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C ITOMOIIIBIO TTPHUCACHIBAIOIIETO MAHOMETPUIECKOTO YCTPOMCTBA U3yYalu 3aBUCUMOCTh MeXIy Aedopma-
LIMSIMU 32POJIbIIIIEH HIMOPIIEBOM JISITYIIIKY Ha CTAAUSIX TACTPYJIbl U HEMPYJIbl M BEIMUMHAMU MTPUIOXKEHHBIX
cuil. MonyJib XKeCTKOCTU SMOPUOHAIBHBIX TKAHEN UMEeJT MOPSIIOK HECKOJBbKUX JECITKOB MacKajiei v Ipu
nedopmaiusax ot 40 no 120% 6b11 UM 06paTHO TporioplimoHaneH. Ha cranuu ractpynsl B TeueHue 30 MUH
rnocJe MpeKpalleHus NeiiCTBYS MprcachliBalolleil CUJIbl HAOI0IaJIM paBHOMEPHOE WJIM HapacTaloliee 1o
CKOPOCTH BTSITMBaHMWE TeJla 3apoblilia BO BCACHIBAIOIINI KATUJUISIP IMAMETP KOTOPOTO COCTABJISIIT OKOJIO
TMOJIOBUHBI TTOTIEpeYHMKA 3apobliiia. JITnHa BTSTHYTOM YacTH 3apo/ibliiia KOppearpoBaja ¢ BEJIMYUHON ero
nedopmanuu 3a NepByO MUHYTY. B pe3ynbrare BrsruBaHust 00111asi IOBEPXHOCTH Tejla 1e(POPMUPOBAHHOTO
3apojiblla Bo3pacTayia 0ojiee YeM B J1Ba pa3a Mo CPABHEHUIO C UHTAKTHBIM 3apojbliieM. [Tocie BbITanku-
BaHMS 3apObIliia U3 KaWIjIsipa B TeUeHUEe S MUH ero MOBEPXHOCTh COKpalliayiach 1 gedopMalinsi Criaaxu-
Bajlach, YTO YKa3bIBAEeT Ha IIPUCYTCTBUE B PACTSIHYTHIX 3apOIbIIIIaX YIIPYTUX CUJI. DTU JaHHBIE TTOKA3bIBAIOT,
YTO Yy 3apONBIIIEH CTaAUU TacTPyJibl BHEIIHNE MEXaHWUYECKHUE CUJIBI HE TOJIBKO MacCUBHO Je(OpMUPYIOT
3apOJBIIII, HO U 3aITyCKAlOT €r0 aKTUBHOE pacTsKeHUE, TIPOUCXOsIIee MPY HYJIEBOI BHEIITHEW CUJIe U Tpe-
ofioJieBalollee yrpyroe COrpoTuBIieHNe TKaHel. OOCYKIatoTCs MeXaHU3Mbl aKTUBHOTO PACTSIKEHUS U €TO

CBA3b C IMpoeccaM HOpMaJIbHOI'O MopcboreHe3a.

Knroueswie crosea: MopdoreHes, MexaHUYeCKUe HATIPsKEHUs, racTpyJiia, Mmoayib KOHra, Xenopus laevis.

BBEJAEHUE

OmHrM W3 BaXHBIX HaIIpaBICHWI COBPEMEHHON
OMONIOTUM Pa3BUTHS CTAHOBUTCS MOpQPOMEXaHNKa,
u3yJarolasi pacripeaejieHie U Mop¢hOreHETUIECKYIO
pPOJIb MEXaHMYECKMX HANPSDKEHUI B KJIETKAX M TKAHSIX
3apofpblllia, a TAkKe peakiiuyi SMOPHOHAIbHBIX TKAHEH
Ha MeXaHWYEeCKre BO3IEUCTBUSI. MHOrouMcIeHHbIE
JIaHHBIC, TONMydeHHbIe 3a mocaeaaue 10—15 Jret, ykasbI-
BalOT Ha BaXXKHYIO, a MHOIJIA M PeIalolIylO POJib MeXa-
HUYECKUX CUJI U BBI3bIBAEMbBIX MU AeopMaLnii s
onokuposaHus arnonro3a (Huang, Ingber, 2000), Hop-
MaJibHOTO MpoTtekaHus: MmopdoreHesa (Beloussov et al.,
2006), ycTaHOBIICHUSI TIATTEPHOB 3KCIPECCUM TeHOB
(Farge, 2003; Kornikova et al., 2010) u onpeneieHuUs ITy-
Tel muddepeHIMPOBKU CTBOJOBbIX KieToK (Engler
et al., 2006). IIpyHLIMNIUAIBHO BaXKHO, YTO BO BCEX 3TUX
clyyasix HaOJIIOaloTCsl aKTMBHBIE OTBETHI KJIETOK Ha
BHEIIIHWE MeXaHn4Yeckre cuiibl. OHa U3 MoJesieii CBsI-
3eid MeXXIy BHEITHUMU MEXaHUYECKUMU CUJIaMU U aK-
TUBHBIMU OTBETAMU SMOPUOHAIBHBIX KJIETOK 1 TKaHei
MpeIoXKeHa B TepMUHAX TMIIOTE3bl TUTIEPBOCCTAHOBIIC-
HUSI MexaHndecKux HarpskeHuit (Beloussov, 2008; Tab-
er, 2009).

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

HanbHeliiee pa3BuTre MoOpdOMEXaHUKU TpedyeT
MOJyYeHHUsI TOYHBIX KOJIMYECTBEHHBIX JaHHBIX KaK O
MaCCUMBHBIX MEXaHMYECKMX MapaMeTpax KJIETOK U TKa-
Hell (xapakTepu3yIOILMX UX BSI3KO-YMpyrue CBOMCTBA),
TaK 1 00 MX aKTUBHBIX OTBETaX. XOTs MepBbie U3Mepe-
HUSI MEXaHUUYECKUX CWJI B XOJE Pa3BUTUS 3apOIbIILICH
ObLTU MoJTydeHb oKoJ1o 70 et Tomy Hazan (Waddington,
1939; Moore, 1941; Selman, 1958), miaHoMepHEIE UC-
CJIeIOBaHMSI B 9TOM HalpaB/eHUU ObUTA HavyaThbl JUIIIb
HemaBHO. Tak, Ha 3apOoNbIIIax IITOPIIEBOM JITYIIKH
(cTamu TacTpyJIBI—HEHPYITBI ) N3MEPSUTH JKeCTKOCTh M-
OpMOHANIBHBIX TKaHeir (Momynu FOHTra) mpm cxaTum
TKaHeut (Zhou et al., 2009) 1 UX pacTsLKeHUU METOIOM
npucacbiBaHus (von Dassow, Davidson, 2009). B obenx
paboTax ObUTM TIOJTyIeHBI CXOMHBIE TaHHbIe. [1pu cxa-
T Monyib FOHTa 151 racTpydt cocraBisti okosno 20 Pa,
a K craguy Helipyibl Bo3pacTait 1o 80 Pa. I1pu pactsoke-
HUU TOT Xe ToKa3aTelIhb Ul TaCTPYJI BApbUPOBAT B 00-
nmactu 10—20 Pa, a K ctamuu HelipyJibl Bo3pacTai 10 20—
140 Pa. ABTOpHI MOMUEPKUBAIOT IINPOKYIO BapradeiTh-
HOCTB 3TOr0 IMOKA3aTeJId JaxXe I 3apOAbILLIEl OMHOM 1
TOU X€ CTaAuU Pa3BUTHUS, TIOTYYEHHBIX U3 OJHOM KJIad-
k1. OHM TT0JIaraloT, YTO HOPMATTLHOE Pa3BUTHE 3aPOJIbI-
1Ieid TIPY CHJTBHO Pa3TAYAIONTNXCST 3HAYSHUSIX MOMIYJIST
FOnra cBuneTebCcTBYET O TOHKOM IMOJACTPOMKE aKTHB-
HBIX MEXaHOXMMMYECKUX PEaKIIUii C yJaCTUEM ITUTO-
cKeJieTa K XKeCTKOCTH TKaHel. BMecTe ¢ Tem, OHM He uc-

126



IMACCUBHBIE U AKTUBHBIE PEAKIIMY DMBPUOHAJIbHBIX TKAHEN 127

A

i
m)

3apOJIbIIIT
duzpacTBOp

C F F,D

MacJjio MHBEKTOP

BO3IyX

Puc. 1. HpI/IHI_[I/IHI/IaJII)HaH CXeMa YCTaHOBKHU U ITOJIOKECHUE MEHMCKOB B XOI1€ I/ISMG])CHI/Iﬁ. HOI[pO6HI)IB OOBSICHEHUSI B TEKCTE.

cemoBaan 3aBucuMocty Moayist FOHra ot BeImuuHbI
MPUJIOKEHHON CWJIbI /WU BbI3BAHHOM €10 Jedopma-
. B muTHpoBaHHBIX pabOTaX OTCYTCTBYIOT TAKKE Ka-
KHe-Trm00 yKa3aHUS 00 aKTUBHBIX peaKIIysIX 1e()OpMIU-
pOBaHHBIX TKaHel. Haille ucciaenoBaHre ObUIO TTOCBSI-
IIEHO PEeLIeHUIO UMEHHO JIBYX IOCJICTHMX BOIIPOCOB.

MATEPUAII 1 METOINKA

Mamepuan. PaboTy npoBOOWIM Ha 3apojbllliax
LIITOPLIEBOM JIATYIIKU Xenopus laevis Daudin, mmoiay4yeH-
HBIX METOIOM TOPMOHAJIBHOM cTumynsaunu. Mamepe-
HUSI IPOBOJIMJIM Ha 3apoJibliiiax cTamuii 12 (cpeaHsist ra-
crpyna) u 14 (ueiipyna) mo Nieuwkoop, Faber (1956).
3aponpliy noMemany B 4Jamky Ilerpu ¢ arapoBbIM
JTHOM, 3aITOJIHEHHYIO MOIU(DULIMPOBAHHBIM PACTBOPOM
Punrepa (MMR). Ilepen HauyaioM U3MeEpEeHUit ¢ 3apo-
JIBIIIEH CHUMAITH XKEJITOUHYIO 000JIOUKY.

Onucanue ycmarnosxku. Bbul CKOHCTpYUpPOBaH TIpy-
0op, UMeEIOIIMIA pe3epByap C BO3IYXOM, CBSI3aHHBIM Ha
MPOTUBOIIOJIOXHbBIX KOHLIAX C ABYMS Kaluuisipamu
(puc. 1). OnuH u3 kamuwuisipoB (CD) 3anoyHsICs Mac-
JioM. B Hero BBOIWUIM UIITy UHBEKTOPA, CHAOXKEHHOTO
BUHTOBOM momaueit. IIpOTHMBOMONIOXHBINA KaITMUISIp
(AB) ob11 norpyxeH B pactBop MMR. IpocTtpaHcTBO
BC 3zamnonHeHo BosmyxoM. Jluamerp Kamuuisipa paB-
Hsuicss 0.6 MM, 9TO COCTaBJISUIO TIPUMEPHO TIOJIOBUHY
JMaMeTpa 3apofiblliia.

Cxema uamepeHuil MEXaHU4ecKux Cusi, 6bl3bleatouUX
dechopmauuro 3apodviuia. 3apOIBIII IVIOTHO IIPYDKUMAITA
K KOHIy A Kanmuuisipa, (UKCUPYS €ro CTEKISTHHBIMU
WUIJIAMU, 3aKPeTUIEeHHBIMUM B arapoBOM JHE. DTO MOJTHO-
CTBIO MCKJTIOUAJIO CABUTM WIM IIOBOPOTHI 3apOIbIilia B
Xo7ie onbITa. JIJIsh KaXKIOTO OITBITA YCTAHABIIMBAIA TAKUE
00BeMBI Bo3nyxa B orceke BC, mpu KoTopbIx MeHUCK B
HAYHET JBUTAThCS JIMOO B CTOPOHY MHBEKTOpPA, JIM0O B
MPOTHBOITIOJIOXHYIO CTOPOHY. HazoBeM mepBbIii 00beM
MOJTHOCTBIO pa3pekKeHHBIM, a BTOPOil 00beM — MOJTHO-
CTBIO C3KaThIM BO3IyXOM. J1JIs1 3TOTO ¢ TIOMOIIIBIO ABUKE-
HUI THBEKTOPA JOCTUTAIN TAKOE JaBJICHNE B pe3epBya-
pe C BO3IYyXOM, KOIJIa CTOJIOMK AB HAaYHET yIIMHSTHCS
WA YKOpauMBaThCsl COOTBETCTBEHHO (3acachIBaHUE
pacTBOpa B YCTAHOBKY WJIH €T0 BBIMYCK). DTO HEOOXOIM -
MO 1T pacyeTa 3(P(PeKTUBHOTO JaBJICHUS, BO3ICHCTBY-
IOIIETO0 Ha SMOPMOH, TaK KaK 3MOPMOH BTSITMBAETCS
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TOJIBKO TIPY TIOJTHOCTBIO Pa3peskeHHOM BO3Iyxe. 3aTeM,
BO M30eXXaHe MOCIeAYIOIINX PE3KUX PHIBKOB MeHUCK C
CABUTAIIA BIIEBO OTHOCUTEJIHLHO ITOJIHOCTBIO pa3peskKeH-
HOTO BO3myxa (BO3MyX HEMHOIO CXKMMAJICS) Ha TaKoe
MaJioe pacCTosTHUE, YTOObl MEHMCK B He nBuracs. 3a-
TeM BpalllcHeM BUHTa MHBEKTOpPA JaBJICHIE BO3IyXa B
orceke BC noHwkanmm, 1 Korma 3SMOpHOH HaYMHA BTSI-
TUBAThCS B KaNWJUISIP, MOHWXKEHUE TTpeKpallain. 3apo-
IbII poTorpadupoBaiv ¢ MOMOIIIbIO LI POBOIT Kame-
PBI HEMOCPEACTBEHHO Mepe HAYaIOM TTOHVKEHUST 1aB-
JIeHUsI, cpa3y TOCJIe OCTAHOBKM MHBEKTOpPA, a TaKXkKe
gepe3 1, 5, 10, 20 1 30 MmuH. B HEKOTOPBIX ONBLITAX ITOCTIS
5TOTO TMOBBIIIAIN C TIOMOIIBI MHHEKTOPA AaBJICHUE B
cucteMe, Garogapsi YeMy 3apObIil BBITAIKABAJICS U3
Kamuisipa. Ero ¢ororpaduposami cpasy, yepe3 1 u
6 MUH nocJie BbIXxona. B xome n3amepeHmMii moaaepsKuBa-
JIA BHYTPHY YCTAHOBKY IOCTOSIHHYIO TEMIIEPATypy € TOU-
HocTbio 0.2°C.

Tlpunyunst pacuemog mexanuueckux cun. Pacuerbl
TIPOBOJAMJIM Ha OCHOBE YpPaBHEHMSI JIJIs1 UACAbHBIX Ta-
30B: PV, = P,V,. [1ns ero npuMeHeHus Halo 3HaTh JaB-
JIEHUE B OTCEKE C BO3IMYXOM MPU HOAHOCBIO PA3PENCEH -
Hom 603dyxe. YTOOBI €r0 pacCUUTATh, U3MEPSTA OOBEMBI
TOJTHOCTBIO Pa3peXXeHHOTO 1 TTOJTHOCTBIO CXKAaTOro BO3-
nyxa 1o ¢ororpacdusiM COOTBETCTBYIOIIUX TTOJIOXKEHUI
MEHHCKOB Ha I'paHUlIe BOAA-BO3AYX M BO3MyX-MacJo.
(Ha puc. 1 momHOCTBIO pa3pekeHHBIN BO3MyX pacrioia-
raercst Mmexxay MeHuckamu B 1 F a monHocTbio cxart-
bIii — Mexmy MeHuckKamu E u C). T1ocie cradbum3zanym
KalmWUISIpHBIX CUJI TaBJIEHUE B CUCTEME COCTABUIIO TIPH-
mepHo 103 kIla, yTo COOTBETCTBYeT BO3MYXY CpEIHEM
cxkaroctu. D10 Ha 2 kI1a BeIIIIe atMochepHOro JaBie-
HusL. JlaHHas pa3HUIIA BOZHUKIIA 32 CYET KalTUISIPHBIX
CUJI, CXXMMAIOIIMX BO3MyX BHYTpU cucTeMbl. [TpuHM-
Masl, 4TO JaBJI€HUE BO3MyXa CpeaHei cxaroctu Py, =
= (P« + P,)/2, tne P n P, — naBneHue COOTBETCTBEH-
HO CXKaToro U MTOJTHOCTbIO pa3pesKeHHOTo BO3/1yXa, U 1C-
MOJIb3ysd ypaBHEHUWE ISl UIeaIbHOTO Tasa, TMojydaeM,
uro P, = 2P, V,)/(V, + V) = 102 kIla, uto u sBNsieTCA
CTapTOBbIM JIaBJICHUEM B JaJbHENIIINX pacueTax.

st pacyera OeiicTBYIONIETO HA SMOPUOH OTpULIA-
TEJIbHOT'O AaBJIEHUS U3MEPsUIU 00beM Bo3nyxa V, 1o Ha-
yaja aedopMaiiuy 3apoasiiia (puc. 1, 0obem MexITy Me-
Huckamu B u F) u oobeM Bozayxa V, mocne 3agaHHOM
nedopmaiuu (oobem Mexay MeHuckamu B u F,). B co-
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MAHCYPOB, BEJIOYCOB

Pesynsratsl usmepenuii. (AL/L) — otHOcuTeNbHbIE nedopmaiiuu, P — HayanbHoe nasieHue, £ — momynu FOura. [Moactpou-
HbIe MHAEKCHI: 1 — pe3yJIbTaThl 3a IIEPBYIO MUHYTY MOCJIe Hayajia u3MepeHuid; 10 — 3a mocnemyroniye 10 MuH; 30 — 3a Bce 30 MUH
n3MepeHuii; 30—10 — To ke 3a BBraeToM IepBbIx 10 MUH; 6 MUH out — 3a 6 MMH TIOCTIe BBITAJTKUBAHMS 3apOIbIIa U3 KaImuIsIpa

Ne omnbiToB (AL/L), P, E (AL/L)y (AL/L)5 (AL/L)6 vyt out

1 0.4 86 215 0.21 0.58
2 0.46 76 165 0.24 0.58
3 0.49 76 155 0.07 0.69
4 0.6 66 110 0.55 1.11 0.45
5 0.88 54 61.5 1.42
6 1.18 16 13.5 2.41 2.58
7 1.5 36 24 3.87 1.99 0.8
8 1.85 74 40 4.57 1.99 0.8
9 2.0 138 69 4.0 2.7

10 0.65 115 75 2.78 0.70

11 0.26 44 171 2.07 1.70

12 0.17 27 154 2.26 1.15

13 0.60 62 103 2.09

OTBETCTBHUU C YpaBHEHUEM TSI MACaIbHOTO ra3a, OTpr- PE3VIJIBTATHI

LiateJibHOEe AaBjieHue Ha 3aponwin P. = PV, /V,, tie
P,=P,~102xIIa.

Mexanuueckue noxazamenu, uzmepsasuiuecs: 8 OGHHOLL
pabome. B TeueHUe Bcero reprona u3MepeHuii (B 001b-
LLIMHCTBE OIBITOB B TeueHue 30 MUH) perucTpupoBaIv
BEJIMUMHY JEHUCTBYIOIIETO Ha 3apOJIbIII BCACHIBAIOIIIETO
JIaBjieHus B nackasix (Pa) u pacTsckeHue BBEISHHOI B
KanwjIsip 4acTu 3apojpiiiia. B psijie onbITOB MO ucTeye-
HUU TaHHOTO BPEMEHU 3apObIill BHITAJIKUBAIN U3 Ka-
MWLISIpa U U3MEpsId U3MEHEHUE €T0 IJIMHbI B TeUeHNe
6 MuH. 3a MoayJsib FOHTa (MOIYy/Ibh KECTKOCTH SMOPHO-
HaJIbHBIX TKaHeW) MPUHUMAJIM OTHOIIEHuEe € = P :
(AL/L), tne P — BcachIBaollee AaBIeHUE, PETUCTPUPY-
emMoe cpasy Iociie mpuioxkeHus: cuibl, AL/L — oTHOCU-
TeJIbHOE PACTSKEHWE BBEIEHHOM B KAIWJLISIP YacTH 3a-
ponplilia 3a MepBylo MUHYTY BTsiruBaHus1. Mcronab3oBa-
HUe Wig u3MepeHus Moayyis FOHra MMeHHO mnepBoii
MUHYTBI ISUCTBUSI CUJIBI CBSI3aHO C TeM, YTo AedopMa-
LIMY 3apOJIbIIIEN 3a CTOIb KPaTKUil MepUo MOXKHO Obl-
JIO B JOCTATOUHOM MPUOIMKEHUU CYNUTATh MACCUBHbI-
MM (XOTsI, KaK Mbl YBUAMM, U B 3TOT MepUOJ aKTUBHOM
KOMITOHEHTBI TTOJTHOCThIO MCKJTIOUMTH HEJIb3sl), TOTIa
Kak B JajbHelIlIeM aKTMBHbIE peakliM SIBHO MpeodJia-
JIaloT.

Onpedenerue Koppeasyuii mexcoy pazauvHbiMu NOKa-
3amensmu. C IOMOIIBIO TTaKeTa IporpaMma Statistica 7.0
onpeaessuim KO3 UIIMEHTb KOoppessuun (#) MeXKIy
3HaYeHUsIMU MoyJist FOHra 1 omHOMUHYTHBIMU e op-
MaLUsIMU 3apOJbIIIEii, a TAKXKe MexXay AedopMalsIMU
3apoblIlleii 3a MepBylo U 3a rocienytomye 10 muH. U3-
MepeHUs IPOBOMIM Ha 13 3aponplinax ctamum 12, co-
CTaBJISIIOLLIMX 5 pa3HOBPEMEHHBIX CEPUIiA OITBITOB.

3asucumocms mooyasn FOunea om naccusHwvix (00HOMU-
HymHbix) deghopmayuii. Kak BumHO 13 Ta0II. 1, BETMIMHBI
Moyt FOHTa 1t pa3HbIX 00pasIioB pa3INnJIaroTCs TT0-
4yTK Ha TTops1IoK (o1 24 no 215 Pa). Hapsiay ¢ aTum obHa-
PYXUBaeTCs TOCTOBEpHasi, B OCHOBHOM OOpaTHasT KOp-
penstims (1= —0.80) Mexxay 3HadeHusIMU Moyt FOHTa
u necdopMauusMu (puc. 2, @): B iMara3oHax aecdopMa-
it ot 25 1o 140% 3HadeHust MOIYJISI MAJAIOT, a 3aTEM
HaYMHAIOT ¢J1ab0 BO3pacTaTh. DTO O3HAYAET, UTO TIPU
CpemHUX BeJIM4MHaX AedopMaliMii TKaHb 3apoIblila
yKe B TeUeHUe TIepBOi MUHYTHI BO3ICUCTBUS “pa3MsiT-
JaeTcsi”, a mpu 0oJiee CUIbHBIX Ae(POpMAaLISIX UCTIBIThI-
BaeT HEOOJIBIIIOE 3aTBEpACBaHIE.

AxmueHoe emseusanue 3apoodsiuia 6 Kanuinsap. Ham-
0oJiee BaXKHBIM 1 HEOXKUIAHHBIM PE3yJIBTaTOM JTaHHOM
paboThl 0Ka3aJI0Ch TO, UTO OOJIBILIMHCTBO 3apOAbIILIEH,
Je(opMUPOBAHHBIX HA CTAIMM TacTPYJibl (HO HE Ha cTa-
JIAU HEWUPYJIbl) TTPOJOKAIM BTSTUBATLCS B KANAJUISP
Jiaxe Tpy MpeKpalleHuU JeACTBUS BTSITUBAIOIIEH CHJTbI
(puc. 3, a, 6). IloaToMy BTSITMBaHME 3apOAbIIIIA B KAITWI-
JIIp CJIelyeT CUMTaTh aKTUBHBIM MPOLIECCOM (BbI3BaH-
HBIM JICCTBUEM BHYTPEHHUX CUJT), TeM OoJiee, UTOo B psi-
Jie ClydyaeB OHO IIUI0 C HapacTalollell CKOpPOCTbIO
(puc. 3, a). I1pu 3TOM aKTUBHOE YIJTMHEHNE 3apOIbIIIEi
3a 1epBble 10 MUH UMENIO JOCTOBEPHYIO MOJIOXUTEIb-
HYI0 KOppeJsSILuIO ¢ AeopMalivsiMu TeX XKe 3apOJIbILLIeit
3a nepByto MUHYTY (r = 0.80); 3Ta KOppessIiys IposiB-
Jsachk HaumHast ¢ 40% pactsokeHust (puc. 2, 6). Pasme-
pbl aKTUBHBIX Aedopmalivii 3a 10 MUH MOUYTH BO BCeX
CJIydasix CyIIeCTBEHHO MPEBBILIAIA pa3Mepbl Mpelie-
CTBYIOILIMX TTaCCUBHBIX JedopMaiuii  (IyHKTUpPHAasI
npsiMasi Ha puc. 2, 6). JlocToBepHasi MOJ0XKUTEIbHAS
KOPPEJISILIUS COXpaHSUIach M MEXKAY OMHOMUHYTHBIMU U
30-munHyTHBIMU Jedopmaisamu (r = 0.77), a Takke
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Puc. 2. Koppensitiuu Mexay 3HaueHustMu MoayJist FOHra u necdhopMartivisiMu 3a TiepByIo MUHYTY OITbITa (@), MeXy AedopmarivsiMu 3a
MepByIo U nocieayoiye 10 MUH (0) 1 OTCYTCTBUE KOPPEJISILIVI MEXITY MPUJIOKEHHOI cuitoi u necdopmanmsiMu 3a 10 MUH rocie npe-
KpaileHus ee neiictus (6). Ha a abenucca — nedopmarinu (AL/ L) 3a iepByto MUHYTY, opauHata — Moay/iv FOura (Pa). Ha 6 a6eryic-
caTa xe, opauHata — neopmarmiv (AL/ L) 3a mocnenyrorue 10 muH. [TyHKTHpHAS psiMast COeIMHSIET PaBHOBEJIMKYE TehopMarii.
Ha ¢ abcuucca — npucaceiBatoiuasi cuia (Pa), opnuHara — nepopmariu 3a 10 MuH nocsie pekpanieHus ee neictsust. Mcrnosnb3oBaHo
MOJIMHOMUAJIbHOE CrilaskuBaHue. [TyHKTUpHBIE KPUBbBIE — JOBEPUTESIbHBIC MHTEPBAIbI KOPPEJISILIMIA.

Puc. 3. TurnuHeble rpacduku aehopMarii HOpMaJlbHBIX 3apOIbIILIE Ha CTaIMU TacTPyIbl (@, 6) ¥ 3apojbliiia, IIpeaBapUTEIbHO 00pa-
0O0TaHHOTO KOJIXULIMHOM (8) . Ha puc. 3 u 5 ropu3oHTaIbHBIE OCH — BpeMSI OT Havajia OTIbITOB, MUH. BepTrkasibHast IyHKTUPHAS JTU-
HUST yKa3bIBaeT MOMEHT CHSITHST TepOpMUPYIOIIeit CiThl. JIeBble BepTUKAIbHBIC OCH U CIUTOIITHBIE KPUBBIE — NeOopMaIiii 3apojIbl-
LIl (IUTMHBI BTSIHYTBIX B KaNAJLISIPbI YacTeid, MM). JIBa paBbIx Ka/ipa Ha @ OTHOCSITCS K 3apOJIbILLIaM, BbIMYILIEHHBIM U3 KaluuIsipa.
INpaBbie BepTUKAIbHbBIE OCU U ITyHKTUPHBIE KPYBbIE — BHEILITHWE CUJIbI, TPUJIOKEHHbIE K 3apobiiiaM (rmackaiu, Pa). BumHo, uyto BTsi-

TMBaHUE 3apo;[brme17l B KanuJuIspbl IIPOAO/KACTCA IMPU HYJIEBbIX BHCIIIHUX CUJIaX.

mexay 10- u 30-muHyTHBIMU (7 = 0.84). Ha 3TOM (hoHE
MOKAa3aTeIbHBIM SIBJISIETCSI TTOJTHOE OTCYTCTBHE KOppe-
JISIIUANA MEXKIY NEeCITUMUHYTHBIMU JedopManusaMu 1
BeJIMUMHAMU BCAChIBAIOIIMX CIJI (pUC. 2, 6).

qepes 30 MHMH TIOCJIe Havyajia OITbITa HEKOTOPLBIC 3a-
POAbIIIN TTIOJTHOCTBIO BTATMBAIMCH B KAITWJLIAP, ITOCIIC
Yero ocTaBajiMCh HeMoABKHBIMU. TTocienHee eliie pa3
TIOATBEPKIAACT, YTO BHECIIHSASA BCaChIBarolias C1ja B I1€-
PHOA UX BTATMBAHMA OTCYTCTBOBAJIA.

M5 uccnemoBaii TakkKe OUHAMUKY Aedopmaiyn
3apoJpblIIei CTaauy TacTPyJibl, IPEeaABaAPUTEIbHO MHKY-
GupoBaHHBIX B 1% pacTtBope KoixuimHa. I1pu sToM Ha-
Omogany BBHITSDKEHME 3apojblilia 3a IIEPBYIO MUHYTY,
HaxomsIleecs] B TUIMMYHOM OTHOILICHUM K BEJIMYMHE
MPUIOXKEHHO CUIBI (BBIYMCIIEHHbBI HA OCHOBE JaHHO-
0 orbITa MomyJib FOHra coctasisut okoso 40 Pa, uro mo
MHOPSIAKY BEJIMYMH COOTBETCTBYET JTAHHBIM IO HOPMAaJIb-
HbIM 3apopiiiamM). OaHaKo gaxe Mpyu COXpaHEHU He-
HYJIEBOM BHEILIHEN CUJIbI ITOCJIEIYIOIIEE BBITSKEHUE OT-
CYTCTBOBAJIO 1 HAOJIONAJIOCH Jaxke HEeOOIbIIIOe COKpa-
IIIEHWE BTSTHYTOM YacTH (puc. 3, 8). DTO MOXHO CBSI3aTh
4 OHTOTEHE3 Ne 2
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C TeM, UYTO pa3pylleHUe MUKPOTPYOOUEK KOJIXULIMHOM
MPUBOJIUT K yTpaTe MepeaHe-3aaHel TOoJISIPHOCTU MU-
rpupyronx kiaetok (Li, Gundersen, 2008). Takast peak-
VST TIONTBEPSKIIAET, YTO TTOCIICAYIOIIee BEITSDKEHIE CBS-
3aHO C aKTUBHBIMU KJIETOYHBIMU ABVDKCHUSIMI.

H3menenue pucynka nogepxHocmuoeo huemeHma
npu deiicmauu 8HeulHell CUibl

Ha dotorpadusix, caenaHHbBIX 10 TPUTIOXKEHUS
BHEIIHEW CUJIbl, B MOMEHT €€ TPWIOXEHUSI U 4Yepe3
1 MUH MBI MPOCTEXKUBAIU MMUTMEHTHBI PUCYHOK Ha
TOW YacTU 3apojbliiia, KOTopasi OcTajlach BHE KaIluUIsi-
pa. Kak BUgHO 13 cpaBHeHUs1 puc. 4, a—8, yxKe yepe3
1 MUH Mocyie Havasa AeMCTBUS CUJTbI Kpasi OTHOCUTETb-
HO CBOOOJHOI OT NMUTMEHTAa 30HbI TOBEPXHOCTU 3apO-
JibI1a 00pa3yroT HECKOJIBKO BIAIH, MPUMEPHO TMapai-
JIEJIbHBIX OTBEPCTUIO KalJUIsipa. DTO CBUAETEILCTBYET
O TOM, YTO BTSTUBAHUE COIPOBOXIAETCS KOJbLEBBIM
(OKpPYKHBIM) CXKaTUEM MOBEPXHOCTHU, TIPUMBbIKAIOIIEH K
OTBEPCTUIO KaNWLIsIpa.
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Puc. 4. Dotorpadun HOBepXHOCTH 3apOIblilia 10 Hayala IeCTBUSI CUIbI (@), B MOMEHT IIPUJIOKEHUsI CUIBI (6) 1 yepe3 1 MuH (). O6-

BCICH Kpaﬁ 30HbI, OTHOCUTECJIBHO CBOOOIHOIT OT MMTMEHTA.

Puc. 5 a, 6 — Tunmunsle rpaduku necdopmariuii 3apoapliieit craquu Heiipysbl. O603HaueHusI IO OCSIM Kak Ha puc. 3.

B HeCKONMBKHX OIBITAaX MBI BBITYCKAT U3 KAAJLUISIpa
Hapy>Ky YaCTUIHO BTSIHYThIE B HETO 3apoablin. bymydn
OCBOOOXKIEHHBIMU, OHU HEMEIJIEHHO HAUMHAIU COKpa-
marbes (puc. 3, a), BO3Bpallasich K CBOEil MCXOTHOM
dopme. Yepes 6 MUH cOKpallleHUE B OOJIBILIMHCTBE CIIy-
yaeB mnpesbiago 50% (Ta6muia, npasast rpada). Ito
YKa3bIBaeT Ha IIPUCYTCTBUE B AKTUBHO 1e(hOpPMUPOBAH-
HBIX 3apOJIBIILIAX CYIIECTBEHHBIX YITPYTUX HATIPSDKEHUIA.

PesynbraThl BO3OEHCTBUMIT Ha 3apoObIlIM CTaauU
HelpyJibl ObLTM MeHee ompeneseHHbIMU. [lociae Bo3-
nevictBusi cuioit 80—90 Pa B HEKOTOPBIX CTydasix Ha-
Omoganu TIoCTeAyIollee BBITSDKEHUE 3apojblilia, a B
JIpyrux — ero ciaaboe cokpailieHue (puc. 5, a, 0).

OBCYXIEHHWE

PesynbraThl JaHHOI paOOThI MOXHO pa3dejauTh Ha
nBe Kareropuu. K repBoit oTHOCSATCS U3MEPEHSI MOITY-
neit FOHra sMOpHOHAIbHOM TKaHM Ha OCHOBE M3MEpe-
HU nepopmariuii (pacTsLKeHMsI) ydacTKa 3apobliia B
TEUYCHUE TIEPBOMA MUHYTHI AEMCTBUS IIPUCACHIBAIOILETO
JaBJICHUST 3alaHHON BeIWYMHBI (“OBICTPBIM OTBET ).
MpbI curTanu, 4To 3a CTOJIb MaJIOe BpeMsl aKTUBHasI pe-

aKIIMsI 3apObIIA Ha ISHCTBIE BHEIITHEM CHJTBI HE yCITe-
BaeT Pa3BUTHCSI, TAK YTO OBICTPHIIA OTBET MOXHO B XOPO-
eM IpUOIMZKEHUM paccMaTpuBaTh KaK MAaCCUBHYIO
JIMHEWHYIO pPeakliuio Bs3KO-yrnpyroro Tejaa. OmHakKo
0Kazajoch, YTO YK€ B Ipeaesiax 1-MUHYTHBIX BO3IEH-
CTBUII MOIYJIM CHMJIBHO 3aBUCST KakK OT JedopMariuii,
TaK 1 OT IIPUJIOKEHHBIX CIJL.

Kak yzxe roBopmioch, B Mara3oHe 1eopMainii oT

25 o 140% momyn GBI 06PATHO TIPOTIOPIIMOHATBHBI
nmedopMarssM. DTo 3HAYUT, YTO MPU BO3PACTAHUHN Je-
dopmanuii B JaHHOM ara3oHe TKaHb 3apoJibIila YXKe
3a 1| MMHYTY CyILIECTBEHHO “pa3Msirdaercsi”, YTO COIIa-
CyeTcsl ¢ JaHHBIMU O CIIOCOOHOCTH LIMTOCKENeTa yKe B
Te4eHUe HECKOJIbKMX CEKYHI U3MEHSITh YKeCTKOCTh TTOJT
pustHreM BHelmHuX ¢t (Deng et al., 2006). Crienosa-
TeJIBHO, peaKIMy TKaHel 3apoIbliia Ha MEXaHMIeCKIe
CHJTHI Ha BCEX MCITBITAHHBIX BpEMEHaX SBIITIOTCS CHUTh-
HO HEJIMHEWHBIMU, OTYETO CAMO MOHSITHE MOIYJISI XKeCT-
KOCTH MOXET ObITb MPUMEHEHO K HUM B 3HAYUTEJIbHOM
Mepe yciaoBHO. OIHAKO C 3TOil OrOBOPKOM MbI OyneM
MPOJOJIKATh €0 HWCIOJIb30BaTh BBUILY MPUBBIYHOCTU
JTAHHOTO TEPMUHA U OTCYTCTBHEM afeKBaTHOM 3aMEHBI.
OHTOTEHE3 Ne 2
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TlonmygyeHHble HaMU 3HadeHMsT MomyJiern FOHra Ha
1.5—2 nmopsinka MeHblIIe TUTTMYHBIX 3HAYCHU MOJIyJIei
JIJIST OTAEJIbHBIX KJIETOK, M3MEPEHHBIX 10 OOJIbIIIeH Ya-
ctu MetonoMm TipucackiBanus (Kolodney, Wysolmers-
ki, 1992; Hochmuth, 2000). C gpyroii cTopoHbI, HallmM
JIAHHBIE TI0 MOPSIAKY BEJIMUMH COBIAAAIOT C TAKOBBIMU
Dassow, Davidson (2009), KoTopble ObUIA TaKKe TMOy-
YeHBI METOIOM TMPUCACHIBAHUSI, XOTS U C UCITOIb30Ba-
HUEM 3HAUUTEIbHO 0oJiee TOHKUMU MUIeTKaMu (Ttorie-
peuyHuk 120—125 MKM). DTO MOATBEPKIAET KOPPEKT-
HOCTb HalllMX AaHHbIX. PacxoxneHus ¢ BeJIWYyMHaMU
MOJYJICH JIJIs1 OTAEJbHBIX KJIETOK JOMYCKAIOT CJIEyHO-
11IM€ TOJTKOBAHMUSI:

1. MOXXHO IOITyCTUTB, YTO IIPH OIpeaeIeHUN BEI-
YMH JaBJICHUS TTOKa3aHUsI MaHOMETpa CJIeAyeT ACJIUTh
HE Ha MOJTHYIO TUIOIIAIb CEYEHUST OTPOCTKA 3apOJIbIIIIA,
BTSIHYTOTO B Karmwiyisip (S)), @ Ha CyMMapHYIo IIo1Ia1b
KJIETOYHBIX KOHTAKTOB TH1a zonulae adherence, mpuxo-
JSIIMXCST Ha naHHoe cedeHue. (S,). [lockonbky st
KaXII0ro CeYeHMs TOIIIMHON B OHY KJIeTKY 5, = 0.01S],
MPU TaKOM TIepecyeTe 3HaUYSHUSI MOIYJIei TOKHBI BO3-
pactv MpuMepHO Ha 2 riopsiaka. OIHaKO TaKOe pacCyK-
JIeHre, II0-BUIMMOMY, HECOCTOSITEJIbHO, ITOCKOJIBKY
JICMCTBYIOIINE B HAIIIMX OIbITAX CUJIbI PACTSITUBAIOT HE
OJIMH TIOTIEPEYHbIN CJIOM KJIETOK, a IO MEHBILIEH Mepe
HECKOJIBKO JECSITKOB TAKMX CJIOEB, OTYErO0 CyMMapHasi
IUTIOILIAIb PACTITMBAEMbIX KJIETOYHBIX KOHTAKTOB (pac-
TIOJTIO’KEHHBIX B Pa3HBIX IJIOCKOCTSIX) TPUOJIMZKASTCS IO
MOPSIAKY BEJTMYUH K .S).

2. JleficTByIOIIME B HAIIMX OMBITAX KPAaTKOBPEMCH-
HBIE CIJIBI 1e(hOPMUPYIOT HE OTACIbHBIC KIETKH, a MEXK-
KJIETOUYHBIC CBSI3U U BHEKJICTOYHBINA MaTpUKC. MTHBIMU
CJIOBaMU, KJIETKU He JIe(OpMUPYIOTCS Kaxkaasi IO OT-
JIEJIbHOCTH, a TIepepacIIpeaeIsIIOTCs. DTO IIPEAITOIoXKe-
HME KaXKeTCsI HaM TIpaBAOIIoA00HEee, XOTSI M1 OHO JIOJKHO
OBITh TIPOBEPEHO MOAPOOHBIMU LIUTOJIOTMYECKMMUI Ha-
OTIOIEHUSIMU.

Bropasi kareropysi TaHHbIX OTHOCUTCSI K aKTUBHbBIM
nedopMalysiM, IMPOTEKAIOIINM ITPH HYJIEBOU BHEIIIHEHN
cuiie (BTSITMBaHUE 3apofblilieil B Kanuuisip). Mbl cuu-
TaeM, 4To 3TU AedopMalIK SIBISIIOTCS PeaklUsIMU 1ie-
JIOTO 3apojiblllla Ha U3MEHEHUE €r0 MEXaHOT€OMETPUU
npu Havajie BTArvBaHus. [lpemyaraercs ciemyromias
nHTeprpeTrauus (puc. 6). B pesynbsrate mpUaoKeHUST
BHEILIHEN CUJIbI B TEYEHWE TTIEPBOMA MUHYThI pacTIriBa-
€TCs1 HE TOJILKO BTSIHYTasl B KalWJLISIP YacTh 3apOjbllliia,
HO U MPUMBIKAIOIIYE K YCThIO KalJuIsipa y4acTKHU eliie
He BTSHYTOM MoBepxHocTU. CoracHO MOJENU TUIep-
BOCCTAHOBJIEHUsI MeXaHWYeCcKuX HarnpsbkeHuit (Be-
loussov, 2008) ¥ COOTBETCTBYIOIIMX €Il HAOMIOOESHMIA
KJIETOYHON JWHAMUKU B TOPOMAAIbHBIX CTPYKTYpax
(Kraus, 2006; Cherdantzeva, Cherdantzev, 2006), Mepu-
JIMOHAJIbHBbIE HATSKEHUS BbI3bIBAIOT MHTEPKAISIIMOH-
Hble JBWKEHMSI KJIETOK B OKPYXXHBIX HArpaBJICHUSIX
(puc. 6, KOHBEPTUPYIOLIME CTPEIKU 4). DTU ABUXKE-
HUSI U BBI3bIBAIOT aKTMBHOE KOJIbLIEBOE CYXXKEHUE
elle He BTSIHYBIIEWCS YacTu 3apojbliiia, YTO CIO-
COOCTBYeT ee BTAJIKMUBaHUIO B Kanuyusp. CoryiiacHo
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Puc. 6. Cxema MexaHMUECKMX HAMNPSDKEHUI B TKAHSIX 3apo-
JbILLIA, BbI3bIBAIOLIMX €r0 aKTUBHOE BTATMBAHUE B KalWj-
Jsp. 1 — BcachIBarolasi cuia, 2 — MacCUBHOE PACTSKEHUE
TMOBEPXHOCTH 3apO/IbILLIA MO JeCTBUEM 9TOM CUJIbl, 3 — aK-
TUBHOE JaBJICHUE, BTATMBAIOLIEe 3apOAbILI B KallWUISAP U
BO3HUKAIOIIIee Ha OCHOBE KOHBEPIeHLIMU KIIETOK (4), BbI-
3BAHHOI pacTsKEHUEM.

Cherdantzeva, Cherdantzev (2006), coBepllleHHO
aHAJIOTUYHBIE CWJIBI MOJIKHBI IeHCTBOBATh MPU ra-
CTPYJISILMM TI0 OKPYXXHOCTH Ojiactoropa. B 3tom
CMBICJIE aKTUBHOE BTATMBaHMWE TKaHe# 3apoabilia B
KanmmuIsIp MOXHO paccMaTpMBaTh KakK 3K30racTpy-
JISIIUIO, WM K€ KaK MOJIeJIb pocTa rmobera.

OG6paTM BHUMaHKE Ha TO, YTO BEIMUMHA aKTUBHO-
ro BraruBaHu 3a 10 u maxke 3a 30 MUH CHITBHO KOPpeJT-
pYeT C IJIMHOM BTSITUBAHMS 32 MIEPBYIO MUHYTY, HO HE C
BEJIMUMHON TIPWJIOKEHHOW CUJIbl (puc. 2, 6, ). D10
BaXHO TIOTOMY, YTO MMEHHO [JIMHa OIHOMWHYTHOTO
BTSITUBAHUS SIBJISIETCS HEMOCPEACTBEHHOM Mepoi rac-
CHUBHOTO PACTSLKEHUSI TKaHEH 3apoIbiiiia MO/ BIUSIHAEM
BHeEIIHeN cuibl. B TakoM citydae BeICOKMI Ko duiiy-
€HT KOPPEeJISILIAU MEXIY MPSIMbIMU MOKa3aTesIsSIMU T1ac-
CHUBHOTO U aKTUBHOTO BBITSDKEHUST TOBOPUT O MPOITOP-
LIMOHAJILHOCTU aKTUBHOM peaKiMy MacCUBHOMY PacTsi-
KeHuto. [Ipy BTOM aKTMBHOE BBITSDKEHHWE B MOJAB-
JistoleM OOJIbIIIMHCTBE CJIy4aeB CyIlIECTBEHHO MPEBbI-
II1aeT MaCCUBHOE (CM. MOJIOKEHWE MyHKTUPHOMN MPSIMOI
Ha puCc. 2, 6). DTO KaK pa3 U COOTBETCTBYET PeaKIINI T~
MEePBOCCTAHOBJIEHU S, TO €CTh T€HEepalIMK B TKAHSIX 3apO-
JbIIa CWIbl JABJCHUSI, TIPEBBIIIAIOIICTO BHEIIIHIOK
pactsarusaolyto cuiy. [Tpu olieHKe cuJl BHYTPEHHETO
JIABJIEHUS CJIETyeT YYUTbIBAaTh, YTO OHU MPU BTSATMBA-
HMU 3apOJIbI1Ia B KAIMWILISIP TIPEOI0ICBAOT e1Lie U YIIPpY-
roe pacTsbkeHUe TKaHeu, MpOosIBIISIoIIeecs] PU BbITall-
KWBaHWU 3apoabliia 13 Tpyokn. Hapsioy ¢ atim, normos-
HUTEJIbHBIM (haKTOPOM, CITOCOOCTBYIOIIM BTSITUBAHUIO
3apoblliia B TPYOKY, MOXET ObITh TTOHWKEHUE 3HAYSHUI
monyist YOnra mpu gedopmanum (puc. 2, a, 0), Te.
YMEHBIIEHUE XKeCTKOCTU PACTSIHYTOM TKaHU T10 CpaBHE-
HUIO C HEPACTSIHYTOi. MBI MoJjiaraeM, 4To NpeiIoXKeH-
Hasl HaMM TpOCTasl SKCIepUMEHTATIbHAS MOJIETb MOXKET
OBITb YIOOHOM JJIs1 JaIbHEMIIEero UCCAeI0BaHUS KO-

e
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YEeCTBEHHBIX COOTHOLUEHUI MEXIY IMTAaCCUBHBIMU U aK-
TUBHBIMU MEXaHO3aBUCHMBIMU peakLUSIMU 3MOpPUO-
HaJIbHBIX TKaHEU.
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Passive and Active Reactions of Embryonic Tissue
s to the Action of Dosed Mechanical Forces

A. N. Mansurov and L. V. Beloussov
Moscow State University, Moscow, 119992 Russia

e-mail: morphogenesis @yandex.ru

Abstract—With the help of a suction manometric device, the relation between the deformation of Xenonus
laevis embryo at the gastrula and neurula stages and the value of the applied force has been studied. Stiffness
modules of embryonic tissues were in the order of several dozens of Pascal and they were inversely propor-
tional during deformation from 40 to 20%. At the gastrula stage, a uniform or an increasing rate of expansion
of the embryo body in the suction capillary with the diameter of approximately half that of the embryo was
observed for 30 min after the action of the suction forces. The length of the stretched portion of the embryo
correlates with the value of its deformation at the first minute. As a result of the expansion, the total body sur-
face area of the deformed embryo increases more than twice compared to intact embryos. After expelling the
embryo from the capillary, its surface reduced and the deformation became smoothened within 5 min, which
indicates the existence of tensional force in the expanded embryo. These data confirm that, at the embryo
gastrula stage, external mechanical forces do not only passively deform the embryo but also initiate the active
expansion of the embryo which takes place at zero external force and overcomes the tensional resistance of
tissues. The mechanism of active expansion and its link with the processes of normal morphogenesis are dis-

cussed.

Keywords: morphogenesis, mechanical tensions, gastrula, Young module, Xenopus laevis
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