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KaptupoBaau TpacKTOpUM IBVKEHUIT MHAWBUAYATbHBIX KJIETOK Y MaTTEPHbI TUMDOEPEHIMPOBKM OCEBBIX
3a4aTKOB B cyIpabnactoropanbHbIx obmacTsax (CBO) menbix 3aponbiiiieii IMmopHeBOM JISTYIIKKY, UCKYC-
CTBEHHO PACTSIHYTHIX HA CTaIUW paHHEH! racTpyJbl B ollepedyHoM HampasieHnn 10 120—200% ot Havaib-
Hoit muHbl. Habmonanu HapyiieHue cBoiicTBeHHbBIX CHBO aHM30TPOITHBIX KJIETOYHBIX ABMKEHUM TTPO-
IIOJIBHOTO PACTSIXKEHUSI U JIaTepO-MeArualibHOM KoHBepreHInu. OceBble 3a4aTKU BO3HUKAJIM BO BCEX CTy4a-
s1X, HO Tipy yMepeHHOM (120—140%) pacTsoKeHUH MX pacIiofioXKeHe ObUTO TTOJTHOCTBIO Pa3ynopsiioueHo 1
PE3KO0 OTJIMYaJIOCh OT HOpMaJibHOIi Tonojioruu. bojiee cuiibHOE pacTsKeHUe BbI3bIBAJIO YACTUYHOE YITOPSI-
IOYeHHE BCETO OCEBOro KOMILIEKCa U €r0 PEOPUEHTAIIMIO B HAMPaBJICHUH pacTsoKeHUs. [lemaeTcs BIBO,
YTO caMU 110 cebe MHAYKLIMOHHbIE (hakTopbl onpenessior B ChO GaKHMIT TTOPSIAOK B MX PACIIONOXKEHUH,
TOTJa KakK ISl YCTAHOBJICHUS TAJTbHETO MopsiaKa HEOOXOMUMbI aHU30TPOITHBIE KJIIETOYHBIE TBUKEHMS JTIO-
0oro Hampab/ieHUsl. YMepeHHOe IONepeyHOe PaCTSIKEeHUE pas3pylliaeT HOPMajJbHO OPUEHTUPOBAHHYIO
AHU3OTPOITNIO, HO HEAOCTATOYHO ISl YCTAHOBJICHUSI aHU30TPOITNM, OPUEHTUPOBAHHOMN MepIEeHINKYJISIP-
HO HOPMAaJIbHOU. DTUM U OOBSICHSIETCSI OECIOPSIIOK MPU MaJIbIX pACTSLKEHUSIX. [ 71aBHBIN BBIBOI pabOThI
COCTOUT B TOM, YTO aHU3OTPOITHBIE HATSKEHUST SMOPHOHATILHBIX TKaHEl UTPAIOT POJIb ITApaMETPOB JajThb-
HEro MopsiaKka B KJIeTOYHOi nuddepeHIIMpoBKe.

Karoueeswvie caosa: racTpyjadauusd, MOp(I)Ol"eHeTI/I‘-ICCKI/IC OBU2KECHHUA KIIETOK, MEXaHUYCCKHEC HAIIPAKCHMUA,
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BBEAEHHWE

®dopMupoBaHUe TIJlaHA CTPOSHUSI OCEBBIX Opra-
HOB B Pa3BUTHUH ITO3BOHOYHEBIX XKMBOTHEBIX SIBJISICTCS
OIHOM M3 LIEHTPAJILHBIX IIPO0JIEM OMOJIOTUN pa3BU-
THsA. B OCHOBe COBpEeMEHHBIX IMpPEACTaBJICHUN Ha
STOT CYET JICXKUT MoIenb Ou(dy3un CUTHAILHBIX
(akTOpOB, YYACTBYIOIIMX B MEPBUYHON WHIYKIIAU
(Kiecker and Niehrs, 2001; DeRobertis, 2009). Ilpu
9TOM, XOTS POJIb KJIETOUHBIX ABVKEHUI B pa3MeTKe
oceBbIX 3a4aTKoB (Stern et al., 2006) paBHO KaK U B
pernoHabHOI 3Kcnpeccuu Hox renos (Mallo et al.,
2010) HMKOUM 00Opa30oM HE OTPHUIIAECTCSI, IIPUHSITO
CUNTATh, YTO CaMU MO cede MBIKeHU nnddepeHIN -
POBKY H€ OIpeae/IsSIIOT, a TOJbKO MPaBUJILHO pa3Me-
IIAIOT YK€ KOMMUTHUPOBaHHbIE KiaeTKu. OmHaKO B
OOIIETIPUHSTON MOJEIN UMEETCS PSII HEICHOCTEN N
MnmpoTuBopeunii. Hanmpumep, HesicHO, B KakKoil Mepe
peruoHaIbHOE paclipeAcieHrue pa3IMYHBIX TUIIOB
oceBBIX TN(PEPEeHINPOBOK OITPEAEISICTCS JTOKAIh-
HbIMU KOHUEHTpalUsIMAU MOP(OreHeTUYeCKn ak-
TUBHBIX BellecTB (MopgoreHoB). XOTS B OIIBITaX in
vitro Takue 3aBucuMocTu ItokasaHbl (Uochi and
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Asashima, 1996), ucronbp3oBaHHbIE KOHLIEHTPALIMU
MopdoreHa (akKTMBUHA) 3HAYUTEJLHO IIPEBbIIIATU
dusmonormueckue (Furusawa and Kaneko, 2006).

MpulI TipeanonaraeM, YTo MeXaHO3aBUCUMbBIE MOP-
¢doreHeTHUECKUE ABMXKEHUSI MOTYT HE TOJIBKO OIIpe-
JIeJISITh TIPpaBUJIBHOE pa3MellleHUe MpeaBapUTEIIbHO
I depeHIMPOBAaHHBIX KJIETOK, HO M OKa3bIBaTh 00-
Jiee TJIyOOKOe BIUSTHUE Ha KJICTOUHYIO TUddepeHIIN-
poBKy. O0 3TOM KOCBEHHO CBUIETECIbCTBYET HUHA-
Muka csobongHoro Ca?* mpu nuddepeHUUpoBKe oce-
BhIx opraHoB (Freisinger et al., 2008). boiee npsiMblie
ITaHHbIe 0 OU(pPEepeHITUPOBOYHON poJit nedopma-
IIMM 3a4aTKOB TOJydeHbl B paboTe KopHMKOBOIit
¢ coaBT. (Kornikova et al., 2010), rme moka3aHO, YTO
MaH-HepaJbHBIEC TeHbBI 9KCITPECCUPYIOTCS B OTHOCH -
TEJIbHO CXKaThIX, a TeHBI MBIILIEYHOTO aKTUHA — B pac-
TIHYTHIX 00JacTax akciiantatoB ChO.

Llenbio naHHOM PabOTHI OBLUIO OOJIee ITOIPOOHOE
ncciaenoBanne nudOepeHIINPOBOYHON POJIM Mexa-
HO3aBHUCHUMBIX KJICTOUHBIX ABMKeHUM. [TogBepras Ha
CTaguM paHHE! racTpyabl 00J1acTh 3apOAbIIIa, KOM-
MEeTEHTHYIO K POPMHUPOBAHUIO OCEBBIX 3a9aTKOB 1O~
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Puc. 1. 3aponsii X. /aevis Ha ctanuu 10.5 HernmocpeACTBEHHO Mepe MOoNepeyHbIM pacTsKeHUeM (a), cpasy rnocie Hero (0) u
yepes 20 9 (B). CTpeKu yKa3bIBaIOT PACIIOIOXEHHUE TSHYIIMX UTJI, BAAMMBIX B JaHHOM TNTOCKOCTH. MaciiTaGHbIe IMHEHKHM T10

300 MKM.

MepeYHOMY PACTSKEHUIO, MBI TTIOAABJISIIIN B HEM HOP-
MajibHble MOpP(OTeHETUYECKUE IBUXKEHUS U B pe-
3yJIbTaTe TIOJIydalud XaOTUUYECKU pPACIIOJIOXEHHBIE
30HBI pa3HbIX TUMGEPeHIIMPOBOK. DTO MOKA3BIBALT,
YTO MEXaHO3aBUCHUMBIC KJIETOUHBIC TBUKEHMST UTpa-
0T OoJice BaXXHYIO posib B “muddepeHInPOBOIHOM
pa3sMmeTke” 3apoiplllla, YeM O3TO TIPeACTaBIsSIIOCh
paHbllIe, a onpeAesIoniie UX MeXaHNn4eCKe HaTs-
KEHUS — POJIb TapaMeTPOB MOPSIIKA.

MATEPUAJIBI U METOAMKA

Nukyb6anus u pactskeHne oopasuos. Vikpy X. lae-
Vis, OJIYYEHHYIO METOJOM FrOPMOHAJILHOM CTUMYJISI-
UM, KyJIbTUBUpOBaIu B TepMmocTtate Tipu 14°C B
0.1 MMR. Ilo gocTMKEHUM 3apOAbIIIaMU CTaguu
panHeit ractpyssl (10—10.5 mo Nieuwkoop and Faber
(1954)) ux TIepeHOCUJIM B 3aIUTYI0 3% arapom 4YallKy
¢ ogHokpaTHbiIM MMR (Ubbels et al., 1983), cHuma-
JIU C TIOMOIIIBIO IBYX METAJTUUYECKUX MAHIIETOB XKeJ-
TOYHYIO 000JIOUKY M PACTATUBAIM BPYYHYIO C TTOMO-
IIBIO YETBIpEeX CTEKISIHHBIX WIJ, pa3Mellasi ux II0
kpasim CBO. PactsskeHre MpoBOAWIM B HaIpablie-
HUM, TIOTIEPEYHOM TIepeaHe-3amHeil (aHTepo-TIocTe-
puopHoii, AP) ocu 3aposapiina (To ecTh NepHeHANKY-
JISIPHO HaMpaBJIeHWIO €CTECTBEHHOTO PacTSLKEHUs 3a-
pomplllia) B ABa mpueMa ¢ MHTepBajioM 5—10 MuH.

CreneHp pacTsokeHus1 BapbupoBaia ot 120 o 200%,
MpPUHUMAsT UCXOTHOE PACCTOSIHME MEXIy MIJIaMU 3a
100% (puc. 1, cp. au 6). OGpa3IIbl cOmepKaan B pacTs-
HYTOM COCTOSIHMM ITpu TemrepaType 24—25°C B Teue-
Hue 19—24 4, yTo COOTBETCTBOBAJIO 15—18 cTamnu Hop-
MaJIbHOTO pa3BUTHS. TUMYHBIN pe3yIbTaT, OTyYeH-
HBIII K 3TOMY CPOKY, TMOoKa3aH Ha puc. 1B. OdpaTtum
BHMMaHUE Ha TO, YTO PACTSIHYThI 00pas3ell M30THYT U
€ro MOJIIPHBIE 001aCTH 3aX0IST 32 PACTITUBAIOLINE VT~
761 Gostee yeM Ha 40% oO6Iei IMHBI. DTO O3HAYAET,
YTO B TKaHSIX PACTSHYTOro oOpaslia TeHepupyeTcs
BHYTpPEHHEE TaBJICHNE, OPUMEHTUPOBAHHOE B HATIPABIIEC-
Huu pactskeHus (cM. Beloussov et al., 2000).

WN3mepenue U KapTUPOBAHHE TPAEKTOPUIA UHIUBH-
ayajabHbIX KiaeToK. C momoinbio ouHoKyasapa Olym-
pus SZX9 u kamepel DCM-130 B Teuenue 240 MmuH
MPOBOJIWIM C MHTEpPBaJIOM B 1 MUH LeliTpadepHyo
MUKPODOTOCHEMKY NOPCATbHONW CTOPOHBI MHTAKT-
HBIX M PACTSHYTBHIX 3apoibliieii. OOpaboTKy IOJIy-
YEeHHBbIX CepUii M300paKeHU MPOBOAWJIM B MPO-
rpamme Imagel, mnarua MTrack). C momoribio naH-
HOM MOporpaMMbl BpYYHYIO OTMedalaud TMOJOXEHUE
*BbIOpaHHBIX KJIETOK 4epe3 Kaxkable 10 MuH, ctapa-
SICh KaXKIbli pa3 MonacTb B LIEHTP OTCJIEXKKWBAaEMOM
obmactu kieTku. IlonoxkeHue BBIOpAaHHONW KIIETKU
BU3YaJIbHO OIpenesiyiu Jubo 1Mo ee BUAMMBIM I'pa-
HMILIAM, JTU0O0 I10 MUTMEHTHOH I'paHyJie, CBI3aHHOM C
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Puc. 2. TpaekTopHnu KJICTOYHBIX IBUKEHUI Ha TOPCaIbHOI MOBEpXHOCTH HOPMAJIBHBIX (a, 0) U IMMOonepeyHo pacTSIHYTHIX (B, T)

00pa3loB, OTCIEXKEHHbIE B TeUeHE 4 YacOB.

JTaHHo# kieTkoi. ITo oTMeYeHHBIM TOYKaM IIpO-
rpaMma CTpoujia TpaeKTOPHU ABWKEHUS KJICTOK U
BbIIABaJIa MOJI0KEHMSI OTMEUYEHHBIX TOYEK B IPSIMO-
YIOJIbHOM cucTeMe KoopauHaT mo ocsaMm X, Y. s
KaXXJ0ro 3apojIblllia IIPOCIeXKUBAIM TPACKTOPUU HE
meHee 10 Ki1eToK.

I'mcronorus. [To oKOHYaHNY MHKYOAIIMT 3apOIbI-
1 (puKcrupoBan B kuakocT bysHa n oopabarbiBa-
JIX TI0 CTaHJAPTHOUN METOAUKE ISl 3aJIMBKHU B Mapa-
¢uH. MU3roToBISIIN CepuH Cpe30B TOMIIUHON 7 MKM,
OPMEHTHUPOBAHHBIX MapaJUIeIbHO PaCTSIHYTON HOp-
caJibHOI MOBEPXHOCTH 3aponbiiia. Cpe3bl oKpalim-
BaJI reMaTOKCUJINHOM Dpiuxa. Becero 0bu10 mnccie-
JIoBaHO 9 06pa31oB.

PE3VJIBTATBI

CpaBHeHHe TPAeKTOPHIA JIBIKEHUIA OTAEIbHbIX KJle-
TOK B HOPMAJIbHO PA3BUBAIOLIMXCS U MONEPEYHO PACTS-
HYTBIX oOpasmax. B HopManbHBIX 0OOpasliax, peru-
CTpUpYeMbIX HauuHasi co craauu 10.5, B TedyeHUe
nepBbIX 1.5—2 yacoB Bce KJIETKU JOpcalibHOM obJia-
CTH CMEIIIAIOTCSI B CTOPOHY 6JIacTOTIOpa CO CKOPOCTSI-
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MU, OOpaTHO MPOMOPIIMOHATEHBIMUA MX HayaJlbHBIM
paccTtosiHUSIM 1o Giactornopa. B mocienyommii ne-
pHoOI BpeMeHU IBMKEHMS yIaJIeHHBIX OT 61acToITopa
KJIETOK MEHSIOTCS Ha MPOTUBOTMIOJIOXHBIE, TaK YTO
UX TPAeKTOPUU BBITJISIASAT KaK CUJIBHO CXKaTble METIN
(puc. 2a, 20). B pe3ynbraTe paccTosiHUE BOOJb IIPO-
TIOJTBLHOM OCH 3apObIIIa MEXIy MPUOTMKEHHBIMU K
67acTonopy U yaaJIeHHBIMU OT HEro KjJeTKaMu BO3-
pacTaeT B TeUeHHE BCEro 4-4acoBOTO ITepHola Ha-
OJIIoIEHUI, MPUYEM C HEKOTOPBIM YCKOPEHUEM. DTO
COOTBETCTBYET YIJMHEHMIO 3apojpblilia B IepelaHe-
3agHeM HalpaBieHu. OTHOBPEMEHHO Te XKe KISTKHI
COIMIKAIOTCST BAOJb MOMIEPEYHBIX HAIPaBJICHUM, YTO
COOTBETCTBYET JlaTePO-MeIUaJbHON KOHBEPreHIIUU
(puc. 2a). B cooTBeTCTBYIONINX 00JIACTSIX IIOIIEPEYHO
pacTsHyThIX 00pasioB (puc. 20, 2B) mpoaojbHas
KOMITOHEHTA KJIETOUHBIX ABUXXEHUI TMOUYTHU MOJTHO-
CTBIO TTOHaBJieHa, HO TETIc00pa3HOCTh KIETOUYHBIX
TpaeKTOPUI COXpaHSIETCs, XOTS MEeTIN CUJIBHO “pac-
KPBIThI”.

Puc. 3 wunocTpupyeT aHU30TPOITMIO KIIETOYHBIX
JIBVDKEHU Ha JOPCAIbHOI MOBEPXHOCTH HOPMAJIb-
HBIX ¥ IOTNIEPEYHO PACTSIHYTHIX 3apombiiieii. Ee olieHun-
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Puc. 3. AHU30TPONHUS KJIETOYHBIX IBVKEHUI Ha JOPCAILHOM MTOBEPXHOCTH HOPMAJIBHBIX 3aPOJIBIIICH U €€ OTCYTCTBUE B TOMO-
JIOTMYHBIX 00JIaCTSIX paCTSIHYTHIX 00pa3loB, (a, I'): CXeMaTU4eCKre KapThl LEJIbIX 3apoAblllieii U MX BHIHOCKM (0, T') ¢ yKazaHUEM
TPaeKTOPHUii, NCMOJb30BAaHHBIX JUISI U3MepeHUit. (B, €): rpadMKM pacCTOSTHUI MeXIy KJIeTKaMM C yKa3aHHbBIMU HOMepaMu
BIIOJIb ITOTIEPEYHBIX U IMIPOIOIBLHBIX Oceii (ocu X 1 Y cooTBeTCTBeHHO). [[OpU30HTaIbHBIE OCU: BpeMsl, MUHYThI. BepTukaibHbIe
OCH: PacCTOSIHUSI, MUKPOHBI. MaciutabHble TMHEWKU 1o 200 MKM.

BaJIM, CpaBHMBAsI U3MEHEHUSI PAaCCTOSIHUI MEXIY M3-
OpaHHBIMU KJIETKAMU BIOJIb IOIMEPEUYHOMN U MPOAOIIb-
HOM ocu 3apoapmia (ocu X M Y COOTBETCTBEHHO) B
TeueHre 4 4 pasputus. Kak BumHO 13 puc. 3B, 3e, y
HOPMAaJILHBIX 3apOAbIIIeii TTPOOOJIbHEIE PACCTOSHUS
BO3pPacTaloT, a MONePEYHbIC YMEHBIIAIOTCS, YTO YKa-
3pIBACT Ha MOCTOSSHHOE BO3pacTaHNe aHU3O0TPOIIUU.
B T0 ke BpeMs1 y monepeyHo pacTSHYThIX 3apOIbIIIeii
JIBVDKEHMUSI IO 00erM ocsiM 0osiee BapuadeIbHbI U UX
OTHOIIIEHUS B CPEIHEM OCTAIOTCS IIOCTOSIHHBIMU, TO
€CTh aHM30TPOIHUS OTCYTCTBYET.

ITaTTepHBI PACTOJIOKEHNA OCEBBIX 3aYATKOB B IO-
mepevHo pacTSHYTHIX 3apoapimax. B3anmHoe pacro-
JIokeHUe 1 hopMa OCEBBIX 3a4aTKOB OTKJIOHSIACh OT
HOpPMaJIbHBIX TTOKa3aTeseil BO BCeX PacTSIHYTHIX 00-
pasuax. IIpu aTom HabGaoganu a1Ba BapuaHTa Hapy-
menuit. [Ipr OTHOCUTETBHO CIIAOOM ITOIIEPEYHOM
pactsskennn (120—140%) ocHOBHBIE 3a4aTKH PacIio-
JIaraJiich IpOM3BOJIbHO OTHOCUTEIBHO APYT Apyra u

IJIaBHBIX MopdoJiornyeckux ocei (puc. 4). Konrak-
TUpPYIOIIYE B HOPME 3a4aTKM XOPIbl 1 HEPBHOI TKa-
HM OBUIM pa3oOmIeHBI ciioeM HeamddepeHIInpOBaH-
HBIX KJIeTOK (puc. 4a). Cepri COMUTOB MOIJIU pacItojia-
raThCsl BIUIOTHYIO K CIIyXOBOMY MY3BLIPBKY (puc. 40).
3avyaTKu Xopa ObUIM MeCTaMU ITOJKOBOOOPa3HO M30-
THYTBI, 1 B 3TOM CJIydae COMMTBI pacIiojiarajiuch
TOJILKO Ha MX BBINYKJION (PacTSIHYTOl) CTOPOHE, a
HepBHAas TKaHb — Ha BOrHyToii (puc. 4r). Heitpanb-
HbI€ 3a4aTKU ObUIM CMEILEHBI U3 HOPMAaJIbHOTO IOp-
CO-MEIUAJILHOTO ITOJIOXKEHUS U TIPEACTaBIICHbI IBY-
MsI—TpeMsI pa300IIeHHBIMHU JOMEHAMM, BBITSIHYTHI-
MU BIOJIb MOMNEPEYHON OCU 3apOIbIlIeii. ¥ OTHOIro
o0pas3ia HabIogaau KOMITJIEKCHOE 0Opa3oBaHMe Te-
PEIHETOJIOBHBIX CTPYKTYp (IIPHUCOCKM, HepalIbHBIX
TKaHEeM 1 3a9aTKOB IJIa3a WM CIIyXOBBIX ITy3bIPHKOB)
B IBYX Pa3JIMYHbBIX y4acTKaX, pAaCCTOSTHUE MEXAY KO-
TOPBIMU COCTABJISJIO TPETh IJIMHEI 1I€JI0I0 3apOIbIIIIa
(puc. 4B, ToOKa3aHa ogHa TakKas IpyIla). Y4YacTKu
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Puc. 4. (a—n) BapuaHTbl B3aMMHOTO pacnoyIoXeHUsI Mopdosornyeckux cTpyktyp B CBO 3apopliiieil nmopieBoii JSryKu
yepe3 20—24 4 momepedyHoro pactsokeHusi. AP — aHTepo-mocTepropHasi och. I'3: I1a3Hoit 3ayatok. H: HepBHasi TKaHb.
Hn: Tkanb HeyctaHoBneHHOI nuddepenunposku. [1p: npucocku. C: comutsl. Ci: cyxoBoii my3bIpeK. X: xopaa. Maciura6-

Hble JIMHeKK o 200 MKM.

HEPBHOI TKaHW MOIJIM PAcCIojlaraThbCsl MEXIy aHO-
MaJIbHO YABOSHHBIMU NpHUcOoCcKaMu (puc. 41).

CpaBHeHME NTATTePHOB OCEBLIX 3a4aTKOB Yy 00pas3-
1IOB pa3HOl CTENeHU paCTSLKeHUs MoKasajio, 4To y
CWJIbHO PacTSHYTBIX 3a4aTKoB (>150%), och KOTO-
pBIX TIEpEOPUEHTUPOBAHA B HAMPaBJICHUM PACTSIXKe-
HUS1, MOP(MhOTIOTNYECKUN MOPSAI0K YaACTUIHO BOCCTA-
HaBMBaeTcs (puc. 5).

OBCYXIEHMNE

B 3701 paboTe moy4eHO 1Ba OCHOBHBIX PE3YJib-
tata. [1epBbIif U3 HUX COCTOUT B TOM, UYTO Ha CTaANU
paHHEN TacTpyibl BeCh KOMILJIEKC OCEBBIX OPraHOB
3apoJbIlIa MOXET ObITh IIEPEOPUECHTUPOBAH UCKYC-
CTBEHHBIM pacTsLKeHUeM Ha 90°, mprdeM 3TO COIpo-
BOXIAETCS TeHepalyeil BHYTPESHHErO [aBJICHUS B
HaIlpaBJICHUM pacTsLKeHMsI. Bo-BTOphIX, 0OHApYKEHO,
YTO OTHOCUTENIBHO CJIA00e pacTsKeHVe B HAaIpaBJIeHUH,
NEPIEHINKY/IIPHOM HOPMaJIbHOMY, TIPUBOIUT K ITy0O-
KAM HapylLIeHUSIM B3aMMHOTO PACITOIOXKEHUSI OCEBBIX
3a4aTKOB B MacIlITabax 11eJ10T0 3apobIiiia (T.H. J1aIbHEro
MPOCTPAaHCTBEHHOIO IIOPSIKA OCEBBIX 3a4aTKOB).
Kaxnplii u3 3TUX BBHIBOJOB 03HAYAET, YTO PACITONIO-
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JKEHHME OCEBbIX 3a4aTKOB K TaHHOM CTaauu Pa3BUTUS
He SIBJISIETCSI CTPOTO NpeIonpeaeIeHHbIM rpaaeHTa-
MU MOP(MOreHOB U MOXKET OBITb U3MEHEHO MEXaHM-
YeCKUMHU Bo3neicTBUsIMU. TakKe MoJydeHHbIe JaH-
HBIE CTaBST MO COMHEHME BEIYIIYIO POJIb YITOMSTHY -
TBIX TPAIMEHTOB B YCTAHOBJICHUU TOMOJIOTUU OCEBBIX
3a4aTKoOB, MOCKOJIbKY HEMOHSITHO, KaK MOCJeqHue
MOTYT MOJYJIMPOBATbCSl YKa3aHHBIMU BO3ICHCTBUSI-
MU U IPUBECTU K HaOII0JaeMbIM pesyibTatam. Otie-
HUTb POJIb KaxXI0ro u3 (pakTopoB (MEXaHUYECKUX U
XUMHYECKMX), a OCOOCHHO B3aUMOJICHICTBUE MEXIY
HUMM B 1IeJIOM OpraHU3Me CJIOKHO, HO, HECMOTPSI Ha
HEKOTOPYIO CTETeHb YIIPOIIEHMSI, TOAOOHYIO BO3MOXK-
HOCTb MPEIOCTABISIOT KJIETOUHBIE KYJAbTYphl. IMeroT-
Csl TaHHbIC O BIUSIHUM Pa3IMYHbIX MEXaHUYECKUX IMa-
paMeTpoB, B YaCTHOCTU reoMeTpun KieTku (Ben-Zéve,
1991; Ingberet al., 1994; Opas, 1994; Davies, 1995; Re-
usch et al., 1996; ut. o bemoycos m np., 2000) u
Xectkoctu cyocrpara (Discher, Mooney and Zands-
tra, 2009, out. mo Farge, 2011) Ha sKcOopeccHio 1 Ha-
npaBieHue 1uddepeHIIMPOBKY KIIETOK B KYJIbTYpe.
YuurteiBast 3TU TaHHbIE M TaKXkKe TOJIydeHHbIE HAMU
pe3yabTaThl (CM. OCOOEHHO pUC. 3 M MOSCHEHUS K
HEMY), MOXHO BBIIBUHYTb TMITOTE3Y, YTO IIPOCTPaH-
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Puc. 5. 3aBUcUMOCTb pacnoIOXKEHMsI 3a4aTKOB (CXEMBbI B
JIEBOI1 YaCTU PUCYHKA) OT CTETIEHU MOIEPEYHOr0 PacTsi-
>KeHMs1 00pa3LoB (cToO1bI B TpaBoit yacTu). [1pu pacts-
KeHuu 6ojiee 150% o6pasiibl IPUOGPETAIOT OCEBYIO.

CTBEHHasl pa3MeTKa KJIETOYHOU auddepeHINPOBKI
MOXeT OBITh OCHOBaHa Ha aHM3OTPOITHBIX KJIETOY-
HBIX TBUXKEHMSX, TIPUBOMSIIMNX K B3aUMHO TIepIIeH-
IUKYJISIPHOMY  PacCTsSKEHUIO-CXKAaTUIO — MaTepualia
IOpCaTbHOI 06JTaCTH 3apOAbIIIA.

MpI npearnoiaraem, 4YTo poJib M GOYHINPYIOIINX
MOpP(OreHOB COCTOUT HE B IPENOCTABIEHUMN TO3U-
LIMOHHOI UHdOpMaLIMHU, a B pacIiliupeHUu (110 cpaB-
HEHUIO C HEeWHAYLIMPOBAHHBIMU KJETKaMH) COBO-
KYITHOCTU BO3MOXHBIX HalpaBJIE€HUMN KJIETOUYHBIX
I depeHIUpPOBOK (TMMPOCHEKTUBHBIX MOTEHIUN).
OcraHoBuMcs 0oJiee moapoOHO Ha 3¢ PeKTe yTpaThl
JIAJIbHETO TIPOCTPAHCTBEHHOTO MOPSAKA, MOCKOIbKY
OH HEe WHTepHpeTUpyeM B paMKaX TPaauLIMOHHBIX
KOHLIEMIIMIA COBpEMEHHO 3MOPUOIOTUN, HO XOPO-
1110 OonuchiBaeTcs (hyHIaMEHTATbHBIMU MTOHATUSIMUA
(UBUKM HEJIMHEHBIX CUCTEM.

To, uTo TIpUHATO 0003HAYATh KaK “(aKTOpPHI pa3-
BUTHUSA”, U3YYEHUE KOTOPBIX CUMTACTCS OCHOBHBIM
IpeaMeToM SMOPHUOJIOTUM, TOYHO COOTBETCTBYIOT
MOHSATUIO “TIPUYUH” B UX KJIACCUYECKOM JIMHEWHOM
MOHMMAaHMH, a UMEHHO Kak “on—off” nepekmouarenu,
JIeficTBIE KOTOPBIX JINOO CTUMYJTUPYET, MO0 TTOIaBIISI-
€T pa3BUTHE TOW WJIM UHOI 3akianku. IMeHHO Takast
pOJIb TIPUMNMUCHLIBACTCST WHOYKTOpaM, IeHaM U T.IL.
OOBIYHO MX paccMaTPUBAIOT KaK HOCUTEJICI CITeI-
duyeckoil nHGopMaMK OJIs1 MOCIEAYIOUINX CTaaAui
pa3Butus. Bech aMOpHoreHe3 MoHMMAaeTCs Kak Lelb
TaKUX MEPEKIJIIOYCHU.

Ho addexTrl yrmopsmoueHUsI—pa3ynopsaodeHs
SIBHBIM 00pa3oM He MOoAMNajgaoT Moj 3Ty cxeMmy. Benb
HCITOJIb30BaHHBIE MEXaHUYECKHUE BO3NEHCTBUS CIie-
[UaJTbHO He MHTUOWPYIOT U HE CTUMYIMPYIOT THD-
(hepeHIITMPOBKY OCEBBIX 3a4aTKOB — BCE THUITBI TU (-
bepeHIIMPOBOK OCYIIECTBISIIOTCS TIPUMEPHO C OV~
HAKOBOM BEPOSITHOCTHIO KaK TIpU HOPMATbHBIX
naTTepHax HAIIPsSOKeHUH, TaK M TIPY X HApYIIeHUSIX:
MOCJIeHUE BIUSIIOT TOJBKO Ha MPOCTPAHCTBEHHBIM
nopsaoK. OTCYTCTBYET TakKKe IpsiMasi CBSI3b MEXKIy
W3MEHEHHUSIMI TeOMETPHU KJIETOYHBIX MBUKEHUU U
pacCIIOJIOKeHUEM OCHOBHBIX U (hEePEeHIIMPOBOK: €C-
JI OBI POJTB TIEPBBIX COCTOSIJIA TOJIBKO B AeopMalinm
yXe IpegonpenesieHHOl “KapThl muddepeHpo-
BOK” (OOBIYHO €€ Ha3bIBalOT KapTOil MPe3yMITTUBHBIX
3a9aTKOB), TO U3MEHEHUsI B3aMMHBIX PACTIOIOKESHUMN
3a49aTKOB ObLIN ObI TOMEOMOP(GHBIMU. DTO O3HAYAET,
YTO UX HOPMAaJIbHAsl TOMOJOTUSI COXpaHsiIach Obl, U
HaOJIIOMaeMbIX B 9KCTIEPUMEHTAX Pa3phIBOB U TPaHC-
JIOKaIii 3a9aTKOB HE MOJDKHO OBLIO OBITh. TOYHO
TaK Xe He MOTJIO Obl OXKUAAThCSI BOCCTAHOBJIEHUE MO~
psinKa TIpY YBEJIMYEHUN PACTSDKEHUM, KOoraa, Kasa-
JIOoCh OBI, meOpMaIINK JTOJKHBI OBITH HANOOJBIII -
MU. MBI OOBSICHSIEM 3TO T€M, YTO CUJIbHbIEC PACTSIKE-
HUSI MOTYT YaCTMYHO BOCCTAHOBUTH aHU3OTPOITHIO
KJIETOYHBIX TBMKEHUM — B MAHHOM CJIydae ITepIrieH-
IUKYJISIPHO HOPMaJbHOMY HAIIpaBICHHIO — TOTIa
Kak 0oJjiee cjiabble TOJIBKO pa3pylialoT HOPMAJIbHYIO
AHM30TPOTIHIO.

CMeHa mopsimKa Ha 6ecIopsIoK 1 06paTHO — 3TO
KOJUIEKTUBHOE SIBJIEHME, KOTOPOE HE MOXET OBITh
OMNMCaHO KaKoi-11nbo KoMOMHanMeit oqHO3HAYHBIX
JIMHEMHBIX NPUYMHHO-CJICACTBEHHBIX CBI3€M — IS
3TOro HEOOXOIMMO MCHOJIL30BaTh MOHSITHE ITapaMeT-
PUYECKOTro YIpaBJICHUsI, CBSI3aHHOIO, B JAHHOM CJIy-
yae, ¢ TaK Ha3bIBaeMbIM IapaMeTpoM Itopsinka. Ilapa-
METp — TEPMMH, HCIIONB3YEMBIII B MaTeMaTUYECCKOM
MOJIEJIUPOBAHUU UISI OIMCAHUS BEIMYUH, U3MEHSIO-
IIMXCSI Ha TMOPSIAOK MeIEHHee TMHAMWYECKUX TIepe-
MEHHBIX (T.€. 32 BpeMsI HaOJTIOICHUSI CUCTEMbI U3MEHSI-
IOLMXCSI HE3HAUYUTEeJIbHO). I[IponsumocTpupyeM 3TO
MPOCTBIMU (PU3MYSCKMMU TTpuMepaMu. B Takux cpemax
KaK BSI3KM€ XUIKOCTU WIN XMMHUIECKIEe CMECH IIJIsI pe-
akunu benoycoBa—2KabOTHMHCKOIO ABMXKEHUE MOJIe-
KyJI TIpM OTHOCUTEJIbHO HU3KUX TeMIlepaTypax Oec-
MOPSIIOYHO; OMHAKO IIPU MOBBILIEHUH TeMIIepaTypPhl
BO3HMKAIOT 3aKOHOMEPHO PaCIIOJIOXKEHHEIEC HAIIpaB-
JIEHHbIE KOHBEKIIMOHHbIE MOTOKM (sueiiku beHapa)
WIn 00JIaCTU TTOBBIIIIEHHOM KOHILIEHTPAIUX MOJIEKYI
(cM. HanmpuMmep Hukomnuc u [Mpuroxun, 1979). U to,
U Apyroe — IMpoOsIBJIEHUS AaJIbHETO MOpsiaKa, XapaK-
TepHBbIE MAacIITaObl KOTOPOIO HAa MHOTO IIOPSIIKOB
BEJIMYMH IIPEBBIINIAIOT MAacIITaObl MEXMOJEKYISIp-
HBIX B3auMoAeicTBUli. B maHHBIX MpuMepax B poyiu
napamMeTpa Mopsiaka BBICTYIAeT TeMrepaTrypa, B KO-
TOPOIi IIOHSITHBIM 00pa30M HUKAaK HE MOXKET COIIep-
>KaThCs KaKasi-Inoo “mHbopmanus” win “UHCTPYK-
uun” o majgbHeM Topsiake. IToasg MexaHndecKnx Ha-
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NpSCKEHWM — 3TO Apyroil ¢m3myeckuit  (akTop,
WUTrparolvii aHAJIOTUYHYIO POJib.

KoneuHo, onmcaHHbIe BhIlIe 3P@EKTH — OAJIEKO
HE eIMHCTBCHHBIE, YKA3bIBaIOIIe Ha HEOOXOIMMOCTh
BBEACHMSI B 9MOPHOJIOTUIO IIOHSTHUS ITapaMeTPUIECKO-
ro ympaBjeHUsI BOOOIle M mapameTpa Iopsiika — B
YacTHOCTU. BhICKazaHHOE BBIIIIE TIPEAITOI0XKEHHE, YTO
MOP(OTEHBI OIPENEIISTIOT ASIOKAIN30BaHHBIC Tndde-
PEHIIMPOBOYHBIE MOTEHLIMU TAKXKEe O3HAYACT, YTO OHU
BBITIOJIHSIIOT (PYHKIIMU T1apaMeTpoB. BooOie nocta-
TOYHO TITyOOKMIT aHaIM3 JII000M ITOC/IeIOBATEIIbHOCTH
MPOLIECCOB Pa3BUTHUSI TIPUBOIUT K HEOOXOIUMOCTU BBE-
¢ty Takue noHATH. OpHako 3((eKTh HapyIIeHUsT 1
BOCCTaHOBJICHMSI IIPOCTPAHCTBEHHOTO ITOPSIIKA CBUIC-
TEJIbCTBYIOT 00 3TOM C HaMOOJIbIIEH HATJISITHOCTHIO.

Pabora monaepxkaHa rpaHTamu PODU 14-04-
32085 1 16-01-00504.
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Role of Mechano-Dependent Cell Movements in the Establishment of Spatial
Organization of Axial Rudiments in Xenopus laevis Embryos
D. V. Bredov* and A. U. Evstifeeva
Department of Biology, Moscow State University, Moscow, 119234 Russia

*e-mail: d2707bredov@yandex.ru
Received August 28, 2016

Trajectories of individual cell movements and patterns of differentiation in the axial rudiments in suprablas-
toporal areas (SBA) in whole embryos of Xenopus laevis artificially stretched in the transverse direction up to
120—200% from the initial length at the early gastrula stage were mapped. We observed the impairment of
anisotropic cell movements of longitudinal stretching and latero-medial convergence inherent for SBA. Axial
rudiments occurred in all cases, but their location was completely impaired and dramatically different from
the normal topology for moderate (120—140%) stretching. Stronger stretching caused a partial ordering of the
whole axial complex and its reorientation toward stretching. We concluded that induction factors determine
short-range order in their arrangement in SBA, whereas anisotropic cell movements in any direction are
needed for long-range order. Moderate transverse stretching destroys normally oriented anisotropy, but it is
not enough for establishment of the anisotropy oriented perpendicular to the normal. This explains the dis-
order at light stretching. The main conclusion of this study is that anisotropic tensions of embryonic tissues
play role of long-range order parameters of cell differentiation.

Keywords: gastrulation, morphogenetic cell movements, mechanical stresses, Xenopus laevis
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