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B ocHOBe nameHeHus hopMBbl SMOPHOHA JieXKaT KaK JOKAJbHBIE, TaK U IIOGaTbHbBIC NehopMalliy TKaHe.
CorJiacHO 3aKOHaM KJIaCCUYECKOM MeXaHUKM, ICTOYHUKOM Jie(DOpMALIIU MOXET SIBJISIThCSI TOJIBKO MeXa-
HUYecKas cuiia. JIokaan3oBaTh MeXxaHUYeCKHUe CHIIBI M KaUeCTBEHHO OLICHUTh MX BETMUYMHY MOXKHO Ha OC-
HOBe OTUHAMUKU aedopManuii TKaHei 3MOproHa, 00YCTOBIIEHHBIX 3TUMU cuiaMU. OOUH U3 OCHOBHBIX
HWCTOYHUKOB TaKMX AeOpMaIii — pa3Tudusl CKOPOCTH M HaTTpaBJIeHUs IBUKEHU COCETHUX KIJIETOK. MbI
JIeTaJIbHO OIMMCAJIM JBUKEHHE KJIETOK B 3MUKTOAEpMe cymnpabiactonopaibHoii oonactu (CBO) cpenHeit
racTpymibl Xenopus laevis. Brlia BbIsSIBJIeHA IIPOCTPpAaHCTBEHHAsI HEOAHOPOIHOCTD OBMKeHUS KiieToK CBhO;
BIIOJIb MeIMOIaTepaIbHOII OCH SMOPHUOHA OOHAPYKEHBI PETMOHBI, Pa3IMYarOLINECS O CPEIHE CKOPOCTU
IBWXXEHMS KJIETOK. B yacTHOCTM, HaMOOJbIIasi CKOPOCTh M COHAIPABICHHOCTh ABIKCHUM KJIETOK valle
Bcero Habmonanuch B MeauaibHoi 3o0He CBO. AHanu3 opMbl KJIETOK ITOKa3aJl, YTO MMEHHO B MeAvallb-
HoM pernoHe CBO, KOTOpPHIii IEpBLIM BOBJIEKAETCS B MHBOJIIOILINIO, TIPOUCXOISIT Hauboiee aKTUBHBIC T1e-
perpynIupoBKU KJIETOK, CBA3aHHbIe ¢ ()OPMUPOBAaHMEM PO3eTOK. MBI MpeamnojaraeM, 4to Takue repe-
IPYIITMPOBKY MO3BOJISIET KOMIIEHCHUPOBATh pacTsKeHUe MaTepraia MenraabHo 30061 CBO B Xxome nHBO-
JIIOLIUH.
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BBEAEHWE

IMpo1eccol MopdoreHe3a B 9MOPUOHAITBHOM pas3-
BUTHH COTIPOBOXIAIOTCSA 3HAYNTEIILHBIMU Oedopma-
oMy TKaHei. MlcrounnkoMm nedopMaimm 01MoIo-
TMYECKUX TKaHeu sIBJISIeTCSl MeXaHuuyeckKasl cuja
(Murray, 2003; Davidson, 2011), mosToMy mjisi ne-
TaJTbHOTO M3YYeHUS MEXaHU3MOB MopdoreHe3a He-
00XOIUMO JIOKAJU30BaTh CUJIbI, MPUBOASIINUE K Ha-
o1rogaeMbIM B MopdoreHe3e nedopmanusM, U BbI-
SIBUTb MEXaHW3MbI MX BO3SHUKHOBEHMSI.

HaubGoiee panHeit MeTOIMKOM JIOKaTU3allMN MeXa-
HUYECKUX CUI SIBJISIETCSI aHAJIU3 CKOPOCTU Y aMITJIATY -
JIbI pacXOXIeHMsI KpacB TKAaHU B 00JIACTH JIOKAJILHOTO
Haapesa (T.e. necpopMany TKaHU I10C/IE pelaKcaluy
CYIIECTBYIONIETO HampsbkeHus ). Ecim BenmnuuHa ne-
dopMaluy IIpoNOpLMOHAIbHA NEHCTBYIOIIC B 3TOM
o0nacTu Cuiie, BO3MOXHO KayeCTBEHHOE OITMCaHUE
pacrpeneaeHus CUJl B SMOPHUOHAIBHBIX TKaHsIX. Takoe
OIMCAaHUE MOXHO OCYIIECTBUTh, CPABHUB BEINYUHY
nedopMaliiy II0CIe Haape3a B pa3jIMYHbIX y4acTKax

SMOpMOHA Ha pa3HBIX CTamMsIX pasBuTus. Mcciemo-
BaHMS C MPUMEHEHNEM 3TOTO MeToa MoKa3aiu, 4To
B SMOpUOHE MeXaHW4YecKasi cujia UMeeT HEOTHOPO I~
HOe TIPOCTPAaHCTBEHHOE paclipeneiicHrue (Ha3bIBae-
MOE€ TaKXKe TTaTTepHOM ), KaUeCTBEHHO U3MEHSIIOIIee-
cs B xone pa3Butus (Beloussov et al., 1975). Okcne-
pUMeHTaIbHAsT pelaKcarsl STUX HaIpsDKEeHW WTn
WX UMHUTALMS B DKTOMMMYECKMX YIaCTKaX OKa3bhIBaeT
BJIMSIHUE Ha XOJI MOpGOreHeTUUYECKUX MPOIIECCOB B
SMOpPHMOHE WK SKCIIaHTaTaX SMOPMOHAIBLHOMN TKa-
Hu (Beloussov et al., 1990, 2000; Chien et al., 2015).

MeToa Haape30B COXpaHWI aKTyaJlbHOCTb JJ15 3a-
a4, TpeOYIOIIUX KAYeCTBEHHOM OLIEHKU MEeXaHW4Ye-
ckux cui B TKaHsx (Ma et al., 2009; Campinho et al.,
2013; Hara et al., 2013). B HacTos111ee BpeMs IJIs1 pe-
TUCTPALlMA U WCCIIEIOBAHUS MEXaHUYEeCKUX CUJl B
OMOJIOTUYECKMX TKAHSIX CTaj JOCTYIIeH IIMPOKUiA
crnekTp Meroauk. OMHUMU U3 HauboJiee pacipocTpa-
HEHHBIX SIBJISTIOTCSI METOAUKU, OCHOBaHHBIE HA TIPU-
meHeHn FRET-30H10B. DTO (hiTyopeciieHTHBIE MUK~

317



318 BPEJIOB u np.

PO30H/IbI, KOTOPBIE MO3BOJISIIOT OLIEHUTh CYOKJIETOY-
Hble AedopMalMyd IO NaAeHUI0 WHTEHCUBHOCTU
dayopeclieHIIUM, BLI3BAHHOM PACXOXIEHUEM IBYX
CBsI3aHHBIX MOJIeKYJI (hiryopodopa (Gayrard, Borghi,
2016; Eroshkin et al., 2018). ®nyopodopsl B cocTaBe
TaKOTO 30HIA CBSI3aHBI MEXIY COOOI MOJIEKYJION C
U3BECTHOM XXECTKOCTBIO, UTO MO3BOJISIET 110 3aperu-
CTPUPOBAHHOM JedopMauy 30HIa PacCUYUTATh IT0-
JIeiCTBOBABIIYI0O Ha Hero cuiy. KoinmyecTBeHHYIO
OLIEHKY MEXaHUYECKUX CHUJI TaAKXKe ITO3BOJISIIOT IIPO-
WU3BECTU DJIACTUYHBIC WM SMYJbCUOHHBIC 30HBI.
3Hasg MexaHU4YecKue CBOMCTBA MaTepuaja, U3 KOTO-
pOro U3TOTOBJICH TaKOI 30HI, MOXHO 10 AedopMa-
LIMY 30H]1a BBIYUCIIUTh CUJTY, KOTOpast K Hell mpuBesa
(Campas et al., 2014; Mohagheghian et al., 2018).

KauectBeHHO MHOIT momxon, GbUT TIpeIIOKeH Stre-
ichan ¢ coaBTOpamMu, KapTHUPOBAaBIIMMM MeXaHUYe-
CKMe HaIIPSDKEHUS B TKAHSIX TacTpyJibl Drosophila mela-
nogaster Ha OCHOBaHUM MPOCTPAHCTBEHHOM aHN30TPO-
1M pacnpeneneHus Muo3nHa (Streichan et al., 2018).
Tak Kak aKTOMHUO3WHOBBIN KOMILJIEKC SIBISIETCSI OC-
HOBHBIM MCTOYHMKOM MEXaHWYECKOUM CUJIbI B XOIE
IBWKECHUI W MIEPETPYIITUPOBOK KJIETOK, HEOTHOPOI-
HOCTh €ro paclpenejieHusl OIpeaeisieT MpOoCTpaH-
CTBEHHBLII IMATTEPH MEXaHWYECKMX HAMpsDKeHU B
TKaHu. M3MepuB KOHIICHTpAallMI0O MUO3WHA B pa3-
JIMYHBIX PETMOHAX SMOPHOHA, aBTOPHI OOHAPYKUIIH,
YTO €Tr0 MPOCTPAHCTBEHHOE pacnpeneceHUe OMUCHI-
BaeTCs TpeMsl XapaKTepHBIMU ITaTTepHAMM, CMEHSTIO-
UMM OpYyTr Apyra B xone ractpyisiuuu. Ha ocHoBe
STUX W3MEpPEeHUI MCCIeNoBaTeIn CMOIEINPOBAIN
KapTy MeXaHWUYECKUX HATIPSIKEHU, IS KaXKI0ro 13
TpeX MPOCTPAHCTBEHHBIX MATTePHOB MUO3MHA (Stre-
ichan et al., 2018). Takum obpa3om, ngaHHasI paboTa
KOCBEHHO IMOKa3bIBAET, YTO HAa KaXIIOil CTaauM pas-
Butust D. melanogaster dopmupyercsi crienuduye-
CKMIi TIaTTEpH MEXaHWYECKUX HAMPSLKEHUM. DTOT
pe3yJbTaT MIPUHUIMUITMAJIBHO CXOX C Pe3yJIbTaTOM pa-
60THI rpynIibl benoycoBa, KapTupoBaslleit MexaHu-
yecKre HaIpsoKeHUsT MeTogoM Haape3oB (Beloussov
et al., 1975). KaptupoBaHue MexaHMUECKMX HAIIPsI-
XKeHuit, TpousBedeHHOe Streichan ¢ coaBTOpamMu
(Streichan et al., 2018), HeceT He TOJBKO ONUCATEIb-
Hy10 pyHKuM0. Ha ocHOBaHMU 3TOro KapTUPOBaHUST
aBTOPBI paCCUUTAIU JBVKEHUS KJIETOK ITOBEPXHOCT-
HOTO CJI0sI, KOTOPbIE€ JOJIKHBI BOSHUKHYTh MO Jeii-
CTBUEM CMOACIMPOBAHHBIX MEXaHUYECKUX HaIIpsi-
keHuil. [TpeackazaHHbIe TAKUM METOAOM JABUKECHUSI
KJIETOK COBMAJIA C peajbHO 3apEeTrCTPUPOBAHHBIMU.
OHM, KaK UM IIPOCTPAaHCTBEHHOE paclpeieiieHue
MUO3UHA, XapaKTePU3YIOTCS TPEMSI XpPOHOJIOTUYECKU
rocJjieoBaTeIbHBIMKU TTaTTepHaMu (Streichan et al.,
2018). ITaTTepH nBUXKEHMI KJIETOK IIPEICTaBIISIET CO-
00li BEKTOpPHOE II0JIe — COBOKYITHOCTb BEKTOPOB,
KaXIBI1 U3 KOTOPBIX OMUCHIBAET TOK MaTepHaja ue-
pe3 BBIOpAaHHYIO TOYKY HMCCIIEAyeMOM O0JIacTH 3M-
OpuoHa (Zamir et al., 2008; Tambe et al., 2011; Brunet
et al., 2013). Takum oGpa3zoM, cramuecrelupuIc-
CKUe TIaTTepHBl MEXaHUYECKUX HAaIMpsKeHUd C

OOJIBIION BEPOATHOCTBIO IMTO3BOJIAIOT IIPCACKA3aTb
MOp(I)OFCHeTI/I‘{CCKI/IC JIBN2KCHMUA B HOPMaJbHOM
pasBUTUMN.

OnHaKo, eC/IY MPOIOJIKUTEIBHOCTD TaCTPYJISILIAN
MPEBBILIAET XapaKTEPHOE BPEMS KIIETOYHBIX Mepe-
TPYNIIMPOBOK, TO ITOCIACAHUE HOKHBI IMPUBECTH K
W3MEHEHUIO CYIIECTBYIOIIETO MAaTTepHa MeXaHU4e-
ckux cun (Mongera et al., 2018). s pelieHus Io-
JIOOHOI 3a1a41 HEOOXOAMMO CBSI3aTh JAHHBIE O KJIe-
TOYHBIX IBMKEHUSIX C M3MEHEHHMEM JIOKaIU3alluu
I/I/I/IHI/I BCJIMYMHBI MEXaHNYCCKHNX CUJI B ONIPCACIICH-
HBII1 TIEpUOJI pa3BUTHS.

KonuuecTBeHHBIN MOAXON K ONMMCAHUIO IBIKE-
HUI KJIETOK Ha3bIBACTCsI KWHEMATUYSCKUM. JlaHHBIN
IMOAXOJ OCHOBAaH Ha perucTpallii KOOPANHAT KJIIETOK
U TIOCJIEOYIOIIEeM pacyeTe IIPOU3BOAHBIX OT HUX Be-
JINYUH (CKOPOCTE CMEIleHHUs, OpUSHTALIUM CMellle-
Huii u ap.). (Davidson, 2011). B aTom ciyuae, moxn
“koopamHaTaMU KJIeTKN~ OOBIYHO ITOHMMAIOT KOOp-
JUHATHI TEOMETPUUECKOTO LIEHTPA KJISTKU WU e¢ S -
pa (Diz-Muiioz et al., 2010; Heller et al., 2016). Ku-
HEeMaTH4YeCKOEe OIMMCAaHNUE MO3BOJISIET OLICHUTh TaKue
rapaMeTphl, Kak IMPOCTPAaHCTBEHHOE pacipeaeieHue
¥ BpeMeHHasI AMHAMUKAa CKOPOCTEM KJIIETOYHBIX CMe-
IIEHWIT, UX OpUEHTALIMS, IMHAMUKA CMEHBI COCEICHt.
DTHU MMapaMeTpbl HO3BOJISIIOT yCTAHOBUTDH, HACKOJIBKO
aKTUBHO II€pEeMEIINBAIOTCS KJIETKY BHYTPU TKAaHU U,
CJIeIOBaTEIbHO, HACKOJIBKO BEIPAXKEHHO PEIaKCHPY-
I0TCSI B Heil HanpsikeHUs. B culy HEeMHBa3MBHOCTH,
KMHEMAaTUYEeCKUI ITOAXO0/ MO3BOISET YCIIEIIHO MC-
clienoBaThb pa3Butue in vivo (Blanchard et al., 2009; Bi
et al., 2016; Mongera et al., 2018; Schaumann et al.,
2018).

OmHaKO CTaTUCTUYECKHMI aHAJIN3 TOJIBKO KOOPI-
HaT LEHTPOB KJIETOK HE MO3BOJISIET CBSI3aTh UBMEHE-
Hue GopMBbI KJIIETOK C IIepeMellleHueM LICHTPOB KJIe-
ToK. 17151 GoJiee comepKaTe IbHOTO OITMCaHMS e op-
MallMi B TKaHU HYXHO y4eCTb U3MEHEHUSI (POPMBI
caMOM KJIETKUA. DTO MO3BOJUT KadyeCTBEHHEE Olle-
HUTb IPOCTPAHCTBEHHOE pacnpeneaeHue MexaHuve-
CKUX CUJI B TKAaHU B X0Je¢ MOP(POreHeTUYeCK1X IBU -
KeHUI.

JlaHHBIN TTOAX0HM OBIJIO OBl OCOOEHHO MHTEPECHO
MIPUMEHUTh K MOACTbHBIM CUCTEMaM, B KOTOPBIX Me-
XaHUYECKre CUJIbl yKe ObUIM KapTUPOBAaHbI MHBIMU
MmeTonaMu. OnHoil u3 HauboJiee MOAXOMSIIUX IO
JMIAaHHYIO 3aJa4y MOJEJbHBIX CUCTEM SIBJISIETCS Tra-
ctpyna X. laevis. Inst ractpybl X. laevis ObLIU KapTu-
pOBaHbl MEXaHUYECKUE CUJIbI U OMMcaHa o011iast Kap-
TUHa KJIeTouHbIx ABrkeHuit (Keller, 1978).

JBUXXEHUS KIETOK HAUMHAKOTCS Ha CTaaUU O3/ -
Hel 61acTynbl (CT. 8) ¢ panguaabHON MHTEpKaSIILIe
B Kphille 6iactouens (Szabo et al., 2016). Tak kak
pagvaabHAasg MHTEPKAJISILIUS COMPOBOXIAETCS YBEIU-
YyeHHeM IUIOIIAaaN MOBEPXHOCTU TKAHEBOIO IJ1acTa, B
KpBblliIe 6J1aCTOLIEIsI BOSHUKAET U30BITOK KIETOYHOTO
MaTepuaja, KOTOpbIii HAUMHAET CMEIIAThCs B BEH-
TpaJJbHOM HaIIpaBJIECHUU B Xone 31mmoonann. OmHo-
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BPEMEHHO, Ha IOPCAJIbHOM CTOPOHE SMOpHOHA Ha-
yuHaeT ¢opMupoBarbes 6iactonop. Ha craguu 10
HayuMHaeTCcs KIJIIOYEBOM ISl TacTpyiasiuuu X. laevis
TUI KJIETOYHBIX IBVDKEHUIT — MHBOJIIOIMS MaTepura-
Jla Me3oJepMalibHOM 3aknanku. MHBooLMS, HAUM-
HaroIasics Ha JOpcaabHOM CTOPOHE SMOPHUOHA, TTPU-
BOIOMT K yriryoseHuto Omacromopa. K cragmm 10.5
0J1acTONOpP HAaUYMHAET PacIPOCTPAHSTHLCS B IaTepajlb-
HBIX HalpaBieHUsIX (K ctanuu 11.5 oH COMKHeTCs Ha
BEHTPAJILHOM CTOPOHE 3apOMbIIlia), a IPOTrPecCupy-
[olllasi UHTepHAAM3alusl MaTepualia Ha JopcalbHOMI
CTOpoHE (POPMUPYET AOPCANIBHYIO TYOy G1acToropa.
Yepes Hee IIPOMCXOIUT HanboJIee aKTUBHAS MUTPa-
1S KJIETOK BHYTPb ASMOpHOHA. 30HY, PacIIOJI0XKEeH-
HYIO HEIOCPEICTBEHHO aHMMAaJIbHEE TOPCATLHOM Iy-
OBI OacTomopa, Ha3bIBAIOT CYITpadIacTOmopaIbHON
obsacteio (CBO, B aHTJIOSI3BIYHOM BapuaHTe — dor-
sal marginal zone, DMZ). bonee rinybokue KJIeTKU
CBO cocTaBIgOT MaTeprall XOpAOMe30IePMBI, IT0-
BEPXHOCTHbIE — MaTepuall HeipaJlbHOI SKTOAEPMBI.
HMHBoIOMpoBaBIINe KJIESTKHA XOPIOME30IepPMbl BO-
BJICKAIOTCS B IBMDKCHMS MEIMOJIAaTEPaTbHOM, WIN
KOHBEPIreHTHOI, MHTepKaIsILuMU. B xome aTUX nBU-
KeHMI Kaxnas U3 KJIETOK YIJIMHSIETCS BIOJIb MEINO-
JIaTepaIbHOM ocu 1 (hOpMHUpPYET HA KOHIIAX HalpaB-
JICHHBIE BBIPOCTBI, KOTOpHEIe 00pa3yioT C-Kaarepu-
HOBBIE KOHTAKTHI C TeJIAaMU COCEIHUX KJIETOK. 3aTeM,
3a CYET COKPATUTEIbHOM aKTUBHOCTU MUO3HA KJIET-
KW BCTPauBaIOTCS APYT MEXKIY APYTOM BIOJb MEAMO-
JnatepanbHoii ocu. Knetku skrogepmbol CbO X. laevis
K 3TOMY MOMEHTY OKAa3bIBalOTCSI BOBJICYEHBI B JBIDKE-
HUS 31Moouu (KOTOophle 3aBepiiarcs K cramuu 11.5),
HO TaKXKe OCYIIECTBIISIIOT 1 KOHBEPIEHTHYIO MHTEP-
kamsuuio (Keller, 1978; Keller et al., 2000; Keller,
Sutherland, 2020). OHU OCYILIECTBISIOT IBUXKEHUS
WHTEPKAJISLIMU IIyTEM COKpAICHUS KJIETOUYHBIX I'pa-
HUII, OpUEHTUPOBAHHBIX B MeEOHMOJaTEepaIbHOM Ha-
MpaBJICHUH C TTOC/IEAYIOIUM (pOPMUPOBAHUEM B 30HE
KOHTAaKTa HOBOI IpaHUIIBI, OpUEHTUPOBAHHOM B aH-
Tepuo-II0cTepruopHOM HanpaBneHuu (Butler, Walling-
ford, 2018). MHTEepecHO, YTO ABMXKESHUSI KOHBEPTEHT-
HOM MHTEPKAISIIUU OCYILIECTBISIOT He TOJILKO TJIy-
0OKMe KJIETKHU 3KTOIEPMBbI, HO U €€ IIOBEPXHOCTHBIMI
CJIOI — AMUAKTOIEpMAa, KOTOPBIM SIBJISIETCS STIUTEIN -
aJIbHOM TKaHbIO. ITociemHee o3HAYaeT, YTO KOHBEP-
TEHTHAasI MHTEePKaJISLUS IIPOUCXOIUT B IUIACTE KIIe-
TOK, MEXaHUYECKU CBSI3aHHBIX alMKaJIbHBIM KOM-
IUICKCOM KJIETOYHBIX KOHTAaKTOB, BKJIIOYAIOIIEM
aare3MoOHHBIEe W IUIOTHBIe KOHTaKThI (Higashi et al.,
2016).

OcoOeHHBIII MHTEpeC IpeAcTaBlIsIeT MCCeaoBa-
HUE KJIETOYHOM ITOIBMKHOCTYA MMEHHO B DITUTEIM-
aJIbHBIX TKaHSX. DNUTeIualbHble TKaHU Haubosee
JIOCTYTIHBI IS HAOMIOAEHUsI, B OCOOEHHOCTU B UH-
TaKTHBIX 3apOJbIIIax, Ojlaromapst Y4eMy depe3 u3Me-
peHre Mop¢hOMETPUUECKUX MapaMeTPOB MX KIIETOK
BO3MOXHO 3aperucTpupoBaTh AEUCTBUE CUJI, CO31a-
BaeMBbIX ITOIEXAIIUMU TKaHsIMU 5MOpuroHa (Morita
et al., 2012). CocenHue KJI€TKA BHYTPU IMUTEIUATb-
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HOTO TIIACTAa MOTYT OTJIMYATBCSI CKOPOCTHIO M Ha-
MpaBJIieHUEM ABVIKEHUSI. DTHU pa3IMuusl MOTYT SIB-
JIITBCSI OTHUM M3 UCTOYHMKOB JeopMaliiii TKaHU
(Vasilyev et al., 2012), npuBoasieii K U3MEHEHUIO
MmaTTepHa MEXaHUUECKUX CUII. XOTSI OMMCAHUE IBUKE-
HUiT KJIeTOK HoBepXHOCTHOro cjioss CbO yxe ObUIO
npousBeneHo paHee (Keller, 1978), oHo He BKII09a/I0
MOJOOHBIM KMHEMAaTUYECKUM aHaIu3 IBMKCHUI Kile-
TOK. M3-3a 3TOro oKa3bIBaeTCsI HEBO3MOXHBLIM CBSI-
3aTh KJICTOUYHBIE IBVXKEHUSI C BOSHUKAIOIINMHU B TKa-
Hu necdopmanusamu. K tomy ke, onucanue (Keller,
1978) He yuuTHIBaeT JaHHEIE O ITAaTTEpHAX MEXaH4Ye-
CKMX HaIIpsDKeHUI Ipy racTpy/issuun ampuonii (Bel-
oussov et al., 1975), a Takke onucaHus KJIETOUYHBIX
nepeynakoBok (Solnica-Krezel, 2005; Blankenship
et al., 2006).

Lenpio maHHOIT pabOTHI OBLJIO KapTUpPOBaTh Ae-
¢dopmanum srmkroaepMbl CBO racTpyisl X. laevis Ha
OCHOBaHUM HaAOJIIOJaeMbIX B 3TOI 00JIaCTH KJI€TOY-
HBIX IBUXKEHUMN.

Jlas mOCTMKEHUS 3TOM IeJiM OBLIO HEOOXOINMMO
M3MEPUTh CKOPOCTU NBUKEHMS KJIETOK, Hampaslie-
HUE X CMEIIEHNUS, a TAKKE OXapaKTepU30BaTh JUHA-
MUKY UX (pOPMBIL.

M1 npou3BeaId KUHEMaTHIeCKOe ONUCAHUE JBU-
xenuit kiaetok B CBO cpenneit ractpynsl X. laevis,
OXapakTepM30BaB IJIs KaXIIOil KIIeTKU BEJIUYUHY U
HamnpasJIeHUE CMEIIEHUS Ha KaxKIOM U3 NHTEPBaIOB
neiitpadepHoil chbeMKH. MBI OOHApYXXWIN, 9TO pe-
TMOHBI, PAaCIIOJI0KEHHbIE BIOJIb MeAUOIaTepaIbHOM
OCH, pa3JIMYalOTCs 0 3HAYCHUSIM CPEIHE CKOPOCTU
W COHAMpPaBIIEHHOCTU NBWKECHWII KIETOK. AHanu3
(GOPMBI KJI€TOK BBISIBUJI, UTO 00JIACTh C HanboIee BhI-
COKMMM 3HAUEHUSIMU CpelHeil CKOPOCTM U COHa-
MPaBJICHHOCTH XapaKTepU3yeTcss HauboJiee aKTUB-
HBIMY NEePErPyNITMPOBKaAMM KJIETOK. MbI IIPeIIoJio-
XKWJIM, 9TO HaOII0MaeMble IeperpyIIIMPOBKY KIIETOK
MOTYT CIIyXKUTh CITOCOOOM KOMIICHCAIIUM PaCTsiKe-
HUS TKAHU B XOJ¢ TaCTPY/ISLIMOHHBIX IBUKEHUIA.

MATEPUAJIBI U METOJbI
Toayuenue u Kyabmueupogarue sMOpUOHOE

Hxpy X. laevis mojry9anau corjlacCHO CTaHIAPTHOMY
npotokouy (Sive et al., 2000), OILIODOTBOPSLIN in Vitro
u kyabtuBupoBanu B 0.1 Marc’s Modified Ringer
(MMR) (Sive et al., 2000) Ipy KOMHATHOI TeMIIepa-
Type. CTanuio pa3BUTHsI SMOPHUOHOB ONPEACIISIII CO-
JIacHO TabjimuaM HopMajibHoro pasButust (Nieu-
wkoop, Faber, 1967).

Husexyus PHK

s BU3yanu3alunu KJIETOUHBIX MPaHUI] OCYIIEeCTB-
s nabekunio MPHK mem6pantnoro (GAP43-GFP)
u sipepHoro (H2B-mCherry) mapkepoB. MPHK cunTe-
3UPOBAIM C HMEIOLIMXCS B JIAOOpaTOpyM TLIa3MU/L
pCS2+/GAP43-GFP u pCS2+/H,B-mCherry, xo-
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TOpBIe JII00e3HO penocTaBil JokTop Dietmar Gradl
(Karlsruhe Institute of Technology, Karlsruhe). Bbi-
JieJIeHUe 1IeJIeBbIX TIJIa3Mu Tocjie aMIuTnuKauuy
OCYIIECTBIISIIIN C TToMoIbio Habopa Plasmid Mini-
prep (Evrogen), cunte3 PHK — ¢ momoisio Habopa
mMESSAGE mMACHINE™ SP6 Transcription (In-
vitrogen), coriacHoO MpeaoCTaBIeHHOMY IIPOU3BOIM -
TeaeM Tmpotokony. O0a Habopa OBUIM JIOOE3HO
npenoctapieHbl C.B. KpeMHEBBIM (Kad. aMOpuroio-
run MI'Y um. M.B. JloMmoHOCOBa).

3aponpllieii Ha CTagusax oT 2-X A0 4-x bjlactome-
pos ntepeHocun u3 0.1 MMR B pacTBop ¢ukoia Ha
0.3 MMR. 3areM OCYLIECTBISUIA MHBEKIIAIO MEM-
opanHoro (PHK GAP43-GFP) u sineproro (PHK
H2B-mCherry) mapkepoB o011uM KojiuecTBoM 230 nr
B ciaygae GAP43-GFP u 230 nr B ciyyae H2B-
mCherry. MHBEKLIMIO TIPOU3BOAWIN B KaXKIObI U3
JIIBYX aHUMaJIbHBIX 0J1aCTOMEPOB, CyMMapHbIif 00beM
WHBEKIINU cocTaBisut 4.6 nmu 9.2 Hi. [Tociie mHbeK-
LAY 3apOBIIICH OCTaBIISIIIU B pacTBOpe (hUKoIa Ha
0.3 MMR u momeniaau B TEpMOCTAT C TeMIIepaTypoii
14—15°C nnsa mpenoTBpallieHUsT oOpa3oBaHUS IIPO-
Tpy3uil B MecTax uHbeKuuu. Yepes 7—8 4 pacTBop
¢ukoiuta mernsuit Ha 0.1 MMR, mmoce yero mpomos-
Kajyi KyJbTUBUPOBaHUE IpU TeMiiepatype 14—15°C
0 OOoCTuxKeHUs1 3apoabimiamMu craguu 10—10.5 co-
[JIaCHO TabJMiliaM HOPMaJILHOTO Pa3BUTHSI.

Ceemka Ha ICOHd)OKaﬂbHOM MUKDPOCKOne

Ha cramym 10.5 3aponpniieii mepeHoca B 1 X MMR,
CHMMaAJIM KEITOYHBIE O0OJOYKM C IOMOIIBIO JABYX
METAJUTMYECKMX TMUHIIETOB W OCTaBJISUIM Ha 5 MUH
IIJISI KOMIIEHCAlIMK CTpecca OT CHATUSI oboodek. 1o
MPONIESCTBUH 5 MUH 3apOABIIIH IIEPEHOCHIIN B 35 MM
yamku [leTpu ¢ THOM U3 TTIOKPOBHOTO CTEKJIa, 3aI10-
HeHHBIe 1% arapo30ii ¢ HU3KOI TeMITepaTypoii IIaB-
neHns Ha 1 X MMR. 3aponsiinm oprueHTUPOBAJIN 3a-
MastHHOW CcTeKJIsTHHO# mureTkoil IlacTtepa BHyTpu
CcIieJIJaHHBIX B arapo3e JIYHOK TakK, YTOObI Meauajlb-
HeIi ygactok CBO kaxmoro smMOpmoHa oKazaJics
BOJIM3M MOKpoBHOro crtekia. Ilocie aToro yamky
YCTaHABJIMBAJIM B JIa3¢pHBII CKaHUPYIOIIWiT KOH)O-
KanbHBIN MUKpockor Olympus FV-10i u ocymecTB-
JISLTM e TpadepHyo MUKpPOPOTOCheMKY. B CBsI3U C
HaJIMYMEM OOJIBIIIOrO KOJIMYECTBA KeJITKA B KISTKaX
X. laevis, Busyanuzanms (payopeceHIIMy BOIM31 6a-
3aJIbHOTO OT/eJa KJIeTOK 3aTpyaHeHa. [ToaTomy B x0-
JIe CheMKU PEeruCTpUpOBAJIM €IMHUYHBIA ONTHYEe-
CKHUI cpe3 BOJIM3U allnKaTbHOM ITOBEPXHOCTH KJIETOK
anuaKonepmbl. B nanpHelieM, moa opmMoii KIIeTKU
MBI OyZIeM ITIOHMMAaThb (popMy CedeHUS KIETKI, 3aperu-
CTPUPOBAHHOIO Ha TaKOM OIITUYEeCKOM cpese. s
cbeMKU ucnojib3oBayim 10x 0.4 NA oobektiB UPLSAP
u nudpoBoe yBenudeHue X 1.8 (cyMmmapHoe yBelImde-
HUE T. 0. cocTaBmwio X 18). CheMKy IIpOU3BOAWIN B
TEYEHUE yaca ¢ 4yacToToil 1 Kaap/MuH, BpeMsi CbeMKHU
eIMHUYIHOTO Kaapa — 8 ¢, ”HTEHCUBHOCTb 000MX JIa-
3epoB 30%. das o6paGOTKKU MCITOJIb30BaIN JaHHBIE

110 3M6pI/IOHaM, MOXMBIIMM IO CTaOIUU XBOCTOBOM
ITOYKH.

Mopgpomempuueckuii anasu3

PacniosHaBaHMe KIIETOUYHBIX TpaHMII Ha Kaapax
meirpadepHoOil CheMKI OCYIIECTBISIIA C TTOMOIIIBIO
CBOOOIHO paCIpPOCTPAHSIEMOro MPOrpaMMHOIO o0ec-
rreueHmst EpiTools 2.1.6 (Heller et al., 2016). ITpu Heo6-
XOOUMOCTH, Tiepen MOpPGhOMETPUIESCKUM aHAJIM30M
pe3yabTaThl paclo3HaBaHUs KJIETOYHBIX T'PAHMIL
KOPPEKTUPOBAJIM BPYYHYIO C TIOMOIIBIO IIIardHa
CellEditor B cocraBe EpiTools 2.1.6. JlaHHBIe MOpdO-
METPUYECKOTO aHaIu3a dKCIOPTUPOBAIM Yepe3 Co-
oTBeTCTBYIOIIYIO onuuto riarnHa CellOverlay, u 3a-
TeM OCYILIECTBJISUIM CTaTUCTUUYECKYIO O0OpabOTKy
manHbix B mporpammax 1CY, Microsoft Excel 365,
RStudio 1.4.1106 u STATISTICA 10.0.

CMelIeHusl KJIETOK OLIEHUBAJIU C TTIOMOIIbIO MO-
nynss CELL OUTLINE B cocraBe I1O EpiTools
2.1.6. C moMoIIpi0 JaHHOTO MOIYJISI Ha KaXXIOM U3
KaapoB lLieiTpadepHO CheMKH BBIYUCIISIA KOOPIM -
HaThl TEOMETPUYECKOTO LIEHTPa KaXXIOl M3 KIJIIETOK
Ha ONTUYECKOM Cpe3e U DKCIIOPTUPOBAIM TOJyUeH-
Hble 3HauyeHUs B Microsoft Excel 365. 3atem mis
Kaxknoit kiaetku B Microsoft Excel 365 paccuuteiBain
BEJIMUMHY CMEIEHUSI U YToJl MEeXIy HalpaBjeHUeM
CMEIIIEHUS KJIETKA U aHTEPUO-IOCTEPUOPHOI OChIO
3a BpeMsI MEXIy IBYMS KaipaMu.

1) CMelieHre paccUMTBIBAJIM, KaK KpaTyaiiiiee
pacCcTOsSTHME MEXY TEOMETPUYECKUM LIEHTPOM KJIET-
KM Ha OBYX IOCJIeNOBaTeIbHBIX KampaxX. st aToro
BBIUMCJISITIN OTAEIBbHO pa3HOCTh KoopauHat X (AX) n
pa3HOCTh KoopauHaT Y (AY) 1LieHTpa Macc KJIETKU
MEXIY OBYMSI ITOCIEO0BATEIbHBIMU KaapaMu, IIOCTIe
yero Haxonuiau cMmelreHue D Kak KopeHb U3 CyMMBbI
kBaapaToB AX u AY (T. K. cMenieHue D 1 ero KkoMIo-
HeHTBI AX m AY 00pa3yloT OpsMOYTOJbHBIA Tpe-
VIOJIbHUK, T1e D — runorenys3a, a AX u AY — KaTeThl)
(puc. 1). Tak BpeMeHHOI MPOMEXKYTOK MEXITY Kaapa-
MM COCTaBJIsIeT 1 MMH, paccuuTaHHOE IiepeMelneHue D
(daKTUIECKH TIPENCTABISIET COO0M CPETHIOI0 CKOPOCTh
CMEIEHMUS KJIETKU C Pa3MEPHOCTHIO MKM/MUH.

2) st BBIYMCIIEHUS yria O (IpUHUMAaeT 3Hauye-
Hus ot 0° 1o 360°) MexXay BEeKTOPOM CMEIIeHUS KITe-
TOK U aHTEPHO-TIOCTEPUOPHOM OChIO (COBHAHAET C
ocbio 0°—180°, toe 0° COOTBETCTBYET ITIOCTEPUOPHO-
My Toiiocy, a 180° — aHTepruopHOMY) CHadayia Haxo-
JIIWJIY TaHTEeHC yrJia cMelleHus tg(o) = AX/AY, nocne
yero ¢ nomolnbio pyHkun apkranreHc (ATAN) Ha-
XOJIWJIY BEJIMUMHY yIJla CMEIIeHUsI B Tpaaycax.

3) CoHarnpaBiIeHHOCTh CMEIIEHMI KJIETOK OIIeH!-
BaJIi C MOMOIIIbIO MTapaMeTpa Topsaka S = {cos(a)),
rae O, — yrojl MeXIy HallpaBJIeHUEM CMEIIEeHUsI OT-
NEJIbHOM KJIETKU W aHTEPUO-IIOCTEPUOPHOIM OCHIO
aMOpuroHa (o TpuHUMaeT 3HadeHus ot 0° mo 360°), a
CKOOKM { ) 03HAYalOT yCpPeAHEHUE IO HECKOJIbKUM
3HadeHUSIM. Mcrmonb3oBanne (GyHKIIMM COS BMECTO
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HEIOCPEACTBEHHOr0 3HAYEHUS yIyia MO3BOJISIET OJl-
HOBPEMEHHO OLIEHUTh KaK IMapajijieIbHOCTh TpaeK-
TOPUU CMEIIEHUsI KJIETKU aHTEPUO-IOCTEPUOPHOI
ocu (TT0 MOIYIIIO 3HAUCHUS COS), TaK 1 HallpaBJIeHUE
CMEIeHMs KIeTKU (10 3HaKy BEJIMYMHBI COS): €CJIU
TPaeKTOPUS CMEIIEHUSI U aHTEPOITOCTEPUOPHAs OCh
napajulebHBl M COHAMNPABIEHBI, YTOJ MEXIY HUMU
paBeH 0°, 1 .S ipuHUMaeT 3HayeHue paBHoe cos(0°) =1,
eCJIU Xe OHU MapajjieJbHbl, HO UMEIOT IIPOTUBOIIO-
JIOXKHBIE HAIIPaBJICHUSI, YTOJ MEXIy HUMU paBeH
180°, a S mpuHMMaeT 3HaueHne paBHOe cos(180°) = —1
(Kemkemer et al., 2006; Reffay et al., 2011).

4) ®opmy KIJIETOK OLICHUBaIU Yyepe3 3KCLEHTPU-
CUTET — YHCJIOBYIO XapaKTEPUCTUKY KOHUYECKOIO
CEUEHMS, MOKA3bIBAIOILYIO CTENEHb €r0 OTKJIOHEHUS
OT OKpY>XHOCTU. BB1OOp 3KCLIEeHTpUCUTETA A1 JaH-
HOM 3amauym OOBSICHSIETCSI TEM, YTO (DOPMY KIIETOK
yIOOHO OIIMCHIBATH C ITOMOIIBIO aITIIPOKCUMAIINH
SJIUIICOM (MJIM OKPYKHOCTBIO), KOTOPHIN SIBISIETCS
YaCTHBIM CJIydaeM KOHMYECKOTO cedyeHus. Takxke,
9KCILIEHTPUCUTET SBISIETCS YIOOHOM OLIEHKOMN (op-
MBI KJIETOK, TaK KaK OTpaxkaeT U3MEHEHME COOTHO-
IIeHWS [IUTUHBI OOJIBIION U MaToii oceil KIIETKU. DKC-

B
LHEeHTPUCUTET PACCUNTHIBAIIM Kak F = |1 — =, nea—
a

JUTMHA OO0JBbIION ocu, b — JJIMHA Mayioil ocu. JIauHy
OOJIBILIION 1 MaJIOM OCH IS KaXKIOM KJIETKU Ha KaJape
BeIuucisiiu ¢ momomnibio monyiss ELLIPSE FIT.

PE3VJIBTATBI 1 OBCYXIEHHUE

AHanuz npocmpancmeeHH0-8peMeHHOU OUHAMUKU
cKopocmell cMeujeHUuil KAemok

11 KOMM4ecTBEHHOro OINucaHus aedopMaimii
srmmakTonepMbl CBO B xome racTpynssumm X. laevis,
MBI TIPOBEJIY aHAJIU3 MPOCTPAHCTBEHHOTO pacHpee-
JIEHUSI CKOPOCTEN CMEIIEHUM KIIETOK B UCCJIEIyEMOM
o0OJjacTy, BKIoJamplieil 88 kieTok (puc. 2a). Ha mo-
MEHT Hadajla CbeMKU 3MOpHoH noctur craguu 10.5.
Ha nmaHHOIi cTamuy HauyMHAETCs WHTEpHaIM3alMs
KOJIOOBUIHBIX KJIETOK Ha JOPCAJIbHOM CTOPOHE SM-
6puoHa (puc. 2a' u 2a", IIyHKTUPpHAs CTpesiKa), a 6J1a-
CTOIIOP HAYMHAET PaCHpOCTPAHSIITLCS B JIaTePaIbHBIX
HaIIpaBIeHsIX, (hOpMUPYs JIaTepajIbHEIE I'yObI (pHc. 2a'
U 2a", CIJIOLIHBIE CTPEIKHM).

KonunyecTBeHHOE mcciienoBaHUE MPOCTPAHCTBEH-
HOI aHW30TPONMUM TKAHEBBIX JedopMaluii JOTKHO
OIMPAThCSI Ha aJITOPUTM, KOTOPBIM ITO3BOJISIT ObI BBI-
SIBJISITh BHYTPU MUCCJIEAYyEeMOI 00JacTU 3apoblllia pe-
TMOHBI C HanboJiee BbIPAKEHHBIMU JIehOpMaIusIMU.
BuissBUB Takuie pernoHbI, MOXKHO IIPOBECTH OoJIee de-
TaJIbHBIM, CPABHUTEJIbHBIN aHAINU3 XapaKTepHON s
KaXXJI0T0 U3 HUX MPOCTPAHCTBEHHO-BPEMEHHON A1~
Hamuku nedopManmii. HanGonee ynooHoit pyHKIIMEH
IUJISI TOM 3a7a4uM SIBJISICTCS IapaMeTp Iopsiaka S, T.K.
OH TIO3BOJISIET BBISIBUTh PETMOHBI U BPEMEHHbBIE WH-
TepBaJIbl C HAaUMEHee COHAIIpaBJIeHHBIMU CMEIIeHM -
SIMU KJIETOK, ¥ TOTOMY MOTEHLIMAJIbHO HauboJiee BbI-
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Puc. 1. Onmmcanue cMelieHUsI THIUBUIYaTbHOM KJIETKH.
AX: u3MeHeHre KOOpAWHAThI TEOMETPUYECKOTO IIEHTpa
Macc (KpacHasi Touka) o ocu X, AY: usMeHeHue KOopau-
HaThl FEOMETPUYECKOTO LIEHTPa KJIETKH 1o ocu Y; D — pe-
3yJIbTUPYIOLEe CMellleHre; BEKTOP D 1 ero KOMITOHEHThI
AX 1 AY 006pa3yroT MPSIMOYTOJIbHBIN TPEYrOJdbHUK, D =

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

paxkeHHBIMU Aedopmansamu. I[lapamerp mopsiaka
pPaCCUUTBHIBAJIM KaK KOCUHYC YIJIa MEXIYy BEKTOPOM
CMEIIeHUsI OTAEIFHOM KJIETKN 1 aHTEPOITOCTEpHOP-
HOM OChI0 dMOpHOHA (KOTOpasl COBIadaja C OChIO
0°—180°, rme 0° cOOTBETCTBYET BEreTaTUBHOMY I1O-
mocy, a 180° — anumanbHOMy). OIHAKO BBIpaXKEH-
HOCTB MehopMaIiiM 3aBHUCUT HE TOJIBKO OT HarpaB-
JICHUSI TBUKEHUsS KJIETOK, HO M OT TOro, Ha Kakoe
paccTosiHMe OHM PACXOISITCS MpU cMelleHuu. J1as
5TOT0 HEOOXOIMMO COOTHECTH 3HAaYeHHE CKOPOCTH
CMeEIIeHUs KJIETOK CO 3HaUYeHMeM rapaMeTpa Iopsia-
ka. CKopocTb V paccunThIBaIM KaK YaCTHOE CMellle-
HUS OTHCIBHOM KJIeTKU D 3a MIPOMEXYTOK BpeMEHH
MEXIy IBYMsI KaapaMu 1 ITPOIOKUTETHOCTH 3TOTO

MIpOMEXyTKa (V = 2). Tak KaKk MHTEpBaJI MEXIY
1
KaapaMu LenTpadepHOoil CheMKU COCTaBJIslI 1 MUH,

CMeIleHNEe KJIETKU 3a TIPOMEXYTOK BPeMEHU MEXIY
IBYMSI KaipaMu IIPEACTaB/IsSIeT COOOil ee CPemHIO0
CKOPOCTb B MKM/MUH.

Jas Kaxmoro Kaapa neitpadepHOil CheMKH MBI
VIIOPSIIOYMJIM  WHOMBUIyaJbHbIE HOMEpa paclio-
3HAHHBIX Ha HEM KJIETOK COIJIACHO MX MOJOXEHUIO
BIOJIb MeIMoOJIaTepalbHOM ocu 3MOpHoHa (T.e. co-
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IIaCHO 3HAYEHMIO KOOpAWHATHI COOTBETCTBYIOLIEH  AWHAT — CKOPOCTh CMEILICHMS KaXKIOM KIIETKH (puc. 20).
KJIETKH 110 ocu abcuucce). 3ateM rmocTpouiu rpaduk, Ha monyyeHHOM Trpaduke BUIHO, YTO M3HAYAJIBHO
Ha KOTOPOM I10 OCH abCIUCC OTKJIaAbIBAId KOOPAU-  CKOPOCTU CMEIeHUsI KJIeTOK ObLIM pABHOMEPHO pac-
HaThl FeOMETPUUECKUX LICHTPOB KJIETOK OTHOCUTE/Ib-  MpeAeCHBl BIOJb MeauojaTrepaibHOi ocu (puc. 20,
HO MeaMoJjaTepajJbHOI OCH SMOpPHMOHA, a 10 OCU Op-  cepas JuHMs). B TeueHme HaOMIOOEHUS CKOPOCTHU
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Puc. 2. (a) O6mumit BuI gopcaibHOM obactn aMopuoHa X. laevis Ha cranuu 10—10.5 ¢ pacnmo3HaHHBIMY KJIETOYHBIMM TPaHU-
amu (a, TuHelika coorBeTcTByeT 100 MKM, AeneHne — 20 MKM) 1 TTOJIOXKEHHE HCCIIeayeMoii ooiacty B aMOpuone (a', a"). s
KaXkIIOi U3 pacro3HaHHBIX KJIETOK (a) ObLIa MpocieskeHa TPAaeKTOPUsI ee CMellleHUs B TedeHue vaca (a™'). st kaxmoit Tpaek-
TOPUU LIBETOBBIM KOJOM 0003HAYEHbBI €€ HauabHbIM (3KeJITO-3eJIeHbIil MHTEPBaI), IPOMEXYTOUHBIHN (CUHEe-(DUOJIETOBBINA NH-
TepBaJl) M1 KOHEYHBII (OpaHXXeBO-KpacHBIN MHTepBaj) y4acTku. (6) OleHKa MpOCTPaHCTBEHHON OMHOPOTHOCTH CMEIICHMUS
KJIETOK BIOJIb MeIMOJIaTepalibHOM ocu. B TeueHre HaGI0IeHUST pacIipe/ie/ieHUe BEJIMUMHbBI CMEIIEHU I OTKJIOHSIETCS OT paB-
HoMepHoTo (1 MUH HaGIIOEeHUsI, cepasi CILUIOLIHAS JIMHKS), M HAUOOJIbIIINE 3HAYeHUsI CMELEHU I TTPEeBaIUPYIOT B MeIHAIb-
Hoii (10 MUH HaOIIONEHUs, OpaHKeBasl CIJIOIIHAS JIMHUST) WIM JIaTepaibHOM (59 MUH HaOIIONEHUsI, CUHSISI CTUIOLLIHAS JIMHUS)
obusactsax ryosl 6jacronopa. [1o ocu abcuucc: KoopAMHaTa TeOMEeTPUYECKOro LieHTpa KieTku. [1o ocu opavHaTt: BeauduHa
CMeEILIEHUsI 32 MHTEPBaJI MEXIY TEKYIIIUM U CJIeAYIOINM KaapaMu. [TyHKTUpHas TMHWST — JTMHEeHbII TpeHa. Ha rpacduke npu-
BeIEeHbI NaHHbIe U151 Havaia (cMelleHus 3a 1-10 u 10-10 MuHyTY HabmoaeHUs) U KOHUA (59-5 MUHYyTa HaOIIOACHUSI) ChEMKH.
(B) J71s1 OLleHKM AMHAMUKY TTPOCTPAHCTBEHHOMN OHOPOAHOCTH CMEIEHMS KJIETOK BIOJIb MEAMOJIaTepaIbHON OCH BCST MCCIe-
nmyemasi obsiacTh Oblla pa3dbuta Ha Tpu perroHa 1o 29—30 kietok (nuHelika coorBeTcTBYeT 100 MKM, neneHue — 20 MKM).
(r) YToOBI CTATUCTUYECKHU OLIEHUTh PErMOHAIbHbIE Pa3InuMs CKOPOCTE CMEIeHHs, IJIs1 KaXKI0ro U3 PerMOHOB ObLia pacCuu-
TaHa CpeHsIsi CKOPOCTh CMELEeHMST KIeTOK. LleHTpanibHast IMHUSI — CPEeIHSISI CKOPOCTh CMEILEHMS B peTMOHE, 3aJIMBKa — CTaH-
naptHas ommbka cpemaHero. () st 6ojiee ymoOHOTO aHaIM3a 1T KaXKI0TO U3 PeTUOHOB ObLIM PaCCUYUTAHBI KyMYJISITUBHOE
cpenHee CKOPOCTeil CMelleHUs KJIETOK U CpefHee MmapaMeTpa Mopsiaka Al KaXIoro u3 KaapoB cbeMKU. CIUIOLIHbIC JIMHUMU
(oCch OpAMHAT cJieBa): KyMYJSITABHOE CpeHee CMellleHre KIeTOK (CpelHue CKOPOCTel CMEIeHUs KJIETOK ObLIN MOoCJeaoBa-
TeJIbHO CyMMUPOBAHBI B TEYeHHE BCET0 BpeMeHU HaboneHus ). [1oaydeHHbIM rpadvK IeMOHCTPUPYET, YTO HAMOOJIbIINE 3HA-
YeHMUs CMELLICHU I KJIETOK B Hayasie HaOJIIoIeHUsI OOHapyKMBaeTcs B perMoHe 3. 3aTeM InHaAMUKa CKOPOCTe ypaBHUBAETCSI BO
BCEX TPeX perMoHax, HO K KOHILYy HaOJIIOIeHUST TOCTUTaeT HauOoIbIIMX 3HaUeHuii B peruoHe 1. [TyHKTUpHBIE IMHUU: CpeIHee
3HauyeHUe MapaMeTpa rmopsiaka S = (cos(o.)) IIst KaxkI0ro U3 peruoHoB. (€) J1Jisi BBISIBIIEHUsI K JIOKAJIbHBIX AeopMaLinii BHyTpU
PEruMoHOB OLEHWIM TUHAMUKY 9KCLEHTPUCUTETA KJIeTOK. HaM He ynanoch BbISIBUTb CTATUCTUYECKU JOCTOBEPHBIX pasInuuit
MEXX1y SKCLICHTPUCUTETOM KJIETOK B HavaJie U B KOHIIe HaOIOASHUSI BO BCEX TPeX PerMOHaX, pOBHO KakK M B CPETHEM IO BCeM

KJIETKaM HcclielyeMoit ooiacTu.

CMEILEHUI TPUHUMAIU HauOoJIblIME 3HAYEHUS B
MeauaibHOM (puc. 20, opaHxXeBasi TUHUS) WM Hau-
OoJtee aTepaJibHbIX 00JacTsIX TYOb!I (puc. 20, CUHSIS
JIMHUSA), (OPMUpPYSI TpPaaAuEHT BIOJb MeauoJjaTe-
panbHOI och. YTOOBI cTaTMCTUYECKHN OLICHUTD ITPO-
CTPAHCTBEHHYIO HEOIHOPOIHOCTb CKOPOCTEN JBHU-
JKEHUSI KJIETOK, MbI TTOJpa3aeInIu UCCIenyeMYI0 00-
JIaCThb Ha OTHEeJIbHbIE PETUOHbI, TaK, YTOObI KaxKAbIii
coctosin u3 29—30 knetok (puc. 2B). B pesynbraTte
rcciaenyemasi obacTh oKazajach IoapasjieiicHa Ha
3 pernoHa.

J1s1 KaXkmoro M3 Tpex MOJIYyYMBIIMXCS PETMOHOB
OPOCIEOIN TUHAMHUKY CpeTHEl CKOPOCTH CMeEIIIe-
HHI KJIETOK 1 CpEeTHET0 mapaMeTpa Iopsiaka 5. Ao-
COJIIOTHBIC 3HAYCHUSI CPEIHEN CKOPOCTU ABMKCHUS
KJIETOK B PETMOHE 3 TIPEBBIIIAIOT TAKOBHIE B PErHO-
Hax 1 u 2, u B TedeHUe NepBbIX 15—18 MUH cheMKU ne-
MOHCTPUMPYIOT TEHIASHIIUIO K BO3pacTaHuio (puc. 2r,
3esieHast TmHusA). OoQHAKO, B CHJTY BBIPaXXKE€HHBIX KO-
JIebaHM cpemHeil CKOPOCTU CMEIICHUI OTHEeIbHBIX
KJIETOK JOCTOBEPHO BBISIBUTH TPEHJ IIPU MOAOOHOM
MpeaCTaBIeHUM JaHHbBIX 3aTPYIHUTEIbHO. J1J151 3TOTO
ynoOHee BBIBOJUTH Ha rpadrK KyMYJISITUBHOE Cpe-
Hee CKOPOCTeil CMeIleHMsI KJIETOK, T.€. He a0COJIIOT-
HBIE 3HAYEHMSI CPeTHEN CKOPOCTH, a ITOCJIEA0BaTE b-
HOCTh CYMM CPEIHMX CKOPOCTE 3a BCE MPEIIIeCTBY -
[ollie JaHHOMY MHTepBaibl HaOmoneHus (puc. 2,
CIUIOIIIHBIC IMHUU, OCh OpAMHAT cjeBa). Torma rpa-
¢uK OymeT MMeTh OoJjiee JMHEWHYIO (GopMy, UTO
VIIPOCTUT CpaBHEHWE PETMOHOB MexXay coboir. Ta-
Koii rpadukK 0o0Jiee OTUYETIMBO IEMOHCTPHUPYET, UYTO,
XOTs M3HAYaJIbHO CpeIHME CKOPOCTH KJIETOK IpaK-
TUYECKU UIEHTUYHBI IJISI BCEX PETUOHOB, B IIEPBbIE
15—18 MyH HaOMIOAEHUS CPETHSISI CKOPOCTh KJIETOK B
peruoHe 3 (puc. 21, CIUIOILIHAS 3eJIeHasl IUHMSI) pac-
TeT ObICTPee TAKOBBIX B pernoHax 1 u 2 (puc. 21, cu-
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HsIsl U KpacHasl CIUIOIIHbBIC IMHUHM COOTBETCTBEHHO),
M B CpeIHEM I10 BCEM KJIETKaM MCCIIeIyeMOoi 001acT
3aponpliia (puc. 21, 4yepHasl CIUIOIIHAS JIUHUS). DTO
MOXKHO OIpeNeIUTh 10 OoJjiee moJioroii ¢opmMe rpa-
¢uka Ha 3ToM mHTepBajie. OMHOBPEMEHHO C 3TUM,
MBI CPaBHUJIM CpeaHee 3HauYeHUe IapaMeTpa IIopsiI-
Ka .S UIs1 KaXIoro peruoHa co CpeaHUM IS Beex 88
KJIETOK o0paslia, YTO MO3BOJWJIO BBISIBUTb PErvo-
HaJIbHBbIC Pa3IM4YWsl B COHANPABICHHOCTU KJIETOY-
HBIX IBMXKEHMI (puc. 211, NyHKTUPHbIE JIMHUM, OCh
OpIaMHAT crpasa). Tak, 3HaueHMe ITapaMeTpa IopsiI-
Ka B peruoHe 3 (puc. 24, 3ejJeHas MyHKTUPHAs JIv-
HUSI) CUCTEMAaTUYECKHU IIPEBBIIIACT CPeAHEE 10 BCEM
KJIeTKaM o0paslia B TeYeHUe MePBBIX 6 MUH HaOJII0-
JneHust (puc. 21, yepHasi NyHKTUPHAs JUHUsI). DTOT
BBIBOJI TTIOATBEPXKIACTCS CTATUCTUYECKU C TTIOMOIIIbIO
KpuTepusi MaHHa—YWTHU: IJI TIEPBBIX 6 KaapoB
ChEMKH 3HAYECHUE ITapaMeTpa Iopsiika B peruoHe 3
CTaTUCTUYECKU JOCTOBEPHO OTJIMYAETCS OT CPEITHETO
JUJISI BCeX KJIETOK SMOpUuoHa (3HaueHue p-value MeHb-
mre 0.01), B oTimuue oT peruoHoB 1 u 2 (puc. 21, cu-
HSISl M KpacHasl MyHKTUPHBIE TMHUY COOTBETCTBEHHO).

Ha unrepBane 6—24 MuH HaOII0JeHUS TapaMeETP
nopsiaka S Bo3pacTaeT BO BCeEX perMoHax, a ero KoJje-
6aHus yMeHbIaTcd. OTHOBPEMEHHO C 3TUM BO3-
pacTaioT U CKOPOCTU ABMKCHUSI KJIETOK: B 00JIaCTHU
19 MuH 111 perioHoB 1 1 2 1 B o6nactu 17 MuH mist
perroHa 3 Ha rpadukax cpeaHeil CKOPOCTU SIBHO
TNIPUCYTCTBYIOT TOUKM nepernoda. B oomactu 31-i1 Mmu-
HYTbl HAOMIONEHMS 3HAYEHMS ITapaMeTpa HopsaKa B
perroHax 1 ¥ 2 HAUMHAIOT NPEBLIIIATh TAKOBEIE B pe-
ruoHe 3. C 47-i1 MuH HaOJIIOAECHMS CpelHee 3Hauye-
HUS TTapaMeTpa IopsiiKa B perMoHe 3 HaunMHaeT CTa-
TUCTUYECKM IOCTOBEPHO OTIMYATHCS OT CPEITHETO 110
3apOJbIIIy B MEHBIIYI0O CTOPOHY. OIHOBPEMEHHO C
3THUM B PETMOHE 3 3aMeIISIETC POCT CPeaHel CKOpO-



324

CTU CMEIIECHUST KIIETOK, YTO MOXHO OMNPEACIUTh 110
BO3HUKHOBEHUIO BTOPOIO Iepernba Ha COOTBETCTBY-
1o11eM rpaduke (puc. 21, CIUIONIHAS 3eJeHast JUHUS,
HaumnHag ¢ 27-it MuH). OMHOBPEMEHHO, B perioHax 1
M 2 POCT CpelHeil CKOpPOCTH IIPOIOJIKAETCS. DTO
MPUBOIUT K TOMY, YTO K KOHIYy HAOIIOACHUS OTJIU-
Ypsl B 3HAYEHUSIX CPEIHUX CKOPOCTEil 3HAUUTEIILHO
YMEHBIIAIOTCS IUIST BCEX TPEX 30H, a TpaUKU KyMy-
JISTUBHBIX CPEIHUI CMEILEHUsI KJIETOK BO BCEX TPEX
PETUOHOB OTKJIOHSIOTCSI OT TMHEIHOM 3aBUCUMOCTH.
Haubosee HarIsimHO 3TO OTKJIOHEHUE BU3YaTIU3UPY-
eTcsl MpU CpaBHEHUU TIpaUKOB KYMYISITUBHOTO
CpeIHEero CMeIeHUs KJIETOK IIJIsi PETMOHOB ¢ Tpadu-
KOM 11 BceX 88 KJIeTOK, KOTOPHIN C BLICOKOM CTeIIe-
HBIO JOCTOBEPHOCTU aMIIPOKCUMUPYETCS JTUHEHHOI
3aBucuMocTblo (R? = 0.9953).

Takum 00pa3oM, CKOPOCTU 1 COHAIIPABIIEHHOCTh
JIBVKEHUM KJIETOK B peTHOHE 3 CUCTEeMAaTUYECKU OT-
JIMJaeTcs OT peTMOHOB 1 1 2.

AHanus npocmpancmeenHo-8peMeHHol OUHAMUKU
ghopmul Knemok

YTOoOBI HAWITY TPUYNHY BBISIBIEHHOUW HEOTHOPO/I -
HOCTU IBWXEHUU KJIIETOK, Mbl MPOAHATU3UPOBAUIN
¢dopMy IpaHUILL KJIETOK Ha MOJYYeHHOM cepur 1300-
paXXeHWil B K&KIOM W3 TPEX PETMOHOB. BaxHO yTOY-
HUTb, YTO B XOIE CHEMKHU PETUCTPUPOBAIIA COAUHUY-
HbIIf ONTUYECKU cpe3 BOMU3M alMKaJIbHOU MOBEpX-
HOCTH KJIETOK 3MU3KOJEPMBI. B CBsI3U ¢ 3TMM, 00IIIEN
rpaHUlIeid IS Mapbl COCENHUX KJIETOK Mbl Oy1eM Ha-
3bIBaTh 30HY KOHTaKTa MEMOpaH 3TUX KJIETOK, IOTaB-
IIIYIO Ha ONTUYECKUIA cpe3, a HOPMOit KiIeTKU — (hopMy
CEYEHUS KJIETKU, 3aPETUCTPUPOBAHHOTO HA OIITHUYE-
CKOM cpe3se.

YT100OBI OLIEHUTH JIOKAJIbHBIE IePOopMaLlii BHYTPU
OTAEbHBIX PETUOHOB, MbI IPOAHATM3UPOBAJIU AUHA-
MUKY 9KCHESHTpPUCHUTETA (MEPhI OTKJIIOHEHUS (hOPMBI
KJIETKM OT OKPY>KHOCTHU) OTAEIbHBIX KJIETOK B UCCJIe-
nyeMbIx peruoHax. Ham He ynanoch BbISIBUTh CTaTU -
CTMYECKU 3HAYMMBbIX Pa3JIMUMil MEXIY CPETHUM 3Ha-
YeHHWEM DKCLIEHTPUCUTETA KJIETOK B HauaJie U B KOH-
e HaOJIFoAeHMsI, KaK B 1IeJIOM M0 SMOPUOHY, TaK U
BHYTPM OTIEJILHBIX perMOHOB (puc. 2¢). OnHako aHa-
JIu3 GOPMBI KJIETOK MO3BOJIUII BBISBUTh MHOXECTBO
KJIETOYHBIX CTPYKTYpP, Ha3blBaeMbIx po3eTkamMu. [1o-
JIOOHBIE CTPYKTYPHI SIBJSIOTCS IPOMEXYTOUHbBIM 3Ta-
noM crneuuuyecknx, MPOCTPaHCTBEHHO OPUEHTU-
POBaHHBIX IepeYNaKOBOK KJIeToK (puc. 3a—3a""). Po-
3eTka (POPMUPYETCST 3a CUYET COKpaIlleHUs OOIIMX
IrpaHUI] BHYTPU IPYIIIIBI KJIETOK, BBICTPOSHHBIX B 1Ba
napauleIbHBIX Tsika (puc. 3a). Kaxmas kieTka BHYT-
py JaHHOM MHapbl KJIETOYHBIX TSXKEM COKpallaeT
CBOIO T'paHUILy, KOTOPOM OHA KOHTaKTUPYET C KJIET-
KaMM M3 COCEIHEeTO TsDKa Tak (puc. 3a'), 9To Ha OITU-
YECKOM Ccpe3e I'paHMIlla KOHTaKTa MEXAY KJIeTKaMu
IBYX TsDKeil cxoasiTcs B Touky (puc. 3a"). Ha kanpe
CbeMKMU TaKasi TOUKa BO3HUKAET U3-3a MPOXOXKACHUS
OINTUYECKOTO cpe3a yepe3 OOIIyI0 I'paHUILy J1s1 BCeX
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KJIETOK PO3ETKU (COHAIpaBIEHHYIO aluKoOa3aib-
HOM ocM). 3aTeM KJIETKU PO3ETKU IPyIITUPYIOTCS B
JIBa HOBBIX TsIXKa, MEePIeHANKYISIPHBIX OpUeHTaIlU1
MepBOHAYAIbHBIX TsKell (puc. 3a™'). Takue kieTou-
Hbl€ MEPEeYyNakoBKU MOTYT UMETb MOp(dOreHeTuye-
cKoe 3HayeHWe. B 4YacTHOCTM, B TacTpy/sLUU
D. melanogaster Takue TeperpyninupoBKU OIOCpe-
IYIOT aKCUAJIbHOE YIJIMHEHWE 3MOPUOHA, MPUBOIS
K pEOpUEHTAllMU TsixKe it KJIETOK B aHTePUOIIOCTEPU -
opHoM HamnpasieHnu (Blankenship et al., 2006). YUTo-
OBl OLIEHUTD, KaK NEPEYNaKoOBKU KJIETOK YEPE3 pO3ET-
KU COOTHOCSITCSI C KapTOii MeXaHUYECKUX HaIlpsiKe-
HUil B ractpyiasuuu X. laevis, Mbl TPOCIEIUIN
NepeynakoBKU KJIETOK PO3€TOK, MOMNaBIINX B UCCIe-
JIyeMY10 00J1acThb.

Ha xagpax cbeMKU ynajaoch MACHTU(PUIIMPOBATH
9 p03eTOoK, 13 HUX 7 ObUIM JIOKAJIM30BaHbI B PETMOHE 3,
1 — B peruone 2, u 1 — B pernoHe 1. Pacrio3Harsb Bce
COCTaBJISIOIINE X KJIETKU YIAJIOCh TOIBKO ISt 5 13 9
NOCHTUPUIIMPOBAHHBIX po3eToK. M3 3Tnx 5 po3eTok
4 6bUTM TOKaJIM30BaHbI B peruoHe 3, 1 — B pernoHe 2.
HMuTepecHo, 4TO (hOpMUPOBAHKUE PO3ETKU B pETMOHE 2
MOCJIeIOBAJIO 3a ASJIEHMEM OTHOM 13 KJIETOK.

Panee, ¢ moMmoIipo aHaan3a KJIETOUHOM Mopdo-
JIOTMM Ha (PUKCHUPOBAHHBIX SMOPMOHAX ObLIO MPOAe-
MOHCTPUPOBAHO, YTO PO3ETKU MPEUMYIIECCTBEHHO
Jokanusyiorcs B MeguaiibHoi ooimact CBO (Evsti-
feeva et al., 2010). DTy naHHBIC TIO3BOJISIIOT HaM 00-
Jiee TOYHO UIOCHTU(UIIMPOBAThH IOJOXECHUE MEIr-
albHOM JIMHUM 3MOproHa. OKa3ajioch, 4TO OHA JIO-
KaJIM30BaHa B peruoHe 3, KOTOPHIi, TAKUM 00pa3oM,
cooTBeTcTBYeT MenuaibHoil 30He CBO. Takum 00-
paszoM, mMeauanbHasg JuHUS CBO He cooTBEeTCTBYET
CPEeIVHHON JUHUU UCCIIeIyeMOil 001aCTU U CMellle-
Ha BJIEBO OTHOCUTEIbHO Hee. Torma pernoHsl 1 u 2
SIBJISIIOTCSL y4acTKaMM OJHOI M3 JlaTepaJibHbIX 30H
CbO. Ncxons u3 3Toro, MO>KHO MPEANOI0XKUTh, YTO
peruoH 3 COOTBETCTBYET OOJIACTM 3apopdblllia, IJIe
HaunOoJiee aKTUBHO IIPOTEKAET MPOLECC MHBOIIOIIMMN.

BriopanHoe BpeMsT HaOIIOIeHUS HE MO3BOJIMIIO
3aperucTpUpPOBATh MPOLECC BOBHUKHOBEHMUSI U pac-
Mnaga pO3eTKU IOJHOCTHIO, OMHAKO WHUIIMAIIUIO
pacmnaga TpeX pO3eTOK yAajloch 3aUKCHUPOBATHb
(puc. 36—36""). B xome pacmama po3eTK1 U3MEHSIET-
Cd HampaBJIEHUE HAauOOJbIIeil MPOTIKEHHOCTU 00-
pasyromniero ee moMeHa kKietok (Blankenship et al.,
2006). ITosTOoMy OpHMEHTALMs KJIETOYHBIX T'PaHUILL
MEXIY GOPMUPYIOIINXCS MIPU paclaae pPO3eTKU TS-
XaMU, MOXET CJIYyXXUTh OLIEHKOI BHYTPUTKAHEBOI
nedopmanuu. B cBs3u ¢ 3TUM, MBI TPOAHAIU3UPOBA-
JIU MPOTSKEHHOCTh U OPUEHTALIMIO TPaHUILl KIIETOK
IpU pacliajie po3eToK. 3a IMPOTSIKEHHOCTh T'PaHUIL
MPUHUMAJIM JJIMHY TpaHULbl MeXIy (hOPMUPYIOLIM -
MUCS TSDKAMU HA MOMEHT OKOHYaHUSI CheMKU. Dop-
MUpYIOIIMECs] TPAaHULBI OKa3aJIMCh COHAIIPaBJICHBI
aHTEPUIIOCTEPUOPHOIN OCH, OTKJIOHSSICh OT Hee Ha
5.1°, 6.7° u 8.6°. Takum obpa3oM, IIpU pacHaae po-
3€TKHM HOBBIE TPaHULBI (DOPMUPYIOTCS TPAKTUUECKU
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Puc. 3. (a—a"") Cxema hopMupoBaHUS U pacliana KJIETOYHOMN PO3eTKM B XOIe YIIMHEHMS 3apObIIeBoii Tojocku Drosophila
melanogaster (Ha OCHOBe TaHHBIX, MpeacTaBieHHbIX B Blankenship et al., 2006). (a) IBa Ts>ka KJIETOK, KOTOPbIE BITOCIEACTBUU
chopmupyior po3etky. (a') [Ipu nHULMaLIKY HOPMUPOBAHMUS PO3ETKU KaxKaasl KJIeTKa BHYTPU KJIETOYHOTO TsXKa COKpalaeT
CBOIO TPaHUILy, KOTOPOIl OHAa KOHTAKTUPYET C KJIETKaMU U3 cocelHero Tstxa. (a'") dopMupoBaHue po3eTKH 3aKaHUUBAETCS,
KOr/Ia rpaHMiIa KOHTaKTa MeXIy KJIETKaMU ABYX TSLKeil CXOAsTcs B TOUKY (KpacHas Touka). (a""') B xome pacnama po3eTku 06-
pa3yIolInuii TOMEH KJIETOK IPYMNITUPYETCsl B JBa HOBBIX TSKA, MEPIEHIMKYJISIPHBIX OPUEHTALIMK TePBOHAYATbHBIX TSIKE.
KpacHast iMHMST — rpaHuLIa KOHTAKTa MEXIY KJIeTKaMU ABYX TSKei, MyHKTUPHbIE KPaCHbIE CTPEJIKM — HaIlpaBJIeHUE COKpa-
1eHus1/hopMUPOBAHUST TPAHULIBI MEXIY KJIETKaMM IBYX TsiXKeil, KpacHasi Touka — LeHTp po3eTku. (6—6"") [TocienoBaTenb-
HBIE 3TAITBI pacliafia KIeTOYHOi po3eTku y X. laevis. (0) koHbUTYypallns poO3eTKM B MOMEHT Havyajia CheMKH. (0'—06"") KoHbury-
paumst po3etku Ha 20-i1, 40-i1 u 60-it MuHyTe cheMKH (6', 6", 1 6™ coorBeTcTBeHHO). Ha (6', 6") MOXHO HaOJII0IaTh pacia
M3HAYaJbHOM PO3ETKU Ha ABE HOBBIX, ITOCJIE Yero Ha 0" LieHTphl pOo3eTOK ncue3aioT. Yucia B kieTkax (6emblit mpudt) 060-
3HavyaloT MOPSIIKOBBI HOMEP KJIETKH, KpacHas TOYKa — LIEHTP PO3eTKU, KpacHasl MyHKTUPHAs TUHUST — (POPMUPYIOLIAsICS HO-

Bas rpaHuLa KOHTaKTa MEXAY KJIETKaMU PO3E€TKHU.

napajuieJIbHO aHTepunocTepuopHoii ocu. CoryiacHo
PEKOHCTPYKIIMH KapT MEXaHNIeCKUX HAIPSDKEHUH,
nznoxeHHoii B (Beloussov, 2015), ¢oopMupyoomuecs
TPaHUIIBI TaKKe OKa3bIBAIOTCS MapasjiebHbBI JIUHU-
aM HarpskeHuss BHyTpu CBO. D10 mo3BosseT HaMm
MPENToJOXKUTh, YTO HaOJMIoJaeMble ITIePECTPONKHI
KOMIIEHCUPYIOT YCUJICHHOE PACTSKeHUE TTOBEPXHOCT-
HOTO CJ1051 KJIETOK B XO/1e MHBOJIIOIIUU. B moib3y aToro
MPEIoJIOKeHNSI KOCBEHHO CBUIETEILCTBYET HaW-
GoJiplllee 3HAYCHHME CpPeTHEM CKOPOCTH IBWKCHMIA
KJIETOK B peTMOHE 3 B IIEPBYIO TPETh HAOIIOMEHNS.

B manpHeitiieM MBI TDTAHUPYEM ITOJYYUTH TIPSI-
MBbIE TOKA3aTeIbCTBA TOTO, YTO PO3ETKU BBHITIOTHSIIOT
BaXXHYIO POJIb B PETYJIMPOBAHUN MEXaHWIECKO ne-
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dopmanuu TKaHU. B mepByo odyepenb, Haa0 yCTaHO-
BUTH, TIPUBOIUT JIX WHBOJIOLUS K YCUIIEHHOMY pac-
TsokeHnio marepuana CBO. st 3Toro He0oOXO0aANMMO
n3mMeputh AeopMaiiuu TkaHu CbO. 3ateM, MBI 1a-
HUpYEM MpoBeCcTU 0osiee IMPOAOJLKUTEIbHYIO LICii-
TpadepHyI0 CheMKY, YTOOBI 3aperuCcTPUPOBATh I10JI-
HBIII LUK (OpMUPOBAHUS M pacliaga po3eTOoK, a
TaKKe MpoaHAIM3MPOBATh MPOTSKEHHOCTh JOMEHAa
00pa3ylollrX PO3eTKY KJIETOK [0 U IIOCJie pacHaza
po3etku. Lluki ¢hpopmMupoBaHMs pO3eTOK HEOOXOIM -
MO omnMcaTh KuHemaTudecku. Kpome Toro, Hy>XHO
W3Yy4YUThb JIEXKAIIUI B €ro OCHOBE KJIETOUHbIM MeXxa-
HM3M, TaK KaK ero IOHMMaHM1E ITO3BOJUT KOCBEHHO
OLIEHUTH pacIIpeAceHNs CII B Xoae (popMUpPOBaHUST
PO3ETKMU.
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OnucaHbl KaK MUHHUMYM JIBa OCHOBHBIX THUIIA
dopMUPOBaHUS PO3ETOK, OTJIMYAIOLIUXCS IO XapaK-
Tepy pacrpeie/icHUsI CUTHAJIbHBIX KOMITJICKCOB U CO-
KpatuteabHoro armrapara kiaetku (Harding et al.,
2014). B nepBom cayuae, F-aktun, muo3uH 11 u psn
0eJIKOB, (KJIIOYEBBIMU CpeOd KOTOPBIX SIBIISIIOTCS
Par-6enku n 6eJ1K1 KJIETOYHBIX KOHTAaKTOB) KOJIOKA-
JIN3YIOTCS B alTMKAJIbHOM JIOMEHE KJIETKHU, a TIPoLeCcC
dopMUpOBaHUS PO3ETKU CBOAMUTCS K allMKAJILHOMY
COKpaIleHUIO 00pa3ylolnx ee KiIeToK. Bo BTropoMm
cllydae aKTOMUO3MHOBBIM KOMILJIEKC M CUTHAJIbHBIE
MOJIEKYJIbI OKa3bIBAIOTCS pacIipeiceHbI BIOJb B3au-
MOTIepIeHAUKYISIpHBIX oceil. Kak mpasuiio, F-ak-
TUH U Muo3uH II ToKanM30BaHbBI HA METUATbHBIX I10-
BEPXHOCTSIX KJIETOK, BHOJb aHTEPOIIOCTEPUOPHOI
ocu 3MOpHOHa, B TO BpeMs Kak Par-0eixku m 0enkm
KJIETOYHBIX KOHTAKTOB JIOKAJIM3YIOTCS Ha aHTEPUOP-
HOM WM IIOCTEPUOPHOI IIOBEPXHOCTSIX KJIETOK,
BIOJIb MeIMoJaTepabHOM ocu aMOpuoHa. Kpome
toro, F-aktun 1 Mruo3uH 1l He KOHLIEHTPUPYIOTCS B
anMKaJIbHOM JOMEHE, a pacIIpeIe/IsSIIOTCS BIOIb aIli-
K00a3aJIbHOM OCU. DTH ABa TUIMA PO3ETOK TAKXKE OT-
JIMYAIOTCs BpeMEHEM cylliecTBoBaHMsI. Po3eTku mep-
BOI'O THIIA MOTYT CYIIECTBOBAaTh IPOIOJLKUTEIHLHOE
BpeMsI, B TO BpeMsI KaK PO3eTKHA BTOPOT'O TUIIA OLICTPO
nepecrpanBatoTcs. Kak mpaBuiio, Mmpolecchl, CBsI3aH-
HbI€ C BBITSDKEHMEM TKAHW COMPOBOXIAIOTCS Iepe-
CTPOEHHEM UMEHHO PO3ETOK BTOPOro tuna. [1oatomy,
YTOOBI JOKAa3aTh BHICKA3aHHOE HAMU TTPEATIOIOKEHNE
0 PO OOHAPY:KEHHBIX HAMU PO3ETOK B AedopMaliii
tkaHu CBO, MBI IJIaHUPYEM YCTAHOBUTH, K KAKOMY M3
TUIIOB TIPUHAIJICKAT 3TH PO3ETKMU.

SAK/IIOYEHHUE

B npencraBieHHOI 31eCh paboTe MbI OCYIIIECTBU-
JI1 JeTaJlbHOE KOJMYECTBEHHOE ONMCAaHUE IBMKEe-
HU KineTtok B anmakTonepme CBO ractpynsl X. lae-
vis. Mbl 0OHApy>XWJIN, 4YTO HU3KAasi CKOPOCTh CMeEIIe-
HUS KJIETOK HaOII0maeTcss OMHOBPEMEHHO ¢ HU3KOM
COHAIIPaBJICHHOCTBIO IBMXXEHMUN M, HA00OpOT, IIpuU
BBICOKOI CKOPOCTM ABMIKEHWII KJIETOK HaOJIIOIaIn
BBICOKYIO COHAIIPaBJICHHOCTb MX cMelleHuil. [Ipu
3TOM, pacHpeleseHUe CKOpOCTeid M HarpaBleHU
CMEILIEHMSI KJIETOK BHYTPU UCCIIeTyeMOi 001acTh OKa-
3aJI0Ch IIPOCTPAHCTBEHHO HEOTHOPOIHBIM. DTa HEOI-
HOPOIHOCTh IIPUBOIUT K PETMOHAIBHBIM Pa3IMIrsIM
CpeoHEel CKOPOCTHM M COHAIIPABJICHHOCTU NBVDKCHUIA
KJIETOK BIOJIb MeauoiaTepaabHoil ocu. YToObI ycTa-
HOBMTb, COITPOBOXAAIOTCS JIM OOHAPYKEHHBIE PETHO-
HaJIbHBIC Pa3Iinyusl BHYTPUTKaHEBBIMU JeopMaliyisi-
MU, MBI IIPOAHATIU3UPOBATI TUHAMUKY (POPMBI KJle-
TOK B BBIIEJIEHHBIX pernoHax. Ham He ymamoch
BBISIBUTbH CTaTUCTUYECKU 3HAYMMbIX Pa3JINUYnil MexK-
Iy (popMoOii KJIETOK B HayaJie M B KOHIIE HAOJTIOAeHUSI
KakK B 1I€JIOM 110 SMOPHUOHY, TaK U BHYTPU OTIOEIbHBIX
pernoHoB. OnHaKo aHaIu3 (POPMBI KJIETOK TTO3BOJIVIT
3a(UKCUpPOBaTh PETrMOHANILHEBIC PAa3JIMUMs B aKTUB-
HOCTH HX IEPEerpynimpoBoK. B yacTHOCTH, B Menu-

anpHOIT 30He CBO OBLIM CKOHLEHTPUPOBAHBI KJIe-
TOYHbIE CTPYKTYPbI, Ha3bIBaeMble po3eTKaMu. AHa-
JIM3 pacrajga po3eTOK ITO3BOJIMJ YCTAHOBUTH, UTO B
XO0JIe 3TOTO IIpollecca TOMEH KIIETOK, 0O0pa3yrolInX
pO3eTKy, HaUMHAET YIJINHATHLCS B HAIIPaBJIeHUN aH-
TEePUOIIOCTEPUOPHOIT ocu. MBI IIpeaIiojiaracM, 4To
MOJOOHBIE TIEPECTPOMKN KOMIIEHCUPYIOT pacCTsiKe-
Hue marepuaia CbO B xone mpoliecca MHBOJIOLMU.
MMeHHO II03TOMY PO3eTKU IIPEBaJIUPYIOT B MEIV-
aimeHOM pernoHe CBhO, KoTophlit IepBLIM BOBJICKA-
€TCsI B IIPOLIECC UHBOJIIOLIUH.

Takum o6pa3oM, B JaHHOI padOTe BIIEPBBIC OITU -
caHa MPOCTPAaHCTBEHHAs] HEOTHOPOTHOCThb IBUKE-
HUI KJIETOK, KOTOPAasi MOXKET CIIY:KUThb MOTEHIINATIb-
HBIM MCTOYHMKOM TI100anbHBIX Hedopmarnnii B CbO
OecxBOCTbIX am@ubuii. anpHeiilliee UccaeIoBaHNE
3TOTO MPOoIecca MO3BOJIUT U3YUYUTh MEXAHU3M IO~
JIep>XaHusl cTaauecrendruuecKx maTTepHOB Mexa-
HMYECKHMX CUJI B SMOpHOTeHe3e.
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Spatio-Temporal Dynamics of Embryonic Tissue Deformations
during Gastrulation in Xenopus laevis: Morphometric Analysis

D. V. Bredov! % *, I. 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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