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B ocHOBe n3ameHeHUs OpMBI SMOPHOHA JieXKaT KaK JIOKaJbHbIE, TaK U TJTo0aTbHbBIe NehopMalluy TKaHeil.
CornacHO 3aKOHaM KJIACCUYECKOI MeXaHUKHU, UCTOUHUKOM Je(opMalii MOXKET SIBISITbCS TOJbKO Mexa-
HUYecKast cuiia. JIoKaan3oBaTh MEXaHUYECKHE CHITBI M KAaUeCTBEHHO OLIEHUTh UX BEJIMUMHY MOXKHO Ha OC-
HOBE AMHAMUMKM Aedopmanuii TKaHeil 3MOproHa, 00YCJIOBIEHHBIX 3TUMU cujiaMu. OIMH M3 OCHOBHBIX
WCTOYHUKOB TaKUX AehopMaIvii — pa3andusi CKOPOCTU M HaIIpaBJIeHUST IBUKEHU M COCETHUX KIIETOK. MbI
JIeTajJbHO OMMUCaIM ABUXKEHUE KJIETOK B AIMKTOAepMe cylpadiaacTornopaibHoit oonactu (CbO) cpenHeit
racTpyibl Xenopus laevis. Bpina BbIsIBJIeHAa MPOCTPAHCTBEHHAs! HEOTHOPOIHOCTD NBMXeHUsT KieTok CBhO;
BIIOJIb MEIMOJIATEPATTLHOM OCH SMOPUOHA OOHAPYKEeHbI PETMOHbI, pa3IMyarolIrecs Mo cpeaHeit CKopocTr
JIBUXXEHMST KJIETOK. B yacTHOCTH, HauboOJIbIIIasi CKOPOCTh M COHAIPaBICHHOCTh ABMKEHUM KJIETOK 4Jalle
Bcero Haboaanuch B MenuaibHoii 30He CBO. AHanu3 ¢popMbl KJIETOK IT0Ka3ajl, YTO MMEHHO B MeaUajlb-
HoM perroHe CBO, KOTOpHIii EpPBbIM BOBJIEKAETCS B MHBOJTIOIIUIO, TIPOUCXOISIT Haubojiee akTUBHBIC Te-
PEerpynmupoBKY KJIETOK, CBI3aHHbIe ¢ (hopMUpOBaHUEM PO3eTOK. MBI MpeArnosaraeM, 4To Takue repe-
IPYNITMPOBKU MO3BOJISIET KOMIIEHCUPOBATh pacTsKeHUe MaTepralia MenraabHou 30HbI CBO B Xome MHBO-
JIIOLINH.
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BBEAEHHE

IIpoueccry MopdoreHesa B SMOPMOHATBHOM pa3-
BUTUH COMPOBOXIAIOTCS 3HAYNTEIIBHBIMU Oedopma-
musaMu TKaHei. McrounmkoMm nedopmamum 6moro-
TMYECKUX TKaHeil sBIsIeTCS MeXaHWdyecKas cuia
(Murray, 2003; Davidson, 2011), moatoMy mjs ne-
TATBHOTO M3YUYEeHUS MeXaHM3MOB MopdoreHe3a He-
00X0OIMMO JIOKJIM30BaTh CUJIBI, TIPUBOISIINE K Ha-
GogaeMBIM B MopdoreHe3e nehopMallisM, 1 BbI-
SIBUTh MEXaHW3MBbI X BOSHUKHOBEHHSI.

HanGonee paHHeil METOAMKOM JTOKAIU3aIIIN MEXa-
HUYECKUX CUJI SIBJIIETCSI aHAJIU3 CKOPOCTU 1 aMILIATY-
JIbI paCXOXIEHMSI KpacB TKAHW B 00JIACTH JIOKAJILHOTO
Hazapesa (T.e. nebopMay TKaHU I10CIE pelaKcalliu
CYILIECTBYIOILIIETO HampstokeHus). Ecim BenuumHa me-
dopMalMy MIPOIOPLIMOHAIbHA AEHCTBYIOLIECH B 3TOM
objacTy cuiie, BO3MOXHO KayeCTBEHHOE OIIMCaHUe
pacripeneeHUsI CUJI B SMOPHUOHATBLHBIX TKaHsIX. Takoe
OIMCaHNEe MOXHO OCYIIECTBUTH, CPAaBHUB BEJIMYMHY
nedopManum II0cjie Haape3a B pas3IMIHbIX Y4acTKax
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SMOpHMOHA Ha pa3HbIX cTaausax passutus. Mcciemo-
BaHMS C IPUMEHEHNEM 3TOTO METOAA MTOKa3ajIl, YTO
B O9MOpPHOHE MexaHW4JecKasl Crujia UMeeT HeOTHOPOI-
HO€E TIPOCTPAHCTBEHHOE pacripeieieHne (Ha3bIiBae-
MOE€ TaKXe ITaTTEPHOM ), KAYECTBEHHO N3MEHSIOLIIEE -
cs B xone pas3Butus (Beloussov et al., 1975). Dkcrne-
pUMEHTAIbHAS pejlaKcalsl 3TUX HaIPsDKEHUNA WITN
X UMHUTALMS B SKTOMMYECKNX YIaCTKaX OKa3bIBAET
BJIUSTHUE Ha XOI MOP(MOTreHeTUYECKHX MTPOLIECCOB B
SMOpPHOHE WM 3KCIJIaHTaTaX SMOPUOHAIBLHON TKa-
Hu (Beloussov et al., 1990, 2000; Chien et al., 2015).

MeTon Hagpe30B COXPaHW aKTyaJlbHOCTb IS 3a-
a4, TpeOYIOIIUX KAYECTBEHHOMN OLEHKN MexaHude-
ckux cui B TKaHsIx (Ma et al., 2009; Campinho et al.,
2013; Hara et al., 2013). B Hacrosee Bpems sl pe-
FUCTPALIMA U WCCIIEIOBAaHUS MEXaHUYECKUX CUJT B
OUOJIOTMYECKHUX TKAHSIX CTaj OOCTYIIeH IIMPOKUiA
criekTp MeTonuK. OMHUMHU U3 HanboJee pacIpocTpa-
HEHHBIX SIBJISIIOTCS METOAUKU, OCHOBAaHHBIE HA TIPU-
meHeHuu FRET-30H10B. 910 (hayopecieHTHbIE MUK-
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PO30H/IbI, KOTOPHIE MO3BOJISIIOT OLIEHUTh CYOKJIETOY-
Hble AedopMallMM II0 TaJeHUI0 WHTEHCUBHOCTHU
¢dayopeclieHIIUM, BBI3BAHHOM PACXOXIEHUEM IBYX
CBsI3aHHBIX MOJIeKyJ (haryopodopa (Gayrard, Borghi,
2016; Eroshkin et al., 2018). ®@iyopodopsl B cocTaBe
TaKOTO 30HJAa CBSI3aHBI MEXIY COOOI MOJIEKYJION C
U3BECTHOM XECTKOCTBIO, UTO MO3BOJISIET IO 3aperu-
CTPUPOBAHHOM JedopMalii 30HIA PAcCUUTATh T1O-
JIeficTBOBABIIIYI0 Ha Hero cuiy. KoanyecTBeHHYIO
OLIEHKY MEXaHUUYECKUX CUJI TAKXKE ITO3BOJISIOT IPO-
U3BECTU DJIACTUYHBIE WM 3MYJbCUOHHBIC 30HBI.
3Hasi MexaHU4YeCcKue CBOiicTBa Marepualia, U3 KOTo-
pOro U3rOTOBJIEH TaKOIl 30HM, MOXHO II0 AedopMa-
LIVM 30H1a BBIYMCIIUTH CUITY, KOTOpast K Hell mpuBesa
(Campas et al., 2014; Mohagheghian et al., 2018).

KadecTBeHHO MHOIT TOIXOM OBUT TIPEeIOKeH Stre-
ichan ¢ coaBTOpamMu, KapTUpPOBaBIIMMU MeXaHWIe-
CKUe HaIIPSDKEeHWST B TKAHSIX racTpyJibl Drosophila mela-
nogaster Ha OCHOBaHWM TIPOCTPAHCTBEHHOIM aHU30TPO-
MM pacnpeneneHus Muo3nHa (Streichan et al., 2018).
Tak kKak aKTOMHUO3WHOBBIN KOMIIJIEKC SIBISIETCSI OC-
HOBHBIM MCTOYHMKOM MEXaHWYECKO CWJIBI B XOIe
IBIDKEHUN U TTeperpyImMpPOBOK KJIETOK, HEOMHOPOI -
HOCTb €O pacIipelieJIeHUsT OIpenesisieT MpOoCTpaH-
CTBEHHBIN TMATTEPH MEXaHWYECKUX HaIpsLKeHW B
TKaHu. M3MepuB KOHIIEHTpallMi0 MMO3WHA B pas-
JIMIHBIX peTUOHAaX YMOPHUOHA, aBTOPhI OOHAPYKWIIN,
YTO ero MPOCTPAHCTBEHHOE pacIipee/ieHNe OMUChI-
BaeTCsI TpeMsI XapaKTepHBIMHU TTaTTepHAMM, CMEHSIIO-
IIMMU JpyT Apyra B xoje ractpyiasiunu. Ha ocHose
STHX M3MEPEHUI MCCIIenoBaTeId CMOIEINPOBAIIN
KapTy MeXaHMYeCKUX HaIPSDKeHWH, IUTST KaskaoTo 13
TpeX NPOCTPAHCTBEHHBIX MAaTTEPHOB MUO3MHa (Stre-
ichan et al., 2018). TakuM obOpa3oM, gaHHasI paboTa
KOCBEHHO TTOKa3bIBAeT, UTO Ha KaXKIOW CTaINU pas-
Butust D. melanogaster ¢opmupyercst crienubpuye-
CKMII MaTTepH MEXaHWYeCKMX HaIpsDKeHUiA. DTOT
pe3yabTaT MIPUHIMITHATBHO CXOX C Pe3yJIbTaTOM pa-
OoThI Tpynnbl beoycoBa, KapTUpoBaBIIeit MEXaHM -
YeCcKHe HaIpsKeHUsI MeTomoM Haape3oB (Beloussov
et al., 1975). KaptupoBaHue MeXaHUUYECKWUX HaIlpsi-
XKeHUI, TIpom3BedeHHOEe Streichan ¢ coaBTopamMu
(Streichan et al., 2018), HeceT He TOJILKO ONMucaTeb-
Hy1o QyHKIIMI0. Ha ocHOBaHUM 3TOTO KapTHPOBaHUS
aBTOPBI PACCUNUTAIIM JBUKEHMS KJIETOK ITOBEPXHOCT-
HOTO CJI051, KOTOPbl€ JOJKHBI BOBHUKHYTD MO Neii-
CTBHUEM CMOIEJMPOBAHHBIX MEXaHWYECKUX HaIps-
xkeHuit. [IpenckazaHHbIE TAKUM METOIOM IBVDKCHMST
KJIETOK COBMNAJIU C peajbHO 3aperuCcTpUPOBAaHHBIMU.
OHN, KaK W TPOCTPAaHCTBEHHOE pacIipeicicHne
MMO3HMHA, XapaKTePU3YIOTCS TPEMS XpPOHOJIOTUIECKHI
rnocjenoBaTeJibHBIMM naTTepHamu (Streichan et al.,
2018). IlaTTepH IBYXXEHMI KJIETOK IIPEICTaBIISIET CO-
00if BEKTOpPHOE II0JIe — COBOKYITHOCTH BEKTOPOB,
KaXIbI1 U3 KOTOPBIX OMMCBHIBAET TOK MaTepuasa Jye-
pe3 BBIOpAHHYIO TOUYKY MCCIIEIyeMOM OOJacTH dM-
opuoHa (Zamir et al., 2008; Tambe et al., 2011; Brunet
et al., 2013). Takum obpa3om, cTaguecneurduye-
CKHMe IIaTTepHBl MEXaHWYeCKUX HamNpsKeHU C

0OJIBIION BEPOSITHOCTBIO ITO3BOJISIIOT MpeacKasaTh
MopdoreHeTUUeCKre OBVMXKEHUSI B HOPMaJbHOM
pa3BUTUMU.

OnmHako, ecay MPOIOJLKUTEIbHOCTD TacTPY/ISLIN
MPEBHIIIAET XapaKTepHOe BpeMsl KJICTOUYHBIX Hepe-
TPYIIIMPOBOK, TO MOCJIEAHUE TOJKHBI IMMPUBECTU K
M3MEHEHUIO CYIIECTBYIOIIETO ITaTTepHa MeXaHu4e-
ckux cuia (Mongera et al., 2018). st peieHus Io-
JOOHOI 3a1auyu HEOOXOIMMO CBSI3aTh JAHHBIC O KJIe-
TOYHBIX NBIZKEHMSIX C HU3MEHEHHEM JIOKaIM3alluu
W/WIN BEJIUIMHBI MEXaHUYECKUX CHJI B OMpeaeieH-
HBII [IEprod pa3BUTUS.

KonmyecTBeHHBIN TTOIX0N K OMUCAHUIO JTBIDKE-
HWM KJIETOK Ha3bIBaeTCSI KMHEMaTUIeCKUM. JlaHHBIN
MOJX0/l OCHOBAH Ha perucTpaliii KOOPAUHAT KJIETOK
1 TOCJIEMYIONIEeM pacdyeTe MPOM3BOTHBIX OT HUX Be-
JIMIUH (CKOPOCTEM CMEIeHsI, OpUESHTAIIMY CMeTIe-
Huit 1 ap.). (Davidson, 2011). B atom ciy4dae, nox
“KoopauHaTaMM KJIeTKHA OOBIYHO ITOHMMAIOT KOOp-
IMHATHI TEOMETPUIECKOTO IIEHTPa KIIETKY VTN €€ ST -
pa (Diz-Muiioz et al., 2010; Heller et al., 2016). Ku-
HeMaTHYeCKoe ONCaHue TTO03BOJISIET OIIEHUTh TaAKHe
ImapaMeTphl, Kak TPOCTPAaHCTBEHHOE pacIipefeicHIe
1 BpeMeHHasi [MHaMHWKa CKOPOCTEeit KIIETOUHBIX CMe-
IIEHWH, X OpUEHTAIINSI, TMHAMUKA CMEHBI COCEIei.
DTH mapaMeTpsl TTO3BOJISTIOT YCTAaHOBUTH, HACKOJIBKO
aKTUBHO TIePEeMEIINBAIOTCS KJIETKA BHYTPU TKAaHU U,
cJiemoBaTeIbHO, HACKOJBKO BEIpAsKEHHO peTaKCUpy-
I0TCS B Hell HanpsDkeHWsI. B crily HeMHBa3MBHOCTH,
KUHEMaTUYECKU MOAXOMA TMO3BOJISIET YCIEIIHO MC-
cliemoBaTh pa3Butue in vivo (Blanchard et al., 2009; Bi
et al., 2016; Mongera et al., 2018; Schaumann et al.,
2018).

OmHaKO CTaTUCTUYECKUI aHATTN3 TOJTBKO KOOPIH-
HaT IIEHTPOB KJIETOK He ITO3BOJISIET CBSI3aTh U3MEHEe-
HUEe (DOPMBI KJIETOK C TIepeMellleHUEeM LIEHTPOB KJle-
ToK. [l7151 6GoJiee comepKaTeIbHOTO OIMcaHus aedop-
Malli¥ B TKAHW HYXXHO YY4eCTb M3MEHEHMST (POpMBbI
caMoOi KJIETKU. DTO TMO3BOJUT KayeCTBEHHee Olle-
HUTB ITPOCTPAHCTBEHHOE paclipee/ieHne MexaHnde-
CKMX CWJI B TKAaHU B X01i¢ MOP(OTEHETUIECKUX TBU-
SKeHU.

JaHHBI TTOaX01 OBLIO ObI OCOOEHHO MHTEPECHO
MMPUMEHUTh K MOAEIBbHBIM CUCTEMAM, B KOTOPBIX M€~
XaHUYeCKUe CUJIbl yKe ObUIM KapTUpOBaHbI MHBIMU
MmeTomamMu. OmHOII u3 Hamboliee MOIXOMSAIINX IO
JaHHYIO 3aJady MOIEIBHBIX CUCTEM SIBJISETCS Tra-
crpyna X. laevis. [Inst ractpynbl X. laevis ObLIN KapTU-
pOBaHBI MeXaHUYECKUe CUJIBI M OTTHCaHa 00IIast Kap-
TUHA KJIeTouHbIX ABMkeHui (Keller, 1978).

JBUXKEeHUS KJIETOK HAUMHAKOTCSl Ha CTaauM TT03/1-
He 61acTymbl (CT. 8) ¢ paguaabHON MHTEpKasILei
B KphbIle 6mactouens (Szabd et al., 2016). Tak kak
panmnanabHasi UHTEPKaJISILIMs COMTPOBOXIAETCS yBEIU-
YeHUEM TUTOIIAAM TOBEPXHOCTU TKAHEBOTIO TIJIacTa, B
KpBIIIIe 61acTOIIe T BO3HUKAET U30BITOK KIIETOYHOTO
MaTepuasa, KOTOpblii HauMHaeT CMellaThCsl B BEH-
TpaJbHOM HaIpaBJICHUM B Xoxae 3muooanu. OmHO-
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BpPEMEHHO, Ha JOpCajibHOI CTOpOHE 3MOpUOHA Ha-
ynHaeT popMupoBaThcs Omacrorop. Ha cramum 10
HauyulHaeTCsl KIIIOYeBOM s racTpyassuuu X. laevis
TUIT KJIETOYHBIX IBUXXEHUI — WHBOJIOLUSI MaTepua-
Jia Me30JiepMajibHOM 3akjaaku. MHBoMOLMS, HAYU-
Harolasicsl Ha A0pcajabHOI CTOpOHE SMOpPUOHA, TPU-
BOOUT K yriyoneHuto Oiacronopa. K cramum 10.5
OJ1acTOnOp HAUMHAET PaCpPOCTPAHSTHLCS B JIaTepasib-
HBIX HarpaBieHUsX (K ctaguu 11.5 oH COMKHeTCST Ha
BEHTPAJILHOI CTOPOHE 3apojblllia), a MPOrPecCUupy-
fol1asi UHTEpHAIM3allMsl MaTepuasia Ha JOpCabHOMN
CTOpoHe (hopMUpPYeT AJOpCAIbHYIO I'y0y OJacToropa.
Yepes Hee MpoucXOAUT HauboJjiee aKTUBHAsI MUTpa-
1S KJIETOK BHYTPh dMOpHOHA. 30HY, PaCITOJI0XKEH -
HYI0 HEIOCPEJACTBEHHO aHUMaJIbHee JOPCaAIbHOM Iy-
Obl OacTomopa, Ha3bIBAIOT CylpabdiaacTonopaaibHOMN
obmacteio (CBO, B aHTJIOSA3BIYHOM BapuaHTe — dor-
sal marginal zone, DMZ). boJjee riiyookue KieTKU
CBO cocTaBisIIOT MaTepuaa XOpAOMe30JepMbI, TO-
BEPXHOCTHbIE — MaTepuall HepaabHO SKTOAEPMBI.
HMHBostonpoBaBIilve KJIETKH XOPAOME30JepMbl BO-
BJIEKAIOTCSI B JBWXKEHUSI MeauojaTepaibHON, WU
KOHBEPIreHTHOW, UHTepKaisauuu. B xone atux nBu-
KeHMI Kaxaast u3 KJIETOK YIJTUHSIETCS BIOJIb MEIUO-
JlaTepajibHOM ocHu U (hopMUpPYeT Ha KOHIIAX HaIpaB-
JICHHBIE BBIPOCTBI, KOTOpHEIe 00pa3yioT C-Kaarepu-
HOBBIC KOHTAKThI C T€JJAMU COCETHUX KJIETOK. 3aTeM,
3a CUeT COKpaTUTEIbHOI aKTUBHOCTU MUO3MHA KJIEeT-
KW BCTPauBAIOTCA APYT MEXIY APYTrOM BIIOJIb MEINO-
JnatepanibHoM ocu. Kietku sakronepmbl CBbO X. laevis
K 3TOMY MOMEHTY OKa3bIBalOTCSl BOBJIEUEHBI B IBUXKE-
HUS 31Mbonnu (KOTOophle 3aBepiiarcs K cranuu 11.5),
HO TaKXKe OCYIIECTBJISIIOT U KOHBEPIeHTHYIO MHTEP-
kamsiuuio (Keller, 1978; Keller et al., 2000; Keller,
Sutherland, 2020). OHU OCYIIECTBISIOT IBHIKECHUS
MHTEPKAISILM TIyTeM COKpAIlleHUSI KJIETOYHBIX T'pa-
HU1l, OPUEHTUPOBAHHBLIX B MeauoJaTepaIbHOM Ha-
MpaBJIeHUHU C MOCeNYOUM (POPMUPOBAHUEM B 30HE
KOHTAaKTa HOBOW I'paHULIbl, ODUEHTUPOBAHHOI B aH-
Tepuo-IIocTepruopHOM HampaBieHuu (Butler, Walling-
ford, 2018). UHTEepecHO, YTO ABUKEHMSI KOHBEPTEHT-
HOIl MHTEPKaJSILMU OCYIIECTBIISIIOT HE TOJIBKO TTy-
0OKMe KJIETKU DKTOIEPMBbI, HO 1 €€ MOBEPXHOCTHbIN
CJIOI — ANIUBKTOJAEPMA, KOTOPBIH SIBJISIETCS SMUTEIH -
ajibHOM TKaHblo. [TocaenHee o3HAYaeT, UTO KOHBEP-
TeHTHAasl UHTEPKAJISILIUS MPOUCXOAUT B TLIACTe KJle-
TOK, ME€XaHWYECKW CBS3aHHBIX allMKaJIbHBIM KOM-
IJICKCOM KJIETOYHBIX KOHTaKTOB, BKJIIOYAIOIIEM
aJare3MOHHbIE U TJIOTHBIE KOHTakThl (Higashi et al.,
2016).

OcoOeHHBIIT MHTEpPEC IIPEACTABIISIET MCCIIeIOBa-
HUE KJIETOYHOM ITOIBUKHOCTYA MMEHHO B SITUTEIM-
aJIbHBIX TKaHSIX. DOUTeINaIbHble TKAaHU HaubOoiee
JIOCTYIHBI IS HaOJIOOCHUSI, B OCOOCHHOCTH B WH-
TaKTHBIX 3apojblllIax, Ojlaromaps 4emMy depe3 u3Me-
peHre MOp(OMETPUIECKHUX ITapaMETPOB UX KJIETOK
BO3MOXHO 3aperucTpupoBaTh ASMCTBUE CUJI, CO31a-
BaeMBbIX ITOJIEXKAIIUMU TKaHIMU 3MOproHa (Morita
et al., 2012). CocenHue KJIeTKA BHYTPU SMUTEIAATb-
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HOTo IlIacTa MOTYT OTJIMYATbCSI CKOPOCTbIO M Ha-
MpaBJIECHUEM NBUXEHUS. DTU pa3iUuus MOTYT SIB-
JISIThCSI OMHUM M3 UCTOYHUKOB AcdopMaliiii TKaHU
(Vasilyev et al., 2012), npuBoasieil K U3MEHEHUIO
rnaTTepHa MEXaHUYECKUX CUJI. XOTSI ONMCAaHUE TBUXKE-
HUM KjIeToK MoBepxHOocTHOro cijoss ChbO yxe ObLIO
npousBeaeHo paHee (Keller, 1978), oHo He BKJIIOYasio
MOJOOHbBIN KUHEMATUUECKUI aHAIU3 IBUKEHUN Kile-
ToK. M3-3a 3TOro okasbiBaeTCcsl HEBO3MOXHBIM CBSI-
3aTh KJIETOUHbIE JBUXKEHUSI C BOBHUKAIOIIUMU B TKa-
Hu nedopmanusamu. K tomy ke, ormucanme (Keller,
1978) He yyuThIBaeT JaHHbBIE O MAaTTEpPHAX MEXaHUYe-
CKMX HaIpsiKeHUI TIpy ractpyissuuu ampuoduii (Bel-
oussov et al., 1975), a Takke onmmcaHUs KJIETOYHBIX
nepeynakoBok (Solnica-Krezel, 2005; Blankenship
et al., 2006).

Henpio maHHo#i pabOThl OBLJIO KapTUPOBATh OC-
dopmarium sanukToaepmbl CBO ractpyiibl X. laevis Ha
OCHOBaHUM HaOJI0JaeMbIX B 3TOI 00JIaCTH KJIETOU-
HBIX IBUXKEHUMN.

g mOCTVKeHMsT 3TOM e OBIII0 HEOOXOIUMO
W3MEPUTHh CKOPOCTHU MBUKEHUs KJIETOK, HaIlpaBlie-
HUE UX CMEIICHUSI, a TAKXKe OXapaKTepu30BaTh AUHA-
MUKY UX (pOPMBEL.

MbI npou3Beu KWHEMATUYECKOE OTTMCaHUE IBU-
xeHuii ki1etok B CbO cpenneii ractpynsl X. laevis,
0XapaKTepU30BaB IJI KaXION KIETKH BEJIMIUHY U
HallpaBJieHWE CMEIIEHUST HAa KaXKIOM U3 MHTEPBAJIOB
neiitpadepHoit cheMKU. MBI OOHAPYKWIH, YTO pe-
TUOHBI, PACITOJIOXKEHHBIE BIOJIb MEAMOJIaTepaTbHOM
OCH, pa3INYaIOTCS M0 3HAYEHUSIM CpeHE CKOPOCTHU
U COHAMNpaBJIECHHOCTU IBWXEHUI KJIETOK. AHaIu3
(GOPMBI KJIETOK BBISIBHII, UTO 00JIACTh C HanbOIee BhI-
COKMMU 3HAYeHUSIMU CpeIHeil CKOPOCTU U COHa-
MPaBJICHHOCTU XapaKTepu3yeTcsl Hauboliee aKTUB-
HBIMU TIEPETPYIITMPOBKAMU KJIETOK. MBI IIPEnIoo-
>KWJIW, 4TO HabI01aeMble eperpyniupoBKU KJIESTOK
MOTYT CJIYXXUTh CITOCOOOM KOMIEHCAIUU PacTsKe-
HUsI TKaHU B XOJ€ TaCTPYJISIIIMOHHBIX TBUKEHUA.

MATEPHAJIBI U METO/1bl
Iloayuenue u kyavmusuposarue sIM6pUOHO8

Uxpy X. laevis nmomy4aiu corjlacHO CTaHIAPTHOMY
npotokoiy (Sive et al., 2000), OIUIOTOTBOPSLIN in Vitro
n kynprtuBupoBaim B 0.1 Marc’s Modified Ringer
(MMR) (Sive et al., 2000) mpu KOMHaTHOM TeMIIepa-
Type. CTaguio pa3BUTHSI SMOPUOHOB ONPEIEIISIIN CO-
racHo TabimiaM HopMaibHOro passutus (Nieu-
wkoop, Faber, 1967).

Hneexyus PHK

s BU3yanuzalny KJIETOUHBIX TPaHUIL] OCYIIEeCTB-
Jisin uabekinio MPHK mem6panHoro (GAP43-GFP)
u saepHoro (H2B-mCherry) mapkepos. MPHK cunTe-
3UPOBAIM C WMEIOLIMXCS B JIAOOpaTOpyM TLIa3MU/L
pCS2+/GAP43-GFP u pCS2+/H,B-mCherry, Ko-
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TOpHIe JTI00e3HO npemocTaBl okTop Dietmar Gradl
(Karlsruhe Institute of Technology, Karlsruhe). Bbi-
JIeJIeHWEe 1IeJeBbIX IIa3MUJ TToce aMIIU(pUKauu
OCYIIECTBJISLIA C IToMOoIIbio Habopa Plasmid Mini-
prep (Evrogen), cunte3 PHK — ¢ momoiibio Habopa
mMESSAGE mMACHINE™ SP6 Transcription (In-
vitrogen), coriiacHO MpeaoCcTaBIeHHOMY IMTPOU3BOIM -
TeaeM mpotokomy. O0a Habopa OBUIM JIOOE3HO
npenoctabiaeHbl C.B. KpemHéBBIM (Kad. 3MOpHroI0-
run MI'Y um. M.B. JlomoHOCOBa).

3aponpllleit Ha CTaausIX OT 2-X 10 4-X Gj1acTome-
pos rtepeHocun u3 0.1 MMR B pacTBop ¢puKoia Ha
0.3 MMR. 3areM OCYWIECTBISIN MHBEKIIAIO MEM-
opanHoro (PHK GAP43-GFP) u saepnoro (PHK
H2B-mCherry) MmapkepoB o61mm KonmdecTBoM 230 nr
B ciydyae GAP43-GFP u 230 or B ciaygae H2B-
mCherry. UHBEKIINIO MPOU3BOMMIN B KaXKIbI U3
JIByX aHUMAaJIbHBIX 0JIaCTOMEPOB, CYMMAapHEI1 00beM
WHBEKIINU cOCTaBIsLT 4.6 v 9.2 Hi. [Tociie nHBbEK-
LI 3apOBIIIEe OCTaBJISIIU B pacTBOpe hUKojIa Ha
0.3 MMR u momemiaam B TEpPMOCTAT C TeMITepaTypoii
14—15°C mnsa npenoTBpallieHUs1 oOpa3oBaHUS IIPO-
Tpy3Ui B MecTaXx MHbeKIMM. Yepe3 7—8 4 pacTBop
¢ukoiuta mexsyii Ha 0.1 MMR, nociie yero mmpomoii-
Kanv KyJbTUBUpPOBaHUeE TIpu Temneparype 14—15°C
o mocTmKeHus1 3apoabimamu cragumn 10—10.5 co-
IJIaCHO Ta0JIMIIaM HOPMaJIbHOTO pa3BUTHSI.

Ceemka Ha KOHd)OKCl/leOM MUKDPOCKOne

Ha cramum 10.5 3aponpnieii nepeHocw B 1 X MMR,
CHUMAJIU KeJITOUHble OOOJIOUKM C MOMOIIBIO JIBYX
METa/UIMYECKUX MUHIIETOB U OCTaBJsIM Ha 5 MUH
JUJTSl KOMIIEHCAllUU cTpecca OT CHATUsS obojiouek. I1o
MPOLISCTBUU 5 MUH 3apOIBIIIN IEPEHOCUIN B 35 MM
yaiiku [TeTpu ¢ THOM U3 MOKPOBHOTO CTEKJIA, 3aM0JI-
HeHHBIe 1% arapo30ii ¢ HU3KOi TeMIiepaTypoii riaB-
neHus Ha 1X MMR. 3aponbiiim opueHTUPOBaJIN 3a-
NassTHHOM CTeKJISTHHOM TmmrieTkoi Ilactepa BHyTpHM
cleJJaHHBIX B arapose JIyHOK TakK, YTOObl Meauasib-
Hbl1 ygactok CBO kaxmoro sMOpuoHa oKazajcs
BOM3M MOKPOBHOro crekia. Ilocie 3Toro ygamky
yCTaHABJIMBAJIU B JJa3€pHbI CKAHUPYIOLIMNIA KOH(DO-
KanbHBIM MuKpockon Olympus FV-10i u ocymecTs-
s HenTpadepHyo MUKpodoToCheMKY. B cBsI3M ¢
HaJu4yueM OOJIbIIOrO0 KOJUYECTBA XKeJTKa B KJIeTKax
X. laevis, Buzyanuzanus GJIyopeclieHLIMY BOIM3U 6a-
3aJIBHOTO OT/esa KJIETOK 3aTpyqHeHa. [Toatomy B xo-
JIe CheMKU PETMCTPUPOBAIM €IMHUYHBINA OINTHYE-
CKMIi cpe3 BOJIM3UY alMKaJIbHOM MOBEPXHOCTHU KJIETOK
SIMMA3KONEePMBI. B mampHeieM, moa GpopMoit KISTKA
MbI Oy/ieM TOHUMAaTh (DOPMY CeUEHMS KIETKU, 3aperu-
CTPUPOBAHHOTO Ha TaKOM OITUYecKoM cpese. s
cbeMKU ucnosb3oBaiu 10% 0.4 NA oobektiB UPLSAP
u uugpoBoe yBeaudeHue X 1.8 (cymmapHoe yBeanue-
HUE T. 0. cocTaBmwio X 18). CheMKy IIPOU3BOIWIN B
Te4YeHHeE Yaca ¢ 4aCToTol 1 Kanp/MUH, BpeMs CbeMKU
eIMHUYHOTO Kajpa — 8 ¢, ”THTEHCUBHOCTb 000UX Jia-
3epoB 30%. J1ist 06pabOTKM MCTIOIb30BAIN TaHHBIE

BPEJIOB u ap.

0 3MOPHOHAM, OOXKUBIIMM 0 CTaAUU XBOCTOBOIt
MOYKU.

Mopgpomempuueckuii ananru3

PacriosHaBaHue KJIETOYHBIX TpaHUI] Ha Kaapax
HeTpadepHOil CheMKU OCYIIECTBISIN C TTOMOIIBIO
CBOOOIHO paCHpOCTPAHSIEMOTO ITPOrPaMMHOIO 0bec-
reyeHust EpiTools 2.1.6 (Heller et al., 2016). I1pu HeoO-
XOOUMOCTH, Tepen MOpPGOMETPUIESCKUM aHaJIM30M
pe3ynbTaThl PACTIO3HABAHMS KJIIETOYHBIX TPaHUIL
KOPPEKTUPOBAIM BPYYHYIO C IOMOIIBIO TUIarMHAa
CellEditor B coctaBe EpiTools 2.1.6. JlanHbIe MOpdhO-
METPHYECKOTO aHan3a 3KCIOPTUPOBAIIN Yepe3 CO-
oTBeTcTBYMIOILIYIO oniuio TiaruHa CellOverlay, u 3a-
TEM OCYIIECTBIISIIA CTAaTHCTUYECKYI0 00paboOTKy
maHHBIX B mporpammax ICY, Microsoft Excel 365,
RStudio 1.4.1106 u STATISTICA 10.0.

CMelleHns KJIETOK OLIEHUBAIN C TOMOIIBIO MO-
nynss CELL OUTLINE B cocraBe ITO EpiTools
2.1.6. C noMoI1bl0 JAaHHOTO MOAYJS Ha KaXXIOM U3
KaapoB LielTpadepHOM CheMKH BEIYMCIISIIIN KOOPIU-
HaThl TEOMETPUYECKOIrO LIEHTpa KaxXJIOoi M3 KJIETOK
Ha ONTUYECKOM Cpe3e M 3KCIIOPTUPOBAIU MOTyUECH-
Hble 3HaueHUa B Microsoft Excel 365. 3arem mis
Kaxaoi kineTku B Microsoft Excel 365 paccunThiBan
BEJIMYMHY CMEIICHUSI M YIOJl MEXKIy HaIlpaBJICHEM
CMENIEeHMS KJIEeTK M aHTepUO-IIOCTEPUOPHOM OCHIO
3a BpeMsI MEXIy IBYMS KaJpaMu.

1) CMmelneHre pacCUMTBIBAIM, KaK KpaTdaiiiiee
paccTosiHre MeXy TeOMEeTPUUYECKUM LIEHTPOM KJIEeT-
KM Ha ABYX TocJieoBaTebHbIX Kanpax. /st aToro
BBIUMCIISITIA OTAEJbHO pa3HOCTh KoopauHat X (AX) u
pa3HOCTh KoopauHaT Y (AY) 1LieHTpa MaccC KJIETKHU
MeXIy ABYyMsl MOCea0BaTeIbHBIMU KaapaMu, Mocye
Yyero HaxoIwiu cMenieHue D Kak KOpeHb U3 CYyMMBbI
kBanpaToB AX u AY (T. K. cMelieHre D 1 ero KkoMro-
HeHTbl AX u AY 0o0pa3yioT OpsMOYTOJbHBIN Tpe-
VIOJIbHUK, Tre D — runoreHy3a, a AX u AY — KaTeTHI)
(puc. 1). Tak BpeMeHHOI MTPOMEXYTOK MEXITy Kaapa-
MM COCTaBJIsIeT 1 MUH, pacCUYMTaHHOE MepemenieHue D
hakTUUECKU MPECTABIIET COOOI CPeNHIO CKOPOCTh
CMENIEHUS KJIETKU C Pa3MEPHOCTBIO MKM/MUH.

2) JIns BbIUMCIEHUS yria o (MpUHUMAET 3Haue-
Hus ot 0° 1o 360°) MexXay BEKTOPOM CMEIIEHUS KITe-
TOK U aHTEepPUO-TIOCTEPUOPHOM OCBIO (COBITamaeT C
ocbio 0°—180°, rme 0° cOOTBETCTBYET IMMOCTEPUOPHO-
My ToJitocy, a 180° — aHTepropHOMY) CHadajla Haxo-
WY TaHTEHC yIla cMellleHus tg(o) = AX/AY, ocie
yero ¢ nomombio pyHkumn apkranreHc (ATAN) Ha-
XOIUJIM BEJIMIMHY yTJla CMEIICHUS B Tpaaycax.

3) CoHarpaBiIeHHOCTh CMEIIEHNI KJIETOK OIIeH!-
BaJIM C MOMOIIIBIO TTapaMeTpa Topsiaka 5 = {(cos(o)),
IJIe O, — YroJ MEeXIy HampaBJI€eHUEM CMEIIEHUST OT-
JIeIbHON KIIETKM M aHTePUO-TIOCTEPUOPHOMN OChIO
sMbpuoHa (o0 mpuHUMaeT 3HayeHus ot 0° go 360°), a
CKOOKM { ) 03HAYalOT yCpeAHEHUE IO HECKOJIbKUM
3HaueHUsIM. Mcnonb3oBaHne MYHKIIMKA COS BMECTO
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HETMOCPEACTBEHHOrO 3HAYEHUS YIJIa MO3BOJISIET Of-
HOBPEMEHHO OLIEHUTh KaK TapajlieIbHOCTb TpacK-
TOPUM CMEIIEHUS KIIETKH aHTePUO-ITTOCTEPUOPHOM
ocu (T10 MOAY/II0 3HAUEHUS COS), TaK U HallpaBJIeHUE
CMeIIeHMs KJIeTKU (IT0 3HaKy BEJIMYMHBI COS): €CIU
TPAaeKTOPHUS CMEIEHNST Y aHTEPONOCTEPUOPHAsT OCh
napajjiebHbl U COHAMpPABJIEHBI, YTOJ MEXIy HUMU
paBeH 0°, 1 .S ipuHUMaeT 3HayeHue paBHoe cos(0°) =1,
€CJIA Xe OHW TapaJijIeIbHbI, HO UMEIOT IMTPOTUBOITO-
JIOXKHBIE HATIPABJIEHUSI, YIOJl MEXIy HUMU paBeH
180°, a S mpuHMMaeT 3HauyeHue paBHoe cos(180°) = —1
(Kemkemer et al., 2006; Reffay et al., 2011).

4) MopMy KJIETOK OLIEHUBAIU Yepe3 IKCIEHTPU-
CUTET — YMCJIOBYIO XapaKTepPUCTUKY KOHUYECKOTO
CEYCHUSI, MOKA3BIBAIOIIYIO CTETICHb €TI0 OTKJIOHEHUS
OT OKpy>XHOCTHU. BbIOOp 3KCLIEHTpUCUTETA I JaH-
HOM 3agaur OOBSICHSIETCS TeM, YTO (POPMY KIIETOK
yOOOHO OIMCHIBaTh C MOMOIIBIO ANIIPOKCUMAIIUU
DJUTUNICOM (MJIU OKPY>KHOCTBIO), KOTOPBIN SIBIASIETCS
YAaCTHBIM CJIydaeM KOHMYECKOro cedeHus. Takxke,
OKCIEHTPUCUTET SBIISIETCS YIOOHOI OLIEHKOM (hop-
MBI KJIETOK, TaK KaK OTpaxkaeT U3MEHEHNE COOTHO-
IIEHUS JUTUHBI O0IBITON 1 MaJION Ooceil KIIeTKHN. DKC-

2

LIEHTPUCUTET PacCUMThIBAJIM Kak £ = |1 — b—z, roe a —
a
JUTMHA OONBIIION OcH, b — IMHA Majioi ocH. JIanHy

OOJIBIIION U MaJIOK OCH IS KaXKIOM KJIETKM Ha KaJpe
BeIuKCisuiu ¢ momouibio Monyiass ELLIPSE FIT.

PE3VJIBTATBI 1 OBCYXIEHHWE

AHaauz npocmpanHcmeeHHO-8peMeHHOU OUHAMUKY
cKopocmell cMeujeHUil KAemok

st Koau4decTBEHHOIo omnmucaHusl AedopMaluii
stmmaKkroaepmbl ChO B xome ractpynsiuuu X. laevis,
MbI TIPOBEJIM aHAJIM3 MPOCTPAHCTBEHHOTO pacripeie-
JIEHUSI CKOPOCTEM CMEIIIEHU KJIETOK B UCCIIEYEMOT
o0JjiacTH, BKiIodamleil 88 kieTok (puc. 2a). Ha mo-
MEHT HadaJla CbeMKH 3MOpHoH moctur craguu 10.5.
Ha panHOIi cTaguu HayuMHaeTCsd WHTEepHaTU3aLUs
KOJIOOBUIHBIX KJIETOK Ha JOPCAJIbHOI CTOPOHE 3M-
6puoHa (puc. 2a' u 2a", IIyHKTUpPHAas CTpeJika), a 6J1a-
CTOIOp HAYMHAET PACIpPOCTPAHSTHLCS B JIaTepaibHbIX
HaIpaBiIeHUsIX, (hOpMUPYs JIaTepaJibHBIE TYOHRI (puc. 2a’
M 22", CIUTOIIHBIE CTPEJIKM).

KonuuectBeHHOe uccienoBaHUE MPOCTPAHCTBEH-
HOM aHWU3O0TPOITMU TKAHEBBIX JIedopMaluii JOKHO
OMUpPAThCSl HA AITOPUTM, KOTOPBIN MO3BOJIST ObI BbI-
SIBJIATH BHYTPU MCCJelyeMOii 00J1acTh 3apojibliia pe-
TUOHBI ¢ HamboJjiee BBIpAXXEHHBIMU Ae(OpMaLIUSIMU.
BrisiBUB Takvie pernoHbl, MOXXHO ITPOBECTU OoJIee ae-
TaJIbHBIU, CDABHUTEJIbHBIM aHAJIN3 XapaKTepPHOM 115
KaXJ0Tro U3 HUX MPOCTPAHCTBEHHO-BPEMEHHOMW AU~
Hamuku nedopmannii. HanGonee ynooHoit pyHKIIMEH
IUJTS 9TOM 3aa4y SIBJsIETCS TTapaMeTp nopsiaka S, T.K.
OH TIO3BOJISIET BBISIBUTb PETMOHBI 1 BDEMEHHBIE WH-
TepBaJIbl C HAUMEHEE COHAMPABIEHHBIMUA CMEIIEHU-
SIMU KJIETOK, U TIOTOMY MOTeHIIMAJIbHO HauboJiee Bbl-
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Puc. 1. Onmucanue cMelieHUs] MHIUBUIYATLHON KIETKH.
AX: U3MeHeHUe KOOpAMHATHI TEOMETPUUECKOTO IIEHTpa
Macc (KpacHasi Touka) o ocu X, AY: usMeHeHue KOopau-
HaThl FEOMETPUYECKOTO LIEHTPa KJIETKU 1Mo ocH Y; D — pe-
3yJIBTUPYIOIICE CMelleHre; BEKTOP D 1 ero KOMITOHEHTBI
AX n AY 006pa3yioT NpsSIMOYTOJIbHBII TPEYroJbHUK, D =

=J(AX)? + (AY)%.

paxeHHbIMU AedopManusamu. [lapamerp Topsaka
pPaCCUUTBHIBAJIM KaK KOCUHYC YIJIa MEXIy BEKTOPOM
CMEILIEHUsI OTAEIBHOM KIIETKU U aHTEPOIIOCTEPUOP-
HOIT OoChl0 ®MOpHOHA (KOTOpasl coBHaAajla C OChIO
0°—180°, rme 0° COOTBETCTBYET BEre€TaTMBHOMY I10-
Jrocy, a 180° — aHumanbHOMy). OgHAKO BBbIpaXkKeH-
HOCTbH Ae¢OopMalliy 3aBUCUT HE TOJBKO OT HaIlpaB-
JICHUsI JBUKEHUSI KJIETOK, HO U OT TOTO, Ha KakKoe
paccTOsIHUEe OHM PACXOISITCS MpU cMelleHuu. JIas
3TOTO HEOOXOAUMO COOTHECTU 3HAYeHUE CKOPOCTU
CMellleHUs KJIETOK CO 3HAaUCHMEM TTapaMeTpa Hopsii-
Ka. CkopocTh V paccunThIBaIu KaK YaCTHOE CMEIIe-
HUSI OTAEIBHOI KJIeTKM D 3a MPOMEXYTOK BpeMEeHU
MEXKIY ABYMS KaapaMU U MPOIOJKUTETLHOCTH 3TOTO

MMpOMeXyTKa (V = 2). Tak KaKk MHTEepBall MEXIY
1

KagpaMu 1eidTpadepHOil CbeMKHM COCTaBIsI 1 MUH,
CMellleHMe KJIETKU 3a MPOMEXYTOK BPEMEHU MEXIY
IBYMSI KaApaMu MNpeACTaBIsIET COOO ee CpPemHIoN0
CKOPOCTb B MKM/MUH.

Mg kaxxmoro Kanpa leiiTpadepHOil CbeMKU MbI
VIIOPSIIOYMJIM MHIWBUIYaJIbHBIE HOMEpa pacrHo-
3HAHHBIX Ha HEM KJIETOK COIJIACHO MX MOJIOXEHUIO
BIOJIb MeAUOJIaTepaabHOM ocu 3MOpUoHa (T.e. cOo-
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[JIACHO 3HAYEHUIO0 KOOPAWHATHI COOTBETCTBYIOIIEH  IUHAT — CKOPOCTb CMEIICHHS KaXKIOM KIIETKH (puc. 20).
KJIETKU IO ocH abciucce). 3ateM rmoctpounu rpadpuk, Ha monydeHHOM rpaduke BUAHO, YTO M3HAYAJIBLHO
Ha KOTOPOM I10 OCH aOCIUCC OTKJIAAbIBAIM KOOPAW-  CKOPOCTHU CMEIEHUSI KJIETOK ObLIM paBHOMEPHO pac-
HaThl TEOMETPUUYECKUX LIEHTPOB KJIETOK OTHOCUTEIb-  TIpe/ie/ieHbl BIOJIb MeAuoaTepaibHoii ocu (puc. 20,
HO MeIHojaTepalibHOI OCH SMOPUOHA, a TI0 OCU Op-  cepasl JUHMsA). B TeueHMe HAOMIOZEHUS CKOPOCTU

OHTOI'EHE3 TomM 52 Ne 5 2021



MOP®OMETPUYECKOE UCCIENJOBAHUE MPOCTPAHCTBEHHO-BPEMEHHOWM

Puc. 2. (a) O6mmit Bua gopcaibHoOM obiacty aMopuoHa X. laevis Ha cramuu 10—10.5 ¢ pacnmo3HaHHBIMU KJIETOYHBIMY TPaHU-
Hamu (a, JMHelika coorBeTcTByeT 100 MKM, AeneHre — 20 MKM) 1 MOJIOXKEHKE UCCIeAyeMOoii obnactu B aMOpuoHe (a', a"). s
KaXkIIoii M3 paclio3HaHHBIX KJIETOK (a) ObLIa MpoCieskeHa TPaeKTOPUsI ee CMellleHUs B TedeHue vaca (a™'). s kaxmoit Tpaek-
TOPUU IIBETOBBIM KOIOM 0003HaUEHBI €€ HaYaIbHBIN (3KeJITO-3eJIeHbIit MHTEpBaJ), IIPOMEXYTOYHBIN (CMHEe-(hHUOJIETOBBII NH-
TepBaJI) U KOHEUHbI (OpaHKeBO-KpAaCHBII MHTEpBaJI) ydacTKu. (0) OleHKa MPOCTPaHCTBEHHOM OTHOPOTHOCTU CMEIICHUSI
KJIETOK BIOJIb MEAMOJIaTepaIbHOM ocu. B TeueHue HaGIOneHUST paciipeie/ieHue BeJIMYMHbBI CMEIIEHU OTKJIOHSIETCST OT paB-
HoMepHoro (1 MUH HaOIIOAeHMS, cepasi CIUIOLIHASI JIMHWS), M1 HAaUOOJIbIITE 3HAYEHUs CMEIIICHUN TTPEBAIMPYIOT B MEIAb-
Hoit (10 MUH HaOMIOAEHUS, OpaHXKeBasl CIUJIOIIHAS JIMHUS) WU JaTepaabHOU (59 MUH HAaOTIONEHUSI, CUHSIS CIUJIOLIHAS JIMHUS)
obusacTsax ryosl 6gacronopa. [1o ocu abcuuce: KoopauHaTa TeOMEeTPUIECKOTO HieHTpa KiaeTKu. [1o ocu oparHaT: BeTUdnHa
CMeEIIeHUS 32 THTEPBAJI MEXKIY TEKYIIIUM U CIIeAYIOIIMM Kanpamu. [TyHKTupHasi TMHUS — TUHEWHBIM TpeHa. Ha rpaduke mpu-
BeACHBI TaHHbIE IJIs Havaja (cMeleHus 3a 1-10 u 10-10 MuHyTy HabJIoAeHUs) M KOHLIA (59-51 MUHYTa HaOIIOIeHMSI) CheMKMU.
(B) 7151 OLleHKM AMHAMUKY TTPOCTPAHCTBEHHOMN OTHOPOIHOCTH CMEIIEHMS KJIETOK BIOJIb MEAMOJIaTepaIbHON OCU BCST UCCIIe-
nmyemasi obJlacTh OblJla pa3douTa Ha Tpu perroHa 1o 29—30 kietok (uHelika coorBeTcTBYeT 100 MKM, meneHue — 20 MKM).
(r) UTOOBI CTATUCTUYECKU OLIEHUTh PETMOHATBHbBIE PA3IMUMSI CKOPOCTE CMEILeHUS, TSI KaXKI0TO U3 PeTUOHOB Oblj1a paccyu-
TaHa CpeIHsIsi CKOPOCTh CMEIIeHUsT KJIeTOK. LIeHTpabHast IMHUSI — CPEIHSISI CKOPOCTh CMEIIEHMS B peTMOHE, 3aJITMBKa — CTaH-
nmapTHas ommbka cpemgHero. () st 6ojiee ymoOHOTO aHaIMU3a Il KakKJA0TO U3 PETMOHOB OBUIM PacCUMTaHbl KYMYJISITUBHOE
cpenHee CKOpOCTeil CMEIIeHUs KIETOK U CpelHee mapaMeTpa Mopsiika Iisk KaXIoro U3 KaapoB ¢cbeMKU. CIUIOLIHbIC JUHUYU
(OoCbh OpIVHAT clieBa): KyMYJISITUBHOE CpeHee CMeIlleHUe KJIETOK (CpeIHre CKOPOCTel CMEIIEHUST KJIETOK ObUIM TTOC/IenoBa-
TEJIbHO CyMMUPOBAaHbI B TEUEHUE BCETO BpeMeHU HabuoneHus ). [1omyyeHHbI rpadhMK 1EMOHCTPUPYET, YTO HAMOOJIbIIINE 3HA-
YeHMUSI CMEIIeHU KJIeTOK B HauaJjie HaOII0IeHUsI OOHApYXKMBaAeTCsI B peTMoHe 3. 3aTeM JMHAMUKa CKOPOCTeil ypaBHUBAETCS BO
BCEX TPeX perMoHax, HO K KOHILYy HaOJIIOIeHUST TOCTUTaeT HauOOIbIIMX 3HaUeHUi B peruoHe 1. [lyHKTHpHbIE IMHUU: CpenHee
3HAYEHMe MapaMeTpa nmopsiaka S = (cos(0)) VTS KaKI0Tro U3 perMoHOB. (€) JIJIst BRISIBICHUS K TIOKATbHBIX nedopMalivii BHyTpr
pPErMoHOB OLIEHWIM TUHAMUKY 9KCIEHTPUCUTETA KJIeTOK. HaM He ynanoch BBISIBUTb CTATUCTUYECKU TOCTOBEPHBIX Pa3INUMi
MEXIy 9KCIIEHTPUCUTETOM KJIETOK B HayaJsie U B KOHIIe HaOJIOISHUS BO BCEX TPEX perMoHaxX, POBHO KaK M B CPeIHEM IO BCeM
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KJIETKaM UCCIienyeMoi obacTu.

CMENIICHU NpUHUMAIM HaWOOJbIINE 3HAYEHUS B
MeauaabHOI (puc. 26, opaHxkeBast JIMHUS ) WINM Hav-
OoJiee aTepajabHBIX 00JaCTsIX TyObl (pUC. 20, CUHSIS
JIMHUS), (OPMUpPYS TpaIuEHT BIOJb MeauoJiaTe-
panbHOI ocH. UTOOHBI CTAaTUCTUIECKU OLIEHUTH IIPO-
CTPAaHCTBEHHYI0O HEOTHOPOMTHOCTh CKOPOCTEIl IBH-
JKEHUSI KJIETOK, MBI ITOAPa3ACIIN UCCIIEAYyeMYIO 00-
JIaCTh Ha OTHEeJIbHbIE PETUOHbI, TaK, YTOObI KaxKAbIii
cocrosin u3 29—30 kierok (puc. 2B). B pesynabrarte
ucciaenyemMasi ooJacTb okKazajach mojpasiejieHa Ha
3 pernoHa.

J1s1 KaxXkmoro M3 Tpex IMOIYyYMBIIMXCS PETMOHOB
MpOCIIENMJIN IMHAMUKY CpelHeil CKOpOCTH cMelle-
HUI KJIETOK U CpeIHEeTo IapaMeTrpa Iopsaka S. A0-
COJIIOTHBIC 3HAYCHMS CPEAHEN CKOPOCTU ABVKECHUS
KJIETOK B PETMOHE 3 IIPEBBIIIAIOT TAKOBHIE B PErro-
Hax 1 u 2, ¥ B TeueHue NepBhIX 15—18 MUH cheMKHU Je-
MOHCTPUPYIOT TEHACHIIUIO K BO3pacTaHMIO (puc. 2T,
3ejieHast TuHusA). OQHAKO, B CUJTY BBEIPaXXKEHHEBIX KO-
JnebaHuli cpegHeil CKOPOCTU CMEIICHUM OTOEIbHBIX
KJIETOK JOCTOBEPHO BBISIBUTH TPEHJ IPU IIOJOOHOM
MpeaCcTaBIeHUM JaHHbBIX 3aTPYIHUTEIbHO. J1J1s1 3TOTO
ynoOHee BhIBOJUTH Ha rpaduK KyMyJISITUBHOE Cpel-
Hee CKOPOCTeil CMeIIeHMs KJIETOK, T.€. He a0COJIIOT-
HBIE 3HAYCHUSI CpeTHEeil CKOPOCTH, a IOCJIeI0BaTEIb-
HOCTb CYMM CPEIHUX CKOPOCTEi 3a BCe IIPEAIIECTBY-
[ollIMe JaHHOMY MHTEpBaJIbl HaOMoaeHus (puc. 21,
CIUIONLIIHBIC IMHUU, OCh OpAMHAT ciaeBa). Torma rpa-
¢uK OymeT MMeThb OoJsiee JMHEWHYIO (hopMy, UTO
VIIPOCTUT CpaBHEHME PETrMOHOB MexXmy coboil. Ta-
Koii rpachuk 0osice OTYETIMBO IEMOHCTPUPYET, UTO,
XOTsI M3HAYaJIbHO CpeIHNE CKOPOCTH KJIETOK MpakK-
TUYECKU WUJICHTUYHBI JIJISI BCEX PETMOHOB, B IIePBbIE
15—18 MuH HaOMIOACHUS CPEeTHSISI CKOPOCTD KJIETOK B
peruoHe 3 (puc. 21, CIUIOLIHAS 3eJIeHasl JUHUsI) pac-
TET ObICTPee TAKOBBIX B pernoHax 1 u 2 (puc. 21, cu-
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HSISI M KpacHas CIUIOIIHbIC IMHUM COOTBETCTBEHHO),
U B CpedHEM IO BCEeM KJIeTKaM UcciienyeMoii o61acTu
3apoibia (puc. 21, yepHasi CIUIOIIHAS JIMHUS). DTO
MOXKHO OIIpeAeSIUTh Mo 0oJiee TToaoroi opme rpa-
¢uka Ha 3TOM MHTepBaje. OMHOBPEMEHHO C 3TUM,
MbI CPAaBHUJIU CpeAHee 3HaUYeHUe apaMeTpa Hopsii-
Ka .S UIs1 KaXXIoro perMoHa CO CpeIHUM IJIST Bcex 88
KJIETOK oOpaslia, YTO MO3BOJMIO BBISIBUTH PErvo-
HaJIbHBIC Pa3jIduMsi B COHAIIPABJICHHOCTU KJIETOU-
HBIX IBMIKeHMI (pucC. 21, MyHKTUPHBIC JIMHUM, OCh
opavHAaT cipaBa). Tak, 3HaUeHNUE TapaMeTpa MoPsII-
Ka B peruoHe 3 (puc. 21, 3ejeHass NyHKTAPHAsT JIU-
HUS) CUCTEMATUUYECKU MPEBBIIIAET CPeAHEE TI0 BCEM
KJIeTKaM o0Opaslia B TeYeHUe MePBBIX 6 MUH HaOJII0-
JneHus (puc. 21, YepHasi MyHKTUPHAs JIUHUS). DTOT
BBIBOJI, ITOJITBEPKAAETCS CTATUCTUYECKHU C TIOMOIIBIO
KpuTepusi MaHHa—YWUTHU: IJis TEPBBIX 6 KaapoB
ChEMKH 3HaUeHHE ImapaMeTpa IopsaKa B pernoHe 3
CTAaTUCTUYECKU JOCTOBEPHO OTJIUYAETCS OT CPETHETO
JUTS BCEX KJIETOK IMOpUOHa (3HaYeHue p-value MeHb-
mre 0.01), B oTinyue oT peruoHoB 1 u 2 (puc. 21, cu-
HSISI M KpacHas IyHKTUPHBIE IMHUY COOTBETCTBEHHO).

Ha unrepBane 6—24 MyuH HaOIIOAEHUS ITapaMeTP
nopsiaKa S Bo3pacTaeT BO BCEX peTMOHAX, a ero KoJie-
OaHus yMeHbIIaoTcsa. OMHOBPEMEHHO C 3TUM BO3-
pacTaioT U CKOPOCTU ABIKCHUS KJIETOK: B 00JIaCTU
19 MuH ny1s1 peruoHoB 1 u 2 u B obnactu 17 MuH st
pernoHa 3 Ha rpaduKkax cpeaHeil CKOpPOCTH SIBHO
MPUCYTCTBYIOT TOUKM TTepernda. B ooiaactu 31-if mu-
HYTHI HAOMIOOeHWS 3HAYCHUST MapaMeTpa IopsiaKa B
pernoHax 1 1 2 HaYMHAIOT IPEBHIIIATh TAKOBLIE B pe-
ruoHe 3. C 47-i1 MUH HaOIIOJEeHUs cpeqHee 3HaJve-
HUSI TTapaMeTpa IopsiJiKa B permoHe 3 HaUMHaeT cTa-
TUCTUYECKH JOCTOBESPHO OTIMYATHLCS OT CPEAHETO 110
3apoAbITy B MEHBIIIYIO CTOPOHY. OITHOBpPEMEHHO C
STHUM B peTHOHE 3 3aMeIJIIeTCST POCT CpeTHEN CKOPO-
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CTU CMEIIEHUSI KJIIETOK, YTO MOXHO OMNPEAECIUTh 110
BO3HMKHOBEHMUIO BTOPOTO Mepernda Ha COOTBETCTBY-
fo1eM rpaduke (puc. 21, CIUIONIHAS 3eJIcHas IMHUS,
HauuHag ¢ 27-i MuH). OMHOBpEeMEHHO, B peruoHax 1
M 2 POCT CpedHeil CKOPOCTH IIPOAOJIKAETCS. DTO
MPUBOAUT K TOMY, YTO K KOHILYy HaOJIOACHUS OTJIU-
YUsl B 3HAYEHUSIX CPEIHUX CKOPOCTEil 3HAUUTEIHLHO
YMEHBIIIAIOTCS UIST BCEX TPeX 30H, a TpaUKU KyMy-
JISTUBHBIX CPEIHUI CMEIIeHUs KJIETOK BO BCEX TPEX
PETUOHOB OTKJIOHSIIOTCSI OT IUHENHOM 3aBUCUMOCTH.
HawnbGosnee HarIssmHO 3TO OTKJIOHEHUE BU3YaTIU3UPY-
eTcsl MpU CpaBHEHUU TpaUKOB KYMYISITUBHOTO
CpeIHEro CMeIeHU KJIETOK JIJisl PETMOHOB ¢ Tpadu-
KOM JJ11 BceX 88 KIIeTOK, KOTOPHIi C BRLICOKOM CTeTle-
HBIO JTOCTOBEPHOCTU amnMpPOKCUMUPYETCS TUHEHNHOM
3aBucuMocTblo (R? = 0.9953).

Takum 00pa3oM, CKOPOCTU U COHAIIPABJIEHHOCTh
JIBVKEHUI KJIETOK B peTMOHE 3 CUCTEMATUYECKU OT-
JIA9aeTcs OT PETUOHOB 1 1 2.

AHanu3z npocmpancmeenHo-8peMeHHol OUHAMUKU
hopmul Knemok

YT00KI HAITU IPUYMHY BBISIBJICHHOI HEOTHOPOI -
HOCTU ABWDKEHUI KJIETOK, MBI IIpOaHAJIM3MPOBAIA
¢dhopMy IpaHUIL KJIETOK Ha MOJYYEeHHOI cepuu U300-
paxkeHUii B KaxXIOM M3 TpeX perMoHoB. BaxkHo yTou-
HUTh, YTO B XOI€ ChEMKH! PETUCTPUPOBATINA COMHNY-
HBII ONTUYECKUI cpe3 BOJM3U allKaJbHOW MOBEPX-
HOCTHU KJIETOK 3MU3KOAepMbI. B cBSI3U ¢ 3TUM, 0011
rpaHULIEH I TTapbl COCETHUX KIIETOK MBI OyneM Ha-
3bIBaTh 30HY KOHTaKTa MeMOpaH 3TUX KJIETOK, ITOTaB-
1IIYO Ha ONTUYECKUI cpe3, a OpMOit KIIeTKU — (popmy
CEYCHUS KJIETKM, 3apEeTUCTPUPOBAHHOTO HA OIITHUYE-
CKOM cpe3e.

YT100BI OLIEHUTH JIOKAJIbHBIE IeopMallii BHYTPU
OTHEJIbHBIX PETMOHOB, MBI ITPOAHAIM3UPOBAIN THA-
MUKY 9KCIIEHTPUCUTETA (MEPHI OTKIIOHEHUS (POPMBI
KJIETKY OT OKPY>KHOCTH) OTIAEIbHBIX KJIETOK B UCCIIe-
IyeMbIX permoHax. HaM He ymanoch BBISBUTBH CTaTH-
CTUYECKHU 3HAUMMBIX PA3TUINI MEXITy CPEITHUM 3Ha-
YeHUEM DKCIIEHTPUCUTETA KJIETOK B Hayaje U B KOH-
1Ie HaOMIOACHMSI, KaK B IIeJIOM II0 3MOPHOHY, TaK 1
BHYTPH OTIEJIbHBIX PeTMOHOB (puc. 2¢). OnHaKo aHa-
Jn3 ¢OPMBI KJIETOK MO3BOJIMII BBISIBUTH MHOKECTBO
KJIETOYHBIX CTPYKTYpP, Ha3bIBaeMbIX po3eTKaMmu. I1o-
MOOHBIEC CTPYKTYPHI SIBJISTFOTCST TIPOMEXKYTOUYHBIM 3Ta-
IOM crielMpuIecKux, MPOCTPAaHCTBEHHO OPUEHTH-
POBaHHBIX IEPEYINaKOBOK KJIeTOK (puc. 3a—3a""). Po-
3eTKa (opMUpYeTCS 3a CUeT COKpAIICHMS OOIIMX
TPaHUIL BHYTPH TPYIIIHI KJIETOK, BHICTPOSHHBIX B IBA
mapaUTeIbHBIX TsoKa (puc. 3a). Kaxkmast KiieTka BHYT-
pM MaHHOM TIapbl KJIETOYHBIX TSDKEM CcOKpalaer
CBOIO I'PaHUILY, KOTOPOA OHAa KOHTAKTUPYET C KIIET-
KaMM 13 COCEIHETO TsDKa Tak (puc. 3a'), 9To Ha OITU-
YeCKOM cpe3e TpaHMIIa KOHTAKTa MEXIY KIIeTKaMu
IBYX TSDKEM cxonsTcss B TOUuKy (puc. 3a"). Ha kanpe
CHEMKU TaKasl TOYKa BOZHUKAET M3-3a IPOXOXKICHUS
OIITHMYECKOTO cpe3a Yepe3 OOIIMyIo TpaHuILy T BCeX

BPEJIOB u ap.

KJIETOK PO3eTKN (COHAmpaBleHHYIO aIlTmKo0a3aib-
HOMI ocu). 3aTeM KJIETKU PO3ETKU TPYIITUPYIOTCS B
JIBa HOBBIX TsIKa, MEPNeHANKYISIPHBIX OpUEHTAIIUN
epBOHAYaIbHBIX TsiKell (puc. 3a''). Takue kireTou-
HbIE TIePEeYIMaKOBKM MOTYT UMETh MOpdoreHeTnYe-
cKoe 3HauyeHWe. B 4YacTHOCTM, B TacTpyJsSLIUU
D. melanogaster Takue TeperpyIIIMPOBKU OMOCpe-
IyIOT aKcuajbHOE yIJIUHEHUE SMOPUOHA, IPUBOIS
K pEOpMEHTallMU TSI>Ke it KJIeTOK B aHTepUOTIOCTEPU -
opHoM Hampasienuu (Blankenship et al., 2006). YUto-
OBl OLIEHUTH, KaK MEePEYNaKOBKM KJIETOK Yepe3 po3eT-
KU COOTHOCSITCSI C KapTOii MeXaHUYECKMX HaIlpsiKe-
HUit B racTpyiasuuu X. laevis, Mbl TPOCIETUIN
TepeyIakoBKHU KJIETOK PO3ETOK, MOIABIINX B UCCIIe-
JyeMylo 00JIacTb.

Ha kanpax cbeMKU ynajioch UIeHTU(PUIIMPOBATH
9 po3eTOK, 13 HUX 7 ObUIM JIOKAJIM30BaHbI B pETMOHE 3,
1 — B peruone 2, u 1 — B peruone 1. Pacrmio3nars Bce
COCTaBJISIIOIINE UX KJIETKU yAAJIOCh TOJIBKO JJis1 5 13 9
NACHTUOUIMPOBAHHBIX po3eToK. M3 3Tnx 5 po3eTok
4 OBLIM JIOKAJIU30BaHbI B pernoHe 3, 1 — B peruoHe 2.
MHuTepecHO, 4TO (hOpMUPOBAHUE PO3ETKU B pETUOHE 2
MOCJIeIOBAJIO 3a AeJIEHNEeM OTHOM M3 KJIETOK.

Panee, ¢ momMoipio aHanM3a KJIeTOYHOIT Mopdo-
JIorny Ha GUKCUPOBAHHBIX SMOpPHOHAX OBLIO TIPOL-
MOHCTPUPOBAHO, YTO PO3ETKU IPEUMYILIECTBEHHO
Jokanm3yiorcs B MeauanbHou odmactu ChO (Evsti-
feeva et al., 2010). DT gaHHBIE MO3BOJISIIOT HAaM 00-
Jiee TOYHO WAEHTUMUIIUPOBATH MOJOXEHUE MEIU-
aJlbHOU JTMHUU 3MOproHa. OKa3ajiock, YTO OHA JIO-
KaJM30BaHa B perMoHe 3, KOTOPKIM, TAKMM 00pa3oM,
cooTBeTCcTBYeT MeauanbHoli 30He CBO. Takum 06-
pazoM, menuanbHas JuHUSI CBO He cOOTBETCTBYyeT
CPEIVHHON JIMHUM MCCIIEAyEMOM 00JIaCTU U CMeEIIe-
Ha BJIEBO OTHOCUTEJbHO Hee. Torma peruoHsl 1 u 2
SIBJISTIOTCSI YJ4acTKaMM OMHOM M3 JIaTepaJibHBIX 30H
CBO. Mcxoas n3 3Toro, MOKHO TIPEIAMNOJIOXUTh, UTO
perMoH 3 COOTBETCTBYET OOJIACTU 3apojbIllia, IIe
HanOoJIee aKTUBHO IIPOTEKAET MPOIIECC MHBOIIOLIIMN.

BriOpanHoe BpeMs1 HaOJIOOEHUS HE MO3BOJIUIO
3aperucTPUPOBATh MPOLECC BOSBHUKHOBEHMS U pac-
rnajga pO3ETKU IOJHOCTHIO, OIHAKO WHUIIMAIIUIO
pacmama Tpex pO3eTOK yIalnoch 3a(pUKCUpPOBATH
(puc. 36—36""). B xone pacrama po3eTKu U3MEHSIET-
Cd HampaBJIEHUE HauOOJbIIell MPOTIKEHHOCTU 00-
pasymwoiero ee goMeHa kietok (Blankenship et al.,
2006). TMosToMy opueHTalMsI KJIECTOUYHBIX TI'PaHUI]
MeXIY GOPMUPYIOIIUXCS IPU paciiajgie PO3ETKU TsI-
KaMM, MOXET CIIYXKUTh OLIEHKON BHYTPUTKAaHEBOM
nedopmanuu. B cBsI3u ¢ 3TMM, MBI TIpOaHaIN3UPOBA-
JIU MPOTSKEHHOCTh U OPUEHTALIMIO TPaHUIL] KIIETOK
MpU pacrage pPo3eToK. 3a IMPOTSIKEHHOCTh T'PAaHUIL
MPUHUMAJIA JJIMHY TpaHULBl MeXAYy (POPMUPYIOII-
MUCSI TSDKAaMU Ha MOMEHT OKOHYAHUSI CheMKU. Dop-
MUpYIOIIMEeCs] TPAaHUIIBI OKAa3aJluCh COHAIIPaBJICHBI
aHTEePUITIOCTEPUOPHOIN OCH, OTKJIOHSSICH OT Hee Ha
5.1°, 6.7° u 8.6°. Takum obpa3oM, IIpU pacrnanie po-
3€TKH1 HOBBIE TPaHUIIBI (DOPMUPYIOTCS MPAKTUUECKU
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(a)

@) @")

Puc. 3. (a—a"") CxeMa chopMupoBaHMs U pacriaja KJICTOUHON PO3ETKU B XO/Ie YJIMHEHMS 3apObIlIeBoil mosiocku Drosophila
melanogaster (Ha OCHOBe TaHHBIX, MpeacTaBIeHHBIX B Blankenship et al., 2006). (a) JIBa Tsika KJ1€eTOK, KOTOPbIE BITOCJIEICTBUU
chopMupyIoT po3eTky. (a') [1pu mHUIIManu (opMUPOBaHUS PO3ETKM Kaxkaasl KJIETKa BHYTPU KJIETOYHOTO TsKa COKpallaeT
CBOIO TPaHUIly, KOTOPOil OHa KOHTaKTUPYET C KJIeTKaMM U3 cocenHero Tsoka. (') dopMupoBaHue po3eTKU 3aKaHUMBAETCsI,
KOT/a rpaHuIIa KOHTAaKTa MEXIy KJIEeTKaMU IBYX TSDKEH CXOASTCS B TOUKY (KpacHast Touka). (a™') B xome pacrama po3eTku 06-
pa3yoluii TOMEH KJIETOK TPYIIUPYETCS B IBa HOBBIX TSKa, MEPICHAMKYJISIPHBIX OPUEHTALIMK TIEPBOHAYAIBHBIX TSXKEH.
KpacHasi 1MHUSI — rpaHU1Ia KOHTAKTa MEXAY KJIETKaMU IBYX TsIKeil, TyHKTUPHBbIE KpaCHbIE CTPEJIKA — HaIlpaBJeHUe COKpa-
eHus1/(opMUpOBaHMS TPAHULIBI MEXIY KJIETKAMU IBYX TsDKEU, KpacHasi ToOYKa — HeHTp po3eTku. (6—6"") INocienoBaTesib-
HBIE 3TAITBI pacliaja KJIETOYHOU po3eTKu y X. laevis. (0) KoHGUTYpalnst po3eTKM B MOMEHT Havyajla CbeMKH. (6'—6"") KoHbury-
pauus po3eTku Ha 20-ii, 40-it u 60-it MuHyTe chemku (6', 6", 1 6" cooTBeTcTBeHHO). Ha (6', 6"') MOXXHO HabJI0IaTh pacIia
M3HAYaJIbHOI PO3ETKHU Ha JIBE HOBBIX, ITOCJIE Yero Ha 6" LeHTPhI po3eTOK Mcue3arT. Yucia B KieTkax (6enbiii mpudT) 060-
3HAYalOT MOPSIKOBBI HOMED KJIETKH, KpacHasi TOYKa — IIEHTP PO3eTKU, KpacHasl ITyHKTUPHAasl TUHUS — (popMUpyIomasicss Ho-

Basi rpaHMILIa KOHTAKTa MEXKXAY KJICTKaMU PO3CTKU.

napajjieJIbHO aHTepUIlocTepruopHoit ocu. CorjiacHO
PEKOHCTPYKIIUY KapT MeXaHUYECKUX HaMPsIKEeHUI,
n3noxeHHoii B (Beloussov, 2015), dopMmupyromuecs
IPaHUIIBI TAKXKE OKa3bIBAIOTCS TTapajuIeTbHbI JIMHU -
aMm HanpsckeHus BHyTpu CBO. DTo mmo3BosieTr HaMm
MIPENTOJIOXNUTh, YTO HaOomaeMble IIePECTPONKHI
KOMITEHCUPYIOT YCWJIEHHOE PaCTsSLKeHUE MTOBEPXHOCT-
HOTO CJIOS KJIETOK B XOJIe UHBOJIIOLIMU. B moJib3y aToro
MPEANoJIOKeHNST KOCBEHHO CBUIETEILCTBYET Hau-
OoJsplllee 3HAYEHWE CpENHE CKOPOCTU JBWKEHMIA
KJIETOK B peTMOHe 3 B IIEPBYIO TPETh HAOIIONEHNS.

B manpHeiilleM MBI TDTAHUPYEM TIOMYYUTH TIPSI-
MBbI€ TOKA3aTeILCTBA TOTO, YTO PO3ETKU BBITIOHSIIOT
BaXXHYIO POJIb B PETYJIMPOBAHUM MEXaHWIECKO Ie-
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dopmaiium TkaHu. B mepByto ouepenpb, Hallo yCTaHO-
BUTbD, IIPUBOOUT JIA MHBOJIIOLYS K YCUJICHHOMY pac-
TsokeHnio marepuana CBO. s 3Toro HeoOXoaInMo
n3Meputh gepopManuu Tkanu CBO. 3aTem, MbI T1a-
HUpYEeM MpOBeCTU 0ojiee IMPOIOJLKUTEIBbHYIO LiCii-
TpadepHYI0 ChEMKY, UTOOBI 3aperiCTPUPOBATh IO~
HBI LIMKJI (POPMUPOBAHMS M pacliama PO3eTOK, a
TaKKe IpOoaHaJIU3MPOBaTh MPOTSIKEHHOCTh JOMEHa
00pa3yolInX pPO3eTKY KJIETOK M0 M TIOoCje pacrnanga
po3etku. ki ¢oopMupoBaHUsI pO3eTOK HEOOXOIM -
MO OmucaTtb KMHeMmMatudecku. Kpome Toro, Hy>KHO
U3Y4UTh JIEXAIIUA B €T0 OCHOBE KJIETOYHBIN Mexa-
HU3M, TaK KaK ero IIOHMMaHUe ITO3BOJIMT KOCBEHHO
OLIEHUTH pacIipeAceHs CUI B Xoae (hOpMUPOBaHUS
PO3ETKH.
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OmumcaHbl KaK MMHUMYM JIBa OCHOBHBLIX THIIA
¢dhopMUpOBaHUS PO3ETOK, OTJIMYAIOIIUXCS 1O XapaK-
Tepy pacmpeieieH!sI CUTHAJIbHBIX KOMITJIEKCOB U CO-
KpatuteabHoro arapara kierku (Harding et al.,
2014). B mepBowMm ciydae, F-aktuH, muosuH 11 u psig
0eJIKOB, (KJIIOYEBBIMU CpEIU KOTOPBIX SIBJISIFOTCS
Par-6enku u 6eJIK1 KJIeTOYHBIX KOHTAaKTOB) KOJIOKA-
JIU3YIOTCS B allMKAJILHOM JIOMEHE KJIETKU, a IIPOLIECC
dopMUPOBaHUS PO3ETKU CBOIUTCS K allMKAJILHOMY
COKpallleHHIO 00pa3ylollux ee KiIeToK. Bo BTropoM
cllydae aKTOMMO3UHOBBIN KOMILUIEKC M CUTHAJIbHBIC
MOJIEKYJIbl OKa3bIBAaIOTCS pacIipeieieHbl BIOJb B3an-
MOIepHeHAUKYISIpHBIX oceil. Kak mpasmno, F-ak-
TUH U MUo3uH 11 ToKkaan30BaHbI HA METUATBHBIX ITO-
BEPXHOCTSIX KJIETOK, BHOJb AHTEPOIIOCTEPHUOPHOM
ocu 3MOpHOHa, B TO BpeMs Kak Par-0ejku u 0enku
KJIETOYHBIX KOHTAaKTOB JIOKJIM3YIOTCS HAa aHTepPUOP-
HOM WJIM TOCTePUOPHOI IMOBEPXHOCTSIX KJIETOK,
BIOJIb MeOMoJjaTepajbHOll ocu 3MOpuoHa. Kpome
Toro, F-aktun 1 Muo3uH 11 He KOHLIEHTPUPYIOTCS B
anmMKaJIbHOM JOMEHE, a paCcIIpeIeISTIOTCS BIOJb alli-
Ko0a3aJbHOI OCHU. DTH IBa TUIMA PO3ETOK TAKXKE OT-
JIMYaloTCs BpeMEHEM cylllecTBoBaHUsl. Po3eTku nep-
BOTO TUIA MOTYT CYIIECTBOBATh MPOIOJLKUTEIBHOE
BpeMsI, B TO BpeMsI KaK pO3eTKH BTOPOTO TUIIA OBICTPO
nepecrpauBaroTcs. Kak mpaBuiio, mpolecchl, CBSI3aH-
HbIE C BBITSDKEHUEM TKAHU COIIPOBOXIAIOTCS Iiepe-
CTpPOSHUEM UMEHHO po3eTOK Broporo tumna. [Toatomy,
YTOOBI JOKa3aTh BHICKA3aHHOE HaMU IPEAIIOI0XKeH e
0 PO OOHAPY>KEHHBIX HAMU PO3ETOK B AedhopMaliiu
tKaHu CBO, MBI IIaHUPYEM YCTaHOBUTD, K KAKOMY U3
TUIIOB MIPUHAJIEXKAT 3TU PO3ETKU.

SAKJTIOYEHUE

B nipencraBiaeHHOI 31eCch paboTe MBI OCYILIECTBH-
I JeTaJlbHOE KOJIMYECTBEHHOE ONMCaHUE IBMXKE-
HUii K1eToK B armmakroaepme CBO ractpynsl X. lae-
vis. MBI OOHApPYXWJIN, YTO HMU3Kasl CKOPOCThb CMeEllIe-
HUSI KJIETOK HaOJII0HaeTCsd OMHOBPEMEHHO ¢ HU3KOM
COHAIIPABJICHHOCTBIO IBMXKCHUM M, HA00OpOT, IIpU
BBICOKOI CKOPOCTM IBMKEHUI KJIETOK HaOJIIomaIu
BBICOKYIO COHAIIPaBJICHHOCTb MX cMmelleHuil. [Ipu
9TOM, pacIpeleieHIe CKOpPOCTel W HampaBIICHUIA
CMEILIEHMS KJIETOK BHYTPU HCCIIEIyeMOM 001acTH OKa-
3aJI0Ch IPOCTPAHCTBEHHO HEOMHOPOAHBIM. DTa HEOM-
HOPOIHOCTh IIPUBOIUT K PETMOHAIBHBIM Pa3IMINsSIM
CcpeaHell CKOPOCTM M COHAINpPAaBJIE€HHOCTU IBWXKEHUI
KJIETOK BIOJIb MeauojaTepaabHoi och. YToOkI ycTa-
HOBUTb, COIPOBOXAAIOTCS I OOHAPYKEHHBIC PETHO-
HaJIbHbIE pa3Inyusl BHYTPUTKAHEBbIMU JdechopMaliusi-
MU, MBI IIPOAHATIU3UPOBAIN JUHAMUKY (POPMBI KJIe-
TOK B BBIIEJIEHHBIX pernoHax. Ham He ymamoch
BBISIBUTh CTaTUCTUYECKU 3HAUYMMbBIX Pa3INUUi MeXK-
Iy (bopMoOii KJIETOK B HayaJie M B KOHIIE HAaOJIOACHUS
KakK B 1I€JIOM I10 SMOPHOHY, TaK ¥ BHYTPU OTIAEIBHBIX
pernoHoB. OmHaKo aHaan3 GOPMBI KJIETOK ITO3BOJIUIT
3a()MKCUpPOBaTh PETUOHAJIbHBIC Pa3ndus B aKTUB-
HOCTH UX IIeperpynmpoBoK. B yacTHOCTH, B Meau-

BPEJIOB u ap.

anpHOI 30He CBO OBUIM CKOHIEHTPUPOBAHBI KJIE-
TOYHBIE CTPYKTYPhI, Ha3bIBa€MbI€ po3eTKaMu. AHa-
JIU3 pacriajia po3eTOK IMO3BOJIWJI YCTAHOBUTH, UTO B
XOJIe 3TOTO Mpolecca JOMEH KJIETOK, 0Opa3yIolInx
pPO3eTKYy, HaUMHaEeT yIJIMHSATHCS B HallpaBJICHUU aH-
TEPUONOCTepPUOPHOIT ocu. MBI TpeamnojiaraéM, 4To
MOAOOHEIC IIEPECTPOMKN KOMIIEHCUPYIOT pPaCTSIKe-
Hue matepuana CbO B xome nmpoiiecca MHBOTIOLUN.
HMeHHO II03TOMY PO3eTKHU IIPEBAJIUPYIOT B MEIM-
anmbHOM perroHe ChO, KoTopbiii ITepBBIM BOBJIEKA-
€TCs B IIPOLIECC UHBOIIOLIUH.

Takum o6pa3oM, B JaHHOU pabOTe BIIEPBLIE OMNU-
caHa NPOCTPAaHCTBEHHAas] HEOTHOPOIHOCTb IBUKE-
HUI KJIETOK, KOTOPAast MOXKET CIIYKUTh MOTEHIINATb-
HBIM MCTOYHMKOM T100anbHBIX nedopmarniit B CBO
OecxBoCThIX ampuouii. JanpHeillee MccaeToBaHue
3TOTO MPOIIecca MO3BOJUT U3YUYUTh MEXAHU3M IO/~
JIepXaHUsl cTaauecrelinruuecKX maTTepHOB MeXa-
HUYECKMX CHJI B SMOpUOTreHese.
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Spatio-Temporal Dynamics of Embryonic Tissue Deformations
during Gastrulation in Xenopus laevis: Morphometric Analysis

D. V. Bredov! % *, 1. V. Volodyaev!, and N. N. Luchinskaya'

! Department of Embryology, Faculty of Biology, Lomonosov Moscow State University,
Leninskie Gory 1/12, Moscow, 119934 Russia

2Koltzov Institute of Developmental Biology of the Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
*e-mail: d2707bredov@yandex.ru

Embryo shape changes are underlied by both local and global tissue deformations. According to the laws of
classical mechanics, deformation results only from mechanical force. Thus, localization and qualitative esti-
mation of mechanical forces can be inferred from the dynamics of strain they cause. The main cellular basis
of such deformations is differences in cell migration rates. We provide a detailed description of epiectodermal
cells’ displacements within the dorsal marginal zone (DMZ) of the middle gastrula of Xenopus laevis. We de-
tected spatial anisotropy of cell displacement rates along the mediolateral axis of the embryo and report re-
gions within DMZ that differ in mean displacement rate. The highest means of displacement rate and co-di-
rectionality were predominantly detected in the medial region of DMZ. Cell shape analysis revealed that the
medial region of DMZ is characterized by more pronounced cell rosette formation. We suggest that rosette
formation acts as a mechanism that compensates stretching of the medial region of DMZ during involution.

Keywords: gastrulation, blastopore, morphogenesis, mechanical forces, cell movements, Xenopus laevis
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