). CornacHo TOi1 >k MOAE/IM, CTeHKA e TI0JDKHA
COKPATUTHCS IO HyJIsI, 4TO IPUBEIET K COCAUHEHUIO
CTeHKU g ¢ fu h B Touke P (puc. 9, 6). B pe3ynbrare Bo3-
HUKHYT IB€ CMexXHbIe BepiHbel O 1 P cBsI3HOCTU 4 1
crylaxkeHHas!, cJlabo M30THyTasl JIMHUS KJIETOYHBIX CTe-
HOK fad. ITpennaraemas cxeMa JIOITyCKaeT JaJbHelIee
pa3BUTHE 3TOrO IMPOLIECca, a TAKKe 00pa3oBaHUE Bep-
ILIMH OoJiee BBICOKOI CBSIBHOCTU (HAIlpruMep, B pe3y/ib-
TaTe COKpallleHUsI 0 HyJIsI CTEHKU d, HaXOISIIECS IO/
JaBJIeHreM a, BepiirHa O IpruoOpeTeT CBSI3HOCT J).

bosnee MenneHHast peakiivsi Bo3pactanusi A7, T.e. pa-
JUabHOE YIJIMHEHVE U YMEHbBIIIEHUE alTMKaJIbHbIX MO~
MEPEYHMKOB psifa KIIETOK ITPaKTUICSCKU IO HYJIST, TAKXKE
HalpaBJicHa Ha BOCCTAHOBJIEHME peaKCUPOBAHHBIX
HaTsokeHUit. C Opyroit CTOPOHBI, 3TY PEaKIINIO MOXKHO
paccMaTpuBaTh KakK KJIETOUYHYIO TUPOEPEHLIMPOBKY —
SMUTEMATBHO-ME3eHXMMHYIO TpaHchopmariuio. Ml
BUAMM, YTO TaKOil Majiocienpuieckuii (pakTop, Kak
peakcanms MeXaHMYeCKUX HampsDKeHWI, 3aITycKaeT
LIEJTYIO CBSI3KY TOITOJIOTMYECKMX ITePECTPOEK KIIETOUHBIX
ceTell. DTo elne pa3 NoTIepKIBAET MEXaHO3aBUCMOCTh
MopdoreHe3a 1 NpoLEeCCOB KICTOUHON auddepeHI-
POBKMU.
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Changes in Topology and Geometry of the Embryonic Epithelium of Xenopus
during Relaxation of Mechanical Tension

A. Yu. Evstifeeva, S. V. Kremney, L. V. Belousov

Lomonosov State University, Leninskie gory, GSP-2, Moscow, 119992 Russia
e-mail: morphogenesis@yandex.ru

Abstract—The paper presents the results of statistical evaluation of the changes of cellular apex connections,
apical angles, and apical indices of ventral cells of the epiectodermal gastrula of Xenopus during the first Hc-
four hours after the relaxation of mechanical tension. In the unrelaxed epithelium, an overwhelming majority
of cells have three apical connections, apical angles close to 120°, and apical indices around one (isodiametric
cells); after relaxation, the number of cells with more than three connections, the number of apical angles
deviating substantially from 120°, and the percentage of columnar cells with high apical index increase. Api-
ces with more than three connections tend to gather in enclosed groups, forming a smooth line of cell walls.
The length and curvature of cell walls with four apical connections significantly exceeds those same indicators
for cells with three apical connections. The observed changes in topology and geometry of cells correspond
to reconstructions observed during normal morphogenesis. They are considered in terms of the hyper-resto-
ration model of mechanical tension in relaxed epithelial layers.

Key words: epithelium, gastrula, Xenopus, apical angles, degree of apex, apical index, topology, geometry,
morphogenesis, mechanical stress
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