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AHaU3 HOPMaJIbHOM U3MEHUYUBOCTU KOJIUYECTBEHHO-MOP(OIOTrMYECKUX IMTPU3HAKOB B paHHEM 3MOpPHO-
reHese BbIOHA HAa (DUKCMPOBAHHOM MaTepualie 1 MHIUBUAYAJIbHBIX TPAEKTOPUSIX PA3BUTHSI KUBBIX 3apO-
MBS MOKa3bIBaeT, YTO JOPCOBEHTpabHas 11U depeHIMpoBKa 0j1acToaepMbl MPOXOAUT ABa sTana. CHa-
yajia, Ipy MHULUALUU SIIUOO0JINHU, BhIAEISIIOTCS CAarUTTAJIbHbINA (KOPOTKUIA) U MONEPEUHbIA (IIMHHBIM)
MEpUAMAaHbI 6J1aCTOEPMbI, U TOJBKO 3aTeM, IpU 0Opa3zoBaHUM 3apoabiiieBoro kojbla (3K), nubdepeH-
LIMPYIOTCI MPOTUBOIIOIOXKHbBIE MOJIFOCA CAarMTTAIbHOrO MepuanaHa. 3apoasieBbiii mutok (3101) yare
BCEr0 3aKJIaIbIBACTCS B CETMEHTE 0JIACTOIePMBI C MAKCUMAaIbHBIM PalMyCOM KPUBU3HBI HAPY>KHOM I'paHU-
LIbI Y, COOTBETCTBEHHO, MAKCHUMAJIbHOM BEJIMUMHON aKTUBHOTO HATSIKEHUSI IIOBEPXHOCTHU pas/esia 6J1acTo-
IEPMBI C XKEITOYHBIM CUHIIUTHEM (MIepUOIacTOM) U XKeJTKOM. B 3TOM ciiyyae KOHBepreHI sl BHYyTPEHHUX
KJIETOK K OydylleMy IOpCaJibHOMY CErMEHTY, Beayluas K obpaszoBaHuio 311, aBigercs MexaHUYECKUM
CJIECTBMEM aHU30TPOINU OBEPXHOCTHOTO HaTsKeHUs. HopMaibHbIi X0 311001 CBSI3aH C NEPUOIU -
YyeCKMMU U3MEHEHUSIMU KPUBU3HBI HAPY>KHOI ITOBEPXHOCTH 0J1aCTOAEPMBI, IIPUYEM HOBBIE SMOPUOHAIb-
HbIE CTPYKTYphl — nopcajibHblii cerMeHT, 3K u 3111 — BbiaessiioTcs Torna, Koraa KpuBrU3Ha IIOBEPXHOCTU
CTAaHOBUTCS MaKCUMAJIbHO OMHOPOMHOM. XOTs y OoblIMHCTBA 3apoasiiieii 3111 3aknagbiBaeTcss BHYTpU
KCXOIHOTO TOPCAJIbHOTO CErMEHTa, MPOC/eKeHbl MHANBUAYAJIbHbIC TPACKTOPUU PAa3BUTHSI, Ha KOTOPBIX
3K HaunHaeT popMUpOBaTHCS Ha JOpcajlbHOM ITojioce 6iactogepmel, HO 3111 oOpa3yercs Ha ee IIPOTUBO-
MOJ0XHOM CTOpOoHE, B Touke 3aMbikaHus 3K. B oboux ciydassx Toukoil uHuumanuu 3K okasbiBaeTcst TOU-
Ka KOHBEPreHIUU IOTOKOB LIEHTPOOEXKHOM MUTPALIMU KJIETOK, BOSHUKAIOIIUX B KPaeBOil 30He G1acToaep-
MBI IPU UHULIMALIMY, WU XKe TTpU 3aMblKaHuu 3K.
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JIOTUYCCKUC MTPU3HAKN, MHIANBUAYAJIIbHbBIC TPDACKTOPUUN Pa3BUTHA, BbIOH.
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XoTd [y 3apoabIieif KOCTUCTBIX PhIO, B YaCTHO-
CTH, zebrafish n BbIOHA, TaBHO OBLIM HAWIEHBI MOP-
doiormueckre KpUTepumn AOpCcoBeHTpaabHOoil ([IB)
acUMMETpUM OJacToIepMbl Ha CTaausX, IIpealle-
CTBYIOLLIMX OOpa30BaHMUIO 3apOABIIIEBOrO KOJbIla
(3K) u 3aponsineBoro mutka (3111) (YepnaHiiena,
Yepmanuen, 1985; Schmitz, Campos-Ortega, 1994;
Hexmonosa u np., 2003, 2007; Cherdantseva, Cher-
dantsev, 2006), 3To 0GCTOATEBLCTBO KAK-TO YITyCKa-
€TCsl U3 BUJa B COBPEMEHHBIX MOJIEKYJISIPHO-01OJIO-
rudeckux padotax. daxe 30HATBHOCTb SKCIPECCUU
TeHOB nodal, caMbIX paHHUX “Me30aepMalbHBIX” Te-
HOB 3apOoJpIilia, HAUMHAIOT PeTUCTPUPOBATH HE PaHb-
e oopaszoBanus 3111, Tak Kak cunTaeTcst, YTO IO I10-
apiaeHust 3111 Heab3s y3HATh, KaKOil U3 CETMEHTOB
0J1aCTOAEPMBI SIBJISIETCSI JOPCAJIbHBIM CETMEHTOM, U
CYILIECTBYET JIM BOOOIIIe Takoi cerMeHT (Myers et al.,
2002; Hong et al., 2010). ITo Toii ke IpuYMHE pamgn-
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aJlbHO CUMMETPUYHOI cuMTaeTcsl M 3amycKarouias
9KCIIPECCUI0 TEHOB nodal 3Kcrpeccusl TeHOB gara,
znf503 n Apyrux B KpaeBoii 30He Tepubiacta (ken-
touyHoro cuHUTUs) (Chen, Kimelman, 2000; Hong
et al.,, 2010), xoTs pas3Iuuvss B WUHTCHCHUBHOCTU
okpacku MPHK Ha npoTHMBOMOJOXHBIX MOJIOCAX
KpaeBoro rmnepubjacta XOpolllo BUIHBI Ha OPUTU-
HaJIbHBIX (poTOrpadusix.

TouHO Tak ke 0OOCTOMT Ae0 U C OOHAPYKEHHOM
CPaBHUTEJILHO HEIAaBHO aCMMMETPUEN paclipencsie-
HUSI CYOKOPTUKAIBHBIX MUKPOTPYOOYEK U CBSI3aH-
Hoii ¢ Humu MPHK Wnt8 (a takke MPHK rena
squint) B XEJITOUYHOU KJIeTKEe (3KEJITOYHOM MEIKE) Y
3apopllieit zebrafish BO BpeMsl MEpBOro IEJICHUS
npoonenus (Gore, Sampath, 2002; Gore et al., 2005;
Tran et al., 2012). HapyiieHue paguaibHONi CUMMeET-
pMU COCTOUT B MOBOPOTE colepxallleil MUKpPOTpY-
00YKM CYOKOPTUKAIBHOM 30HBI BEr€TaTUBHOIO II0-
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JIIoca KeJITOUHOW KJIETKM OTHOCUTEJIbHO aHUMaJlb-
HO-BETeTaTMBHOI OCH siilla, KaK Mpu 00pa3oBaHUU
ceporo cepna y amduouii. BosHukatolias acuMmer-
pus cunutaercs B acummerpueii moroMy, yro 'y 90%
3apogpiiieit 3111 obpa3yeTcst B cerMeHTe 6jacTonep-
MBI, JIeXKallleM B TOM K€ CEKTOpE sIiflia, YTO 1 MUKPO-
Tpyoouku (Gore, Sampath, 2002; Gore et al., 2005;
Tran et al., 2012).

AmHajorust ¢ Bo3HUKHOBeHHeM JIB acumMeTpun y
amMdubuii oueBUIHA, HO IO B TOM, UTO Y aMpuonit
cbopka MUKPOTPYOOUEK M TTOBOPOT CYOKOPTUKATb-
HOTO CJIOSI BETeTaTUBHOTIO KEJITKA CBSI3aHbI HE TOJIb-
KO C TIepeMellIeHUEM B 00JIaCTh CEPOro cepria MaTe-
punckux MPHK (Wnt un VegT) u akTuBanmeii 3-kare-
HMHA. Mexay cOOpKoW MHKPOTPYOOYEK, POCTOM
KOHIIEHTpallMM B-KaTeHWHa U M3MeHeHreM (hOpMBbI
2KEJITOYHOIO KyIoJjia BO3HUKAET MOJIOXUTEIbHas 00-
paTHasi cBSI3b, HEOOXOoAUMAasl IJisl BBbIIEJICHUS HOp-
CaJIbHOTO JIoOMeHa (30HBbI CEpOro cepra) Ha MaKpo-
ckonnyeckoM ypoBHe (Gerhart, 2001). ITocie obpa-
30BaHMSI CEPOTO cepra sSio ampuoOuii Imepecraet
OBITb KPYIJIBIM M3-3a T€OMETPUUYECKMX pasInyuid
MEXIy ero 1OpCaIbHBIM U BEHTPaJbHBIM MOJYIIApU-
eMm (Jlopdman, Yepnanues, 1977; Yepmanues, 2003).
V IArymKky Ha CTaguy YeThIpeX WU BOCbMU 0J1aCTO-
MEpOB, Koraa ¢hopMa Hapy>KHOM ITOBEPXHOCTH ST
OmmKe Bcero K cepuyeckoii popMe, yriaoBoii pas-
Mep IOopCaabHOIO MOJyIIapusi JOCTOBEPHO MEHbIIe
YIJIOBOTO pa3Mepa BeHTpajibHOTO Ionymapus (Cko-
OeeBa, YepmaHueB, HEOIyOJUKOBAaHHbIC HAHHLIC).
Pazpensgomas 3Tu ToylIapusi MepUIVOHAIbHAasI
Ooposna cMmellleHa K JopcajbHOI CTOpOHE 3apO/ibl-
IIIa, YTO IIPOTUBOpeunT npasmiaM ['eprBura-Caxkca,
MMOCKOJIbKY UMEHHO K OOPCaIbHOI CTOPOHE CMEIIECH
KEJITOK. DTO MOXKHO OOBSICHUTD TOJBKO pa3INYUsIMU
B BEJIMYMHE AKTUBHOIO HATSIKEHUSI ITOBEPXHOCTU
JIOPCAILHOTO U BEHTPAJILHOTO MOJYLIAPUS 3apOIbI-
IIIa, KOTOPhIE, B CBOIO OYEpeb, SIBISIOTCS OMHOMN U3
MPUYMH BO3HUKHOBEHMS KOJIOOBUIHBIX KIIETOK U
Havajia TacTpyJSIHMOHHBIX ABMKeHUi (Beloussov,
2015).

Curyauuro xe ¢ ¢opmupoBanuem /1B paznuuuii B
SMOpHroreHe3e KOCTUCTBIX HeIb3sl He CUMTATh Iapa-
JokcaabHOM. C OOHOII CTOPOHBI, MOAYEPKUBACTCS
MPUHLMIUATBHOE CXOJICTBO FeHHBIX KacKauoB, Ieii-
CTBYIOIIMX HA MYTU HpeBpallleHUs pagualbHO CUM-
METPUYHOTO STiilla B OMjIaTepalbHO CUMMETPUUHYIO
ractpyiy (Stern, 2006), ¢ Ipyroit — MOXeT CJIOKUTh-
cs BIIEYATJIEHWE, UYTO Y KOCTUCTHIX PBIO, BIJIOTH IO
nogsiaenus 311, meiicTBue TeHOB TO JIU BOOOIIE HE
CBsI3aHO ¢ Mop(goreHe3oM 0JIaCTOAEePMbI, TO JIM OT-
CYTCTBYET caM ee MmopdoreHe3s. /leiro, mo-BUInMOMY,
B TOM, UTO JOTacTpyIsILUOHHELIe JIB paszimuaus Moryt
UMETh He MaTepUaIbHYI0, a TeOMETPUUIECKYIO TIPU-
polly, 4YTO OTHIONb HE JUIIAET UX MOp¢OoreHeThIe-
CKOTO 3HAYe€HUs, BIUIOTh OO yYaCTUS B PETYIISLIAN
JIIECTBUS T€HOB.

l'eomeTpmueckass mpupoma 3THUX pa3IdAIU —
€CTECTBEHHOE CJIEICTBUE OTHOPOIHOCTU KJIETOYHO-
ro cocTaBa 0J1aCTOACPMbI KOCTUCTBIX PbIO, BHITEKAIO-
el 13 MepoOJIACTUIECKOTO TUIIA pa3BUTH. Pazmm-
YUsl KJIETOK C pa3HbIM COOTHOIIIEHUEM KEJITKA 1 CBO-
OOMHON NIWUTOIUIA3MBbI, TakKue, Kak y amM(buouii, y
KOCTUCTBIX PBIO ITEPEXOISIT B pa3Inums MEXIy cO0-
CTBEHHO ®MOPHUOHAITBHBIMU KJIETKAMHU OJIAaCTOACPMBI
U 3KCTPAdMOPUOHATBHBIMU TKaHSIMU (KJIETOYHOI
000JIOUKOI 3apOJbIIIa U KEJITOYHBIM CUHIIUTHUEM),
OTYero Kak aMOpHMOHa/IbHAsI, TaK M 9KCTPadMOpPHO-
HaJibHasi TKaHb CaMU TI0 cebe CTaHOBSTCS OoJjiee OJl-
HOPOIHBIMU.

IIpocTpaHcTBeHHAasT OQHOPOOHOCTL HE SIBIISIETCSI
Kaxxymeicsa. Knerkn 61acTomepMBbl KOCTUCTBIX PBHIO
00pa3yloT AMUTEIUANTbHBIN TIACT HE paHbllle o0pa-
3oBanus 3K (Hexmonosa u ap., 2007), a mo 3To0i1 cTa-
IUU BHYTpeHHHE (COOCTBEHHO SMOpPHOHAIBHBIC)
KJIETKU aKTUBHO U GECITOPSIIOYHO TepeMeIlInBaroTCs,
MeHssiIch cBonMM cocenssmu (Ballard, 1981; Trinkaus,
1993). D10, C OIHOI CTOPOHBI, MOAPA3yMEBAET OJTHO-
POIHOCTh M B3aMMO3aMEHSIEMOCTb KJIETOK, a C JIpy-
roii — MCKJTIOYAeT BO3MOXHOCTb OMHO3HAYHOM CBSI3U
MEXIy KJIETKOM, ee IoJIoXXeHneM 1 cyapooii (Kim-
mel et al., 1990; Melby et al., 1996). OTHOPOTHOCTE 1
“TeKy4ecTh”’ cOCTaBa SMOPHUOHAIBHOI TKAHU MOXET
O3Ha4aTh, YTO Y KOCTHCTHIX PBIO JIB TonspHOCTH
0acToaepMbl BOOOIIE OTCYTCTBYET 10 O(DOPMIICHUS
KJIETOK B SIIUTEIMAJILHBIN I1acT U oopa3oBaHus 3K,
VUIA K€ OHA BO3HUKAET Ha IpaHULIe pa3iesia 0acTo-
JIIEPMBI C XEJITKOM, T.€., B XXEJITOYHOM CHUHIIUTUU
(nepubaacte). Cyns pasznununio ¢GopMbl IIPOTUBOIIO-
JIOXHBIX KpaeB 0J1aCTOIEPMBbI, XOPOIIIO 3aMETHOMY Y
zebrafish 1 BbIOHA Ha TUCTOJOTMYECKUX U OMNTUYE-
CKUX CaruTTaJbHBIX Cpe3ax yXe IIepea HadajaoM 3111~
00K, aKTUBHOE HaTsSDKeHHME IIOBEPXHOCTHU pasziesia
6J1aCTOJEPMBI C 3KEJITKOM BBIIIIE B TOM CeTMEeHTe OJ1a-
CTOIEPMBI, B KOTOPOM, IIPXA IPOYMX PABHBIX YCIOBU-
sx, 3aknagbiBaercsa u ¢popmupyercs 31 (puc. 1). B
YCIOBUSX MEXaHUYECKOTO paBHOBECHS M30BITOK aK-
TUBHOI'O HATSKEHMS JAHHOTO yJ4acTKa ITOBEPXHOCTU
JIOJDKEH YPaBHOBEIIMBATHCS €Tr0 ynpyruM (IaccuB-
HBbIM) paCTS>KeHUEM, YTO OOBSICHSIET He TOJBbKO pa3-
Jmunst (OPMBbI IPOTUBOIIOJIOXKHEBIX CETMEHTOB OJia-
CTOZIEPMBI, IIOKAa3aHHBIE Ha pHUC. 1, HO M aKKyMYJISILIIIO
9MOPUOHAJIBHBIX KJIETOK B KpaeBoOM 30HE TOpCajibHOTO
cerMeHTa, Beaylnyio K oopazoBaHuio 3111 (Cherdan-
tseva, Cherdantsev, 2006; Cherdantsev, Grigorieva,
2012). Paznuuus ¢hopMbl TTPOTUBOIIOJOXKHBIX KpaeB
0JacTolepMbl JajekKo He CIy4YyailHO HaIllOMUHAIOT
paznmuus MeXAy nepeaHuM (JTUAUPYIOIINM) U 3a-
HUM (“TSIHYLIUM”) KpaeM pubdbpobdiacTa, IMoa3yIIero
o cyOoCTpaTy (CKEeJITOUHOM KJIETKE), T/ie TOPCATbHbBIN
Kpaii 01acTomepMbl SIBIISIETCS aHAJIOTOM JIMONPYIO-
IIEro Kpasi, a MUTpaIIUsI KJIETOK B KpaeBYyIO 30HY J0P-
CaJIbHOTO CeTMEHTa — aHAJIOTOM 3K3011MT03a KJIeTOY -
HOM ITOBEPXHOCTH.

3amaya 3Toi pabOThl — IIPOCIEOUTDH, UCIIONb3YS,
IpexXae BCero, MaHHbIe HenTpadepHOil KIMHOCHEM-
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KM, KOTJA ¥ KaK BO3HMKAIOT onucaHHbie JIB pa3nu-
Yyusi, 1 HACKOJIBKO YCTOMYMBA UX CBS3b C JIOKAJIM3a-
mueii 3111, 3aIoJIHSS JJaKyHY, CYIIECTBYIOIIYIO B 9M-
OpPUOJIOTUM KOCTUCTBIX PBIO JIST TepUoga MEXIy
BOCCTAHOBJICHMEM paAualibHON CUMMETpUM siila
rnocjie ImepBoro AejeHuss apobienus (Tran et al.,
2012) 1 BoznukHoBeHueM 3111. I[TpoGiaema cocTout B
TOM, YTO MaKPOCKOMUUYECKUE Pa3INIUsl, BOSHUKAIO-
[I1e TIPU B3aUMOIEINCTBUM aKTUBHBIX M MACCUBHBIX
MEXaHWYECKNX HAIPSDKeHW, KpaiiHe TUHAMWYHBI.
Marematuueckass moaeiab (benunues, 1990; Cher-
dantsev, Grigorieva, 2012; Cherdantsev, 2014) norryc-
KaeT KaK OCUWUISIIIAY, T.€., YepeaoBaHue “Iopcaib-
HOI” M “BeHTpanbHON” (POPMBI OTHOTO U TOTO XKe
Kpast 61acToIepMBbI, TaK U IPOCTPAHCTBEHHYIO T Q-
depeHIPOBKY, KOrma pa3andust KpaeB GiacToaep-
MbI CTAHOBSITCSI CTALIMOHAPHBIMU U ONIPEACIISIOT Ha-
MpaBjJcHUE U BEJIMYMHY BEKTOPOB KOJUIEKTUBHOTO
IBIKeHNS KieTokK npu ¢gopmupoBanum 3K m 311I.
MOKHO OXMIATh, YTO CBA3b Mexay B pasnunuusamu
JIO 1 TIOCJIe HavaJjla TacTPY/ISLM He OyaeT OqHO3HAY -
HOI4, a 3HAYNUT, HECOOXOOUMO MCCIIETOBATh HOPMAab-
HYI0 UI3BMEHYMBOCTb MOp(oreHe3a Ha KOJIUYECTBEH-
HO-MOp(dOJIOTUYEeCKOM ypoBHe. B 3T0ii paboTre BbI-
JIelleHbl JBa KayeCTBEHHO pa3IMYHBIX Ccrocoba
onpenaeneHuss Mecta popmuposanus 3111, mo-pa3Ho-
My CBSI3aHHBIX ¢ JIB pa3nuuusmMu Ha OpeaiecTBYIO-
IIUX TI0 BpEMEHM CTaAUSIX U BXOASIIUX, TEM HE Me-
Hee, B CIIEKTP HOPMaJbHOW WHIWBUAYAJbHOW W3-
MEHYMBOCTH Pa3BUTHSL.

AHaM3 U3MEHUYMBOCTHY MOKA3bIBAET, YTO BO BCEW
IIUPOTe €€ IOMara3oHa KOJUIEKTUBHbLIE IBUXXCHUS
KJIETOK 3aBUCSIT OT MAaKpPOCKOIMMYECKUX Pa3Inyuii
¢GOpMBI MPOTHUBOITOJIOXKHBIX MOJIIOCOB 0JIACTOACPMBI,
3a UCKITIOUEHUEM TeX 3TAIOB MOpdoreHesa, Ha KOTO-
PBIX 3TH pa3InYUs BpeMEHHO yTpaynBaloTcs. B aToM
cllyyae OHM BO3HMKAIOT 3aHOBO Ha OCHOBE Clyvaii-
HBIX (pIIOKTyaluii u (MI1) MOJIEKYJISIpHO-TeHEeTUYe-
CKUMX CUTHAJIOB, COXPaHSISI WM He COXPaHSIS IIpeeM-
CTBEHHOCTbD C Pa3IUUUSIMU HA TIPEAbIAYIIUX CTAIUSIX
pasButus. Kak u y aMmduobuii, monoxurelbHass 00-
paTHast CBSI3b MEXKAY COOBITUSIMU HA MOJIEKYJIIPHOM
1 MaKpPOCKOIUUYECKOM YPOBHE SIBJISIETCSI 00sI3aTeIb-
HOM IJISI TIPOJOJIKEHUSI HOPMAaJIbHOTO MOpdoreHes3a
(cp. Beloussov, 2015). IlInpoko pacipocTpaHeHHOE
MIPOTUBOIIOCTABJICHUE KOHCEPBATUBHOCTH MOJIEKY-
JIIPHO-TEHETUYECKUX  CUTHAJIOB  U3MEHYUBOCTU
dopmMoobpazoBaHUs HA MAKPOCKOITMYECKOM YPOBHE
10 MeHbllleil Mepe cropHo. MopdoreHeTuuecKue
pasauyuus B MTOBEACHUM TOPCATbHONM U BEHTPaJIbHOI
MMOJIOBUHBI 3apopliia y aMm(GuOnii 1 KOCTUCTBIX PBIO
MOBTOPSIOTCSI, HEB3Upasi Ha pa3jIMuusl B CTPOCHUMU
giilla U XapakTepe Apo0IeHUs, TOrJa KaK TeHbl, BbI-
MOJTHSIOIINE, TTO-BUAVMOMY, CXOOHbIE MOpP(pOTEeHEe-
TUYeCcKUe PYHKIIMU, He 00s13aTeIbHO TOMOJIOTUYHBI
U1 MOTYT JeHCTBOBATh Ha Pa3HLIX CTAIUSIX PA3BUTUS
(Gerhart, 2001; Stern, 2006).

M3-3a 0TCYTCTBUSI MOJIEKYJISIPHBIX MAPKEPOB 3KC-
MpEeCCU TeHOB B SYMOPMOHAIBHBIX KJIETKax 0JIacTo-
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Puc. 1. CxemaTnueckoe M300pakeHHE CAruTTaIbHOIO
cpesa 3aponbiiia BbloHa B Havase anubonuu (Cherdan-
tseva, Cherdantsev, 2006, ¢ nusmenenusimu). CBetJiast 3a-
JIMBKa — OJlacToliepMa, TeMHasl 3aJIMBKa — KEJITOYHBII
CUHUMTHUH, nopcajibHasi cTopoHa ciieBa. CIUIOLIHbIC
CTPEJIKM — aKTUBHOE HATSDKEHUE MOBEPXHOCTU paszelia
6y1acToiepMbl C KEITOYHBIM CUHLUTUEM, MYHKTUPHbIE
CTpEJIKU — TACCUBHOE PACTSKeHUE MOBEPXHOCTH OJa-
CTOIEPMBI, IBOMHbBIE CTPEJIKA — BEKTOPBI LIEHTPOOEKHOM
MUTpallUM BHYTPEHHUX KJIETOK 0JIaCTOAEPMBbI.

JIepMbl 10 BosHuKHOBeHUs 3111, a Takske 13-3a HEO0-
XOIUMOCTU MCCIIENOBATh KOJIMYECTBEHHBIMU METO-
JIaMu 0oibIIoi 00beM MaTepHraja, B 3TOi padoTe MbI
HCIOJIb3yeM KOJIMYECTBEHHO-MOP(OJIornyecKue
kputepun B pasnuunii, a Y4TOOLI OBITh YBEPEHHBIM
B MX HaJEXHOCTHU, IPOCJIeXKMBAaeM — TaM, Il 3TO
BO3MOXHO — IMHAMHKY KOJIMYECTBEHHO-MOPQOJIO-
TMYECKUX XapaKTEPUCTUK HAa MHIUBUAYAIbHBIX TPa-
eKTOPUSX Pa3BUTHSI KUBBIX 3aPOABILICIA.

I[IpeumymiecTBo BbIOHA Iiepend zebrafish (Hemo-
CTaTKU XK€ CJUIIKOM OOIIEU3BECTHBI, YTOObI O HUX
TOBOPUTBH) COCTOUT HE TOJIBKO B OOJBIIOM pa3Mepe
KJIaJIKW, TTO3BOJISTIONIEM HMCCIIEH0BaTh MAacIITadbl 1
OpraHU3ai0 HOPMAJbHONH M3MEHYMBOCTU pPa3BU-
THS TIPU MUHUMAJIbHOM BKJIaJie TeHETUUYECKOM U cpe-
IIOBOI KOMIIOHEHT, HO, IJITaBHBIM 00pa3oM, B IINPOTE
Irara3oHa M3MEHYMBOCTHU, BKIIOUYAOIIETO Bapua-
muu Mecta U BpeMeHu 3akiianku 31 (Hexmomosa
u ap., 2007; Cherdantsev, 2014). Ilpu 3TOM HYKHO
VUUTBIBATh, YTO HAOOP MPU3HAKOB, KOTOPHIE MOXHO
U3MEPUTH Ha MOBEPXHOCTH XKUBbIX 3aPObIIIEH B HAa-
yane smubomuu (cr. 8, cM. Kocromapona, 1975),
OYEeHb CKYJIeH, a U3MEPEHUs Ha ONTUYECKUX Cpe3ax
HEBO3MOXHBI 13-32 HEIOCTAaTOYHOI MpPO3payHOCTHU
GactomepMbl. 1T MPU3HAKOB, XapaKTePH3YIOIINX
BHYTpEHHEE CTPOCHME 3apOIbIIIei, MPUXOTUTCS
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OrpaHUYMBATLCI U3YYeHUEM WX M3MEHYMBOCTH Ha
GUKCHUPOBAaHHOM MaTepualie, YTO XOTs U IT03BOJISIET
PEKOHCTPYHpOBaTh Xona MopdoreHeda (YepmaHies,
2003), HO He JaeT BO3MOXKHOCTH MPOCICAUTb UHIN-
BUAyaJIbHbIE TPACKTOPUMN Pa3BUTHUS. Y BbIOHA BHYT-
PEHHIOIO CTPYKTYPY 3apOIbIIIa Ha ONTUYSCKOM Cpe3e
MOXHO aHaJIM3UPOBaTh, HAUMHA co cT. 9—10, Korma
13 OiacToaepMbl 0Opa3yeTcs JOCTAaTOYHO ITpo3pad-
HBI SIIUTEINaNbHBIN 1acT. OlleHUBaTh U3MEHYM-
BOCTh BHYTPEHHEM CTPYKTYPHI 3apOIBIIIEii 10 U TT0-
clie CT. 9 NPUXOAUTCS pa3HbIMU METOAaMM, HO MbI
MOITbITaeMCsI TTOKa3aTh, YTO pa3jn4us B OpraHU3a-
Ky MopdoreHe3a Ha JOPCAJbHOM M BEHTPATbHOM
CTOpPOHE 3apOJbIla SIBJISIOTCS OOIIMMU IS TIpeara-
CTPYJISILIMOHHBIX W MOCTTaCTPYJISILIMOHHBIX CTAaIWii.
ITosTOoMy, eciy TOBOPUTH TOJIBKO O (POPMUPOBAHUU
JB pazauuuii, To BBIBOABI, CASJIaHHBIE Ha OCHOBA-
HUU aHajan3a GUKCUPOBAaHHOIO MaTepuaia, MOXHO,
B IIPUHLIWIE, SKCTPANOIUPOBaTh Ha OoJiee MO3THUE
CTaguM Pa3BUTHS, U HAOOOPOT.

B 3T0i1 paboTe, MOMMUMO KIad0OK, ITOTYyYeHHBIX OT
Pa3HBIX CAMOK 1 OIUIOAOTBOPEHHBIX Pa3HBIMM CaM-
LlaMM, MCIIOJIb30BaHbl (pparMeHThl OOHOI U TOM Ke
KJIaIK1 MKPbI, OIUIOMOTBOPEHHEBIX pa3HbIMU CaMIla-
MU, 1 KJIaIKKU pa3HbIX CAMOK, OILIOIOTBOPEHHBIE OJI-
HUM camiioM. CreaHo 3TO AJ1sI TOTO, YTOOBI OLIEHUTh
COOTHOIIIEHME BHYTPUTPYIIIOBOM M MEXTPYNIIOBOM
KOMIIOHEHT UBMEHYNBOCTU, OOYCJIOBJICHHBIX Pa3HbI-
MU paKTopaMu — 3aBUCSIIUMU (siiilla pa3HbIX KJia-
JIOK, OIUIOJOTBOPEHHBIE CIIEPMOIl OJHOrO caMiia) 1
He 3aBUCSIINE (Si11a OMHOM KJIAIKU, OTJIOJOTBOPEH-
Hbl€ CIIEPMOI1 pa3HBIX CaMIIOB) OT pa3Mmepa sull. Jjst
KpaTKOCTH, B IIEPBOM CJIy4ae MBI OyJIeM TOBOPUTH O
MaTEepUHCKOI, BO BTOPOM — 00 OTIIOBCKOII KOMIIO-
HEHTE MEXTPYNIIOBBIX pa3Inuunii, BO3AEPKUBASICh OT
00CYKIeHMsI CJIOXXHOT'O BOIIPOCA O COOTHOIIICHUM T'e-
HETUYECKNX M HEreHETHMYECKUX (PaKTOPOB OTIIOB-
CKOTr'0O U MAaTE€pPUHCKOTO BIUSTHUS.

MATEPHAII 1 METOJbI

3peble THALIEKIEeTKYU BbloHa, Missgurnus fossilis L.,
MOIyYalI IIyTeM UHBEKIIUN XOPUOHNYECKOIO TOHA-
norpormHa (Koctomaposa, 1975). g usydyeHus
WHIWBUAYAJbHBIX TPAaeKTOPUIA pPa3BUTHUSI 3apOJbl-
IIei B KEITOYHBIX 000I0YKaX MOMEIIAIA B JIYHKU,
OPMEHTUPOBAJIM AHUMAJILHBIM IIOJIIOCOM BBEpPX U
doTorpadpupoBanu yepe3 Kaxabie 20 MUH, TUIATEIb-
HO KOHTpoJIMpysd ux opueHTanuio. Ilocie mosiBie-
HUSI 3aPOIBIIIEBOIO IIMTKA 3apOIbIIIeii B TyHKaX I10-
BOpauuBaiu “B NpoGuib”’, TaK 4YTOObBI TIOCKOCTh
ONTUYECKOIO Cpe3a CcoBHajalia C CcaruTTajJbHOI
MJIOCKOCTBIO, W TIPOIOJKAIIM MX (oTorpadupoBaTh
BILIOTH 10 CT. 12 (nBe Tpetu arubonuu). [TonydeHHbIe
M300paKeHUSI aHAIM3UPOBAIM C IIOMOIIBIO ITaKeTa
nporpamMmMm AxioVision. UHIUBUAYATBHBIC TPAcKTOPHH
ObL1U IpocaexeHsb! 111 90 3aponpiiieii 11 pa3HbIX Kiia-
JIOK, TaK KaK IIpA MHTepBajie peructpauuu B 20 MUH
cepusl MOCJIeNOBAaTEIbHBIX HAOMIONCHUA MOXKET

BKJTIOUaTh He OoJiee 9—10 3aponpImeit: ecinm nx 60Jb-
IlIe, TO PETUCTPALIMIO UX PA3BUTHUS yXKe HEb3s CUM-
TaThb CUHXPOHHOM.

st u3ydyeHuss USMEHUMBOCTM Ha (PUKCUPOBaH-
HOM MaTepuajie 3apojbliiieii pruKkcrupoBaiu Ha CT. 8—
9 B 8% mapadopmanbaerune Ha pochaTtHOM Oydepe
U M3yYyajld UX CTPOSHUE Ha aHaTOMUYECKUX Cpe3ax,
aHATM3UPYS UX U300paKeHUsI C TTOMOIIbIO TOTO XK€
nakeTa rmporpamMm. CxemMa U3MepeHUsI KOJTMYECTBEH-
HO-MOP(MOJIOrMYEeCKUX XapaKTepPUCTUK Ha ITOBEPX-
HOCTH Y OTITUYECKUX CAaTUTTAIbHBIX CPE3aX XKUBbBIX, a
TaKXe CaruTTaIbHbIX aHATOMWYECKUX cpe3ax (puk-
CUPOBaHHBIX 3apOJbIIIei TPeaCTaBIeHbl HA pUcC. 2.
Ha mn306pakeHnsIX KUBBIX 3apOoabllieii ObUTA M3Me-
DEHBI:

IJIMHA MaKCHUMaJIbHOrO carurTajbHoro (M1) m
MaKCHUMaJIbHOrO TIIorepeyHoro (M2) MepuamaHOB
0J1acTOAEPMBI KMBBIX 3apoablileit (puc. 2a);

BeJIMYMHAa OOpacTaHUs OJacTOmEepMOil KeaTod-
Holi kieTku (E, puc. 20);

ToyurHa nopcanbHoro (7d) u BeHTpanbHoro (7V)
Kpas 61acTogepMbl B 00J1aCTU TOYKHU Mepernda Kpu-
BU3HBbI BHYTpPEHHEI IMOBEPXHOCTU OJIaCTONEPMBI, a
TakxKe TOJIIMHA 6J1acTOIepMBbI B €€ LIEHTpaJIbHOM 30-
He (72) (puc. 20).

Ha anatomMmnyecKuX caruTTajJbHBIX cpe3ax (puK-
CUPOBAHHBIX 3apOJblllieii HA CTagusIX 10 (OPMUPO-
BaHUSI 3apOJBIIIEBOTO KOJIblA JOMOJHUTEIBHO W3-
MEPSUTH BEJIMUMHY 00pacTaHusI 0J1acTOIECPMOIA JKeT-
Ka (F), aHuMaJbHO-BereTaTUBHYIO BhICOTY stitlia (H),
MaKCUMAaJIbHBII TMaMeTp MOBEPXHOCTHU paszea 6Ja-
cTomepMhl ¢ XeiaTkoM (D) u 1mromanhk KOHTypa Ha-
pPYyXHOM moBepxHocTH OmactomepMmsl (V/S), ciyxa-
IIYI0O MEpOil OTHOIIEHWsI oObeMa OacTogepMbl K
IUIOIIAAY €€ TTOBEPXHOCTH (puC. 2B).

VYTII0BbIe BEIMYUHBI BHIPAXKAJIN B YIJIOBBIX TPaIy-
cax, a IMHEWHbIe BEJIMYUHBI U TUIOIIAAb — B YCJIOB-
HBIX equHunax, pasHbix 0.01 M (0.01 mm?). 4 cra-
TUCTHUYECKOI 00pabOTKM MaTepuajia MCIT0JIb30BaIn
naket nporpamMm STATISTICA 10.

151 OlleHKU COOTHOIIEHUSI BHYTPUTPYMIIIOBBIX U
MEXTPYIMOBBIX Pa3uuuii, OOYCIOBICHHBIX BIIUSI-
HYEM caMmlia ¥ CaMKM, MOJYYEHHYIO UKPY pa3aessuin
Ha JBe TOPLI1H, OTJIOAOTBOPSIEMbIE CITIEPMOIA Pa3HBIX
CcaMIIOB, a CIIEpMOI OJHOrO camliia OTUIOJOTBOPSUIIU
WUKPY IBYX PasHbIX KJIaJA0K. DTOr0 TOCTaTOYHO ISl
OMHO(AKTOPHOTO AUCHEPCUOHHOTO aHanmm3a (dak-
TOp — caMKa WM camell), a Takxke s aHaiu3a
repapxuyeckoro Kkomriekca (kimagka 1 X camerr 1)
VS (knmagka 1 X camen 2) u (kimagka 2 X camern 1) VS
(kimagka 2 X camell 2), MO3BOJISIIOILIETO pacCuMTaTh
JIOJIIO BJIIMSIHUS caMlla U CAaMKU Ha U3MEPEHHbIE KO-
JIMYecTBEHHbIe Mpu3Haku. Kaxnas aHanusupyemasi
TpyIIra cocTosiyia He MeHbIIe YeM 13 60 3apompbIiieii.
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Puc. 2. Cxema uaMepeHUs1 KOJIMYECTBEHHbIX TPU3HAKOB Y KMBBIX U (PUKCUPOBAHHBIX 3apOAbILLIEeii: a — O0LIWit BUJ OGJlacTonep-
MBI XKMBBIX 3apOJIbIIIeii C aHUMAaJIbHOTO MoJitoca (CT. 8), 0 — caruTTa/IbHBIN oNTUYeCcKuit cpe3 (CcT. 9), B — caruTTajIbHbII aHa-
ToMu4eckuii cpes (cT. 8+). M1 — caruTTanbHbBIN, M2 — MoNIepeYHbIN MepuauaH 61acTonepMbl, E — cTerieHb anmubonuu, 7d —
TOJIIIIMHA JOPCAIBHOTO, TV — TOJIIIMHA BEHTPAJIBHOTO Kpasi G1acToaepMbl, 7a — TONIIIMHA 01aCTOAEPMBI B LIEHTPAJBHOM 30HE;
H — BbIcOTA stiflla, D — AuaMeTp rpaHulIbl pa3jiesia 6J1acToaepMBbl € XeJATKOM, V/S — molanab KOHTYpa 61acTOAepPMBbI.

PE3VJIBTATBI 1 OBCYXIEHHNE

Heycmotiuueocmov uzomponnoii gpopmot
bnacmooepmbl U OCUUANAUUU

C camoro Havana snubonuu (cT. 8) 6i1acromepma
MMeeT aHU30TPOITHYIO (popMy, KOTOpasl eaBa 3aMeT-
Ha Ha Ij1a3, HO CTAHOBUTCS OYEBUIHOM ITPU MOCIEN0-
BaTeJIbHOM M3MEPEHUU JIMHBI MepunuaHoB M1 u
M?2 (cM. puc. 2a) y XKUBBIX 3apOAbIIIeii, ODUEHTUPO-
BaHHBIX aHMMAaJIbHBIM IT0JII0COM BBepX (puc. 3). Be-
mmamHa M1 MeHbIle BeIMIMHBI M2 BO BCEX CEpUSX N3-
MEpPEHMIA, TaK YTO HApyXXHBIIA KOHTYp OJIacTOIEepPMBI
MpeICTaBIISIET CO00M HE OKPY:KHOCTb, a JLIUIIC C He-
OOJIBIIM, HO CTAaTUCTUIECKH OOCTOBepHBIM (p < 0.05)
pa3nnuMeM BeJIMYMH €To IJIMHHOM U KOPOTKOi ocH, 3a
UCKJTIOUEHUEM TOUEK, COOTBETCTBYIOIIUX CEPUSIM 4 U 9.
YV Bcex 3apomnplliieid ¢ MPoCaeXKeHHbIMU UHIUBUIYaTb-
HBbIMU TpaeKTopusiMu pa3Butus 3111 3akianbiBajics: Ha
OJITHOI1 113 OOKOBBIX CTOPOH 3JUIMIICA M HUKOTIa — Ha €T0
mnoJjocax, MmosToMy Mepuavad M1 MOXHO cUuTaTh ca-
TUTTJIBHBIM (TOJITOTHBIM), a MepyuauaH M2 — 1mmpoT-
HBIM (ITIONEPEYHBIM) MEPUIUAHOM OJIACTONEePMBI.

Paznuuue mIMHBI IBYX MEPUINAHOB MaKCUMAITb-
HO B Havajie anubonuu (IepBoe U3MepeHue, cT. 8),
3aTeM OHO YMEHBIIIAeTCs, YTOOBI CHOBA BO3PACTH MO-
ciie BoiaeseHus 31 (mecsras cepust). B oboux ciydasix
AHU3O0TPOIMST JOCTUraeT MakKCMMyMa TpyU MUHUMaJlb-
HOM BeJIMUMHE CPETHETO pagryca OKPYsKHOCTH OJ1acTO-
JIEpMBI, KOTIa TpaHUIIa pasnesa 6J1acTonepMbl C JKeT-
KOM (KEJITOYHBIM CUHIIMTUEM) MMeeT MUHUMAabHBIN
MepUMETP U MaKCUMaTbHYIO KPUBU3HY.

MUHUMYMBI BEJTMYWHBI CPEIHEro paguyca depe-
IYIOTCSI C MAKCUMYMAMU, B KOTOPBIX Pa3IAIUs TJIU-
HBI MepuanaHoB M1 n M2 cTtaHOBITCS cTaTUCTAYE-
CKM HEJOCTOBEpHBIMU (TOUkKM 4 1 9 Ha puc. 3), T.e.,
¢dopma 6aacToaepMbl CTAHOBUTCSI IPAKTUYECKU U30-
TponHO#. CTaTUCTUYECKN HOCTOBEPHBIC Pa3INYUS
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MEXIy COCeIHUMMU TOYKaMU caMUuX KpUBbIX M1 u M2
P 3TOM OTCYTCTBYIOT, U3 UETO CJEAYeT, YTO MEePUO-
JINYECKUM MU3MEHCHUIM ITOLJIC2KUT MMEHHO CTCIIEHDb
aHU3OTPOINMU HAPYXKHOTO KOHTypa 0JacToaepMbl, a
HE€ OTACJIBHBIC XapaKTCPUCTUKU. qepeﬂ,OBaHl/Ie MaKCU-
MYMOB 1 MMHHMMYMOB O3HAQ4YacT, YTO M3O0TPOITHAsA "
aHM3O0TponHas ¢opMa SIBJISIIOTCS (hparMeHTaMU €11~
HOT'O K0JIeOATeIbHOTO 11K, HO YCTOMYMBOCTh aHU -
30TPOMHOM (POPMBI KaK BO3ZMOXKHOTO CTallIOHAPHOTO
COCTOSIHUSI TOpa3do BBIIIE — B3TO OYEBUIHO, €CIU
CPaBHUTH OOIIYI0 TIPOAOIKUTEIBHOCTD CYIIIECTBOBA-
HUSI aHU30TPOIHOI 1 U30TPONHOIT (popMbI Ha puc. 3.

M1, M2
460
M2
455 1
450 |
M1
445 -
440 |
435t

430 |

425 1 1 1 1 1 1 1 1 1 1

Puc. 3. 3aBUCUMOCTb BEJTMYUHBI CATUTTATIBHOTO U TOTIe-
peuyHoro Mepunvana oyacronepMsl (M1 u M2, opavHata)
OT HOMepa uzMepeHus (N, abciycca) B Iociaea0BaTe b
HBIX CepUsIX M3MEPEHUsI KUBBIX 3apOABIIIEH OT Havajia
anubonuu (cepust 1) no nosisnenust 3L (cepust 10).
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Puc. 4. Ocumyuisiuiyu ¢hbopMbl HApY>KHOTO KOHTYpa 6J1acToiepMbl (BUI CBepXy) NTPU yMeHbILIeHUH (a) U yBeandeHuu (0) ee 1e-
pUMeTpa: CBeTJiasl 3aJIuBKa — 6J1acToaepMa, MyHKTUP — UCXOAHBI KOHTYP €€ OKPY>KHOCTH, TeMHasl 3aJIUBKAa — OOHaXKAIOIIN i~
csl KpaeBoii TiepubJiacT. 3Be3M04Ka — 30Ha POCTa aKTUBHOTO HATSIKEHUsI ITOBEPXHOCTH, HAKOHEUYHUK — COKpaIlleHUe HapyK-
HOI MOBEPXHOCTU; CTPEJIKM — LIEHTPOOEKHbBIE TOTOKU BHYTPEHHMX KJIETOK OJIACTOAEPMbI, OCTAIbHbIC TTOSICHEHUS B TEKCTE.

B dazax mMakcuMmalibHOTO COKpamieHus1 (Makcu-
MajIbHOII KPUBM3HBI) OKPYKHOCTU OJaCTONEPMBI K
€€ aHM30TPONUU TO0ABJISIIOTCS YETKO BBIPAXXKECHHBIC
MOpPGOJIOTUYECKHE Pa3Indrs MeXAy IIPOTUBOIIO-
JIOXXHBIMY CTOPOHAMU 3jutunca. B Havase anubonuu
Ha OJHOI M3 3TUX CTOPOH KPUBU3HA OKPYKHOCTU
0JacToAepMBI CTAHOBUTCS €1lIe MEeHbIIe — Kpaii OJ1a-
CTOIEpPMBI OTTSITMBAeTCs “Ha3an”’, B HalpaBJICHUU,
IIPOTHUBOITIOJIOXXHOM HaIlpaBJICHUIO 300N, OOHA-
>Kasl KpaeBoi mepubiiacT ((KEITOYHBINM CUHIIUTHUI), a
C IIPOTUBOIIOJIOXKHO CTOPOHBI KPMBU3HA BO3pacTa-
€T, TMIPAaKTUYEeCKN BBIPABHUBASICh C KPUBU3HOM ITO-
JIrocoB anurica (puc. 4a, cp. ¢ puc. 2a). Ha puc. 3
BUIHO, YTO 3TO MPOUCXOAUT MPEXIE BCEro n3-3a IMo-
JIIpHOTO (OOHOCTOPOHHEIO0) COKpAaIlleHUsI CaruT-
TaJIbHOTO MepuaraHa 0jractoaepMbl M1 1Ipu cpaBHU-
TEJIbHO HeOOJILIIOM BKJIaIe HEMOISIPHOIO COKpalIe-
HUs MepuauaHa M?2. Takum obGpa3oM, Ojactoaepma
npuoOpeTaeT ouaaTepaabHO CUMMETPUYHYIO (DOpMY
Onaromapsi aHM3OTPOIMU, T.€., IIPEBpPALICHUIO
OKPY>KHOCTH B 3JUIMIIC, KOTOPHI CTAHOBUTCS OMjIa-
TepajJbHO CHUMMETPUYHBIM MPU BO3HUKHOBECHUU
MEXIAY €ro NPOTUBOIOJOXKHBIMA CTOPOHAMM TaKUX
Ke pa3nuaunii, Kak MeXIy OOKOBOII CTOPOHOM M TT0-
mocoM ayuiica. C pu3ndecKoit TOUKM 3peHusI IIe-
pexon K OmraTepalbHON CUMMETPUM O3HAYaeT POCT
BEJIMYMHBI aKTUBHOTO HATSKEHUST OKPY>KHOCTH 6J1a-
CTOZIEpPMBI B OTHOM M3 €€ CEKTOPOB, CKOPEE BCETrO U3-
3a pOCTa KOHTPAKTUWJILHOM aKTUBHOCTU KPaeBOTO I1e-
pubmnacra (UepmanueBa, Yepnanues, 1985).

KioyoM K MOHMMaHUIO TEOMETPUUECKUX U, KaK
CJIEICTBHE, MEXaHWYECKUX TPUYUH YCITOXKHEHUS
(GOpMBI MOXET CIIY>KUTh TOT (DAKT, YTO aHU3OTPOITHS
U OujiatepajibHass CUMMETPUSI BO3HUKAIOT MPU yBe-

JIMYEHUU KpUBU3HBI (YMEHBIICHUU PAINyCca) OKPYX-
HOCTH 0J1acTONEPMBI. DTY OKPY:KHOCTb MOXKHO pac-
cMaTpuBaTh KaK aKTUBHYIO 000JI0YKY, B KOTOPOM
JIEMCTBYIOT CUJIbI aKTUBHOTO HATSDKEHHUS €€ TI0OBEPX-
HOCTHU, HO KOTOpasl, B TO € BpeMsl, MOXKET ITaCCUBHO
pacTIruBaTbCsl IO NEMCTBUEM CUJI BHYTPEHHEIO
nmaBieHus (Cherdantsev, Grigorieva, 2012; Cherdan-
tsev, 2014). IIpuHUIMIMATBHOII OCOOEHHOCTBIO aK-
TUBHBIX 000JI0YEK SIBISIETCS] HEYCTOMUMBOCTD KPYTro-
BOIf CUMMeETpUU (MU30TPOITMM), TaK KaK MPU yBeJIMYe-
HUU CpeIHe KPpUBU3HBI (CXKATUM) 000JIOYKU MEXITY
AKTUBHBIM COKpAIIEHUEM M MTACCUBHBIM PaCTSDKEHU-
€M ee TTOBePXHOCTH BO3ZHUKAET MOJIOKUTEbHAS CBSI3b,
CIIocoOCTBYIOLIAs “BbhIIABIMBAHUIO” 13 000JIOUKHU €e
dparMeHToB, T.¢., IudpPepeHIINPOBKE € KPUBU3HEI
(mogpobHee cm. Cherdantsev, 2014). PasmenecHue
OKPYKHOCTU OJacToAepMBbl Ha YYacTKM C pa3HOI
KPUBU3HOI (TMotoca 1 OOKOBBIE CTOPOHBI IJUIUATICA)
yBEJIMUYMBAET OTHOIIEHUE TepruMeTpa 0JIacToIepMbl
K ee IJIoIIaau, a 3HaUYUT — COIPOTHUBJICHUE OaBJIe-
HUIO, KOTOpOE€ BHYTPEHHME KIIETKHM OJIACTOIECPMBI
OKa3bIBalOT Ha €€ BHEIIHIOW I'paHUIly (Mojroca dJi-
JIUTICA AEUCTBYIOT KaK TeoMeTpudecKue pedpa XKecT-
KOCTU 000JI0UKHM).

Paznuuust B KpyuBU3HE MPOTUBOMOJIOXHBIX CTO-
pOH 3juIMIca, Ojaromapsi KOTOPBIM OJacTtoaepma
CTAaHOBUTCSI OUJIaTePaIbHO CUMMETPUYHON, BO3HU-
KalOT I10 TOM 3Xe MpUYrHe. AKTUBHOE HATSI3KEHUE BbI-
1lIe Ha MeHee UCKPUBJICHHOI, a TTaCCUBHOE PacTsKe-
HUEe — Ha 0oJiee UCKPUBIIEHHOM MOBEPXHOCTH, UTO
YCUJIMBAET aKTUBHOE COMNPOTUBJICHUE OOOJOUYKU €€
MMACCUBHOMY pacTsskeHUIo (cM. puc. 4a). C BO3HUK-
HOBEHMEM LIEHTPOOEKHBIX MTOTOKOB KJIETOK, pacTs-
TMBAOIINX OJacTomepMy, pa3iauuvst B KPUBU3HE

OHTOTEHE3 Ne 1

TOM 47 2016



N3MEHYMNBOCTDb KOJIMYECTBEHHO-MOP®OJIOTUYECKHNX ITPU3HAKOB 63

000JIOYKH HUBEJIMPYIOTCS, HO €€ BRIpaBHUBaHUE He-
M30eXHO BemeT K yTpaTe KpPyroBOM CHUMMETPUM B
pacripenieJieHUU KJIETOK KpaeBO 30HbI 06J1aCTONePMBbI
(puc. 46). VickpuBieHue TpaeKTOPUIA IBIDKEHUS KIIe-
TOK (KJIETOYHBIX ITOTOKOB), MOKa3aHHOE Ha puc. 40,
BO3HMKAET U3-3a TOTO, YTO UCXOJHO MEHEee UCKPUB-
JICHHAsT TIOBEPXHOCTD Jierde MOaAaeTCs MacCHBHOMY
PaCTSKEHUIO, YTO TOJIKHO YPAaBHOBEITUBATHCS CTSI-
IrMBaHUEM KJIETOK B 3Ty 00JIaCTb, T.€., KOHBEPTeHIIM -
el TpaeKTOPUi MX IEHTPOOEKHOTO TBUKEHUSI.

AcuMMeTpust KpUBU3HBI, MAKCUMAaJIbHAs B CAMOM
Havajie 3ITMOO0INH, YMEHBIIIAeTCs TI0 Mepe pasielie-
HUS OJlacTOoAepMBI Ha LISHTpaJIbHYI0 (3—4 cios KJiie-
TOK) ¥ KpaeByIo (5—6 c10eB KJIETOK) 30HY (TOYKM 3—
9 Ha amnupuyeckoit kpuBoit M1 Ha puc. 3). OHa BO3-
pactaeT nocie oopazoBanus 3111, korma cpemHuii pa-
JINYC OKPY>KHOCTH OJ1aCTOAEPMbI CHOBA YMEHbIIIAeT-
cs (touka 10 Ha puc. 3), a TOJNIIMHA KpaeBO 30HBI
HAYMHACT YMEHbIIAThCS U3-3a paguaaibHOM MHTEp-
KaJsauuu KiaeTok. MHTepKansius, Bo3HUKAaloIIasi B
OTBET Ha IaJicHUEe aKTUBHOTO HATSKEHUSI TPaHUIIBI
pasnena OJlacTomepMbI C 3KEJITKOM, HaYMHAETCS
paHbllle U UAET ObICTpee Y BEHTPAJILHOTO MOJIoca, a
Ha MPOTHUBOIIOJIOXHOM (AOpCaJbHOM) TIOJIIOCE, TIe
3aknanbiBaeTcsd 3111, kpaeBast 30Ha Oy1acTOOEPMEI OT-
TATUBAETCSI Ha3ad M OOHaXkaeT KpaeBoil mepudiact
COBEPILIEHHO TakK ke, KaK B OMHOM U3 CEKTOPOB OJia-
cToiepMbl B Havaje snubonuu (Hekmonosa v np.,
1999, 2007). Takum obpaszom, ¢opmupoBanue 3111
3aBepiaeT MOpGOoreHeTUUYeCKUi 1IMKJI, BO3Bpalas
OKPYKHOCTB 6JIaCTOAEPMbI K MAKCUMAJIbHOM pa3HO-
CTU HATSDKEHUS ee TPOTUBOIIOJIOXKHBIX CTOPOH, Ta-
KOM, KaK B Havajie MUO0IUN.

Hzmenuusocmov uHOUBUDYANbHBIX MPACKMOPULL
pazeumus 6 npouyecce ghopmuposanus B noasprocmu

Btopoit MakcMMyM aCUMMETPUU OIIpEIeIsieT Me-
cto dopmupoBanusg 31I. MoxHO TpenIToaoXKnTh,
yro aud@epeHIMpoBKa KPUBU3HBI OKPYKHOCTH
OGiacToAepMBl B Havajie SIMOOIMU TaKKe SIBJISICTCS
OB muddepeHIMPOBKOIA, HO AEI0 OKAa3bIBAETCS
CJIOKHEe U MHTEPECHee.

IIpocnexuBast pa3BUTHE MHAWBUIYaAJIbHBIX 3apPO-
IbIIeii co cTaHmapTHOM (aHMMaJbHBIM IIOJIOCOM
BBEpPX) TIIATEJIFHO KOHTPOJMPYEMOM OpUEHTAIINE 1
YEeTKO BBIPaXX€HHOI HavYaJlbHOM aCUMMETpPHUEN I10-
JIIOCOB GJ1aCTOAEPMBI MOXKHO W3MEPUTH, C TOYHO-
CTBIO 110 45°, YIIIOBOE pacCTOSIHUE MEXKIY IPEarnoia-
raeMbIM MCXOIHBIM MOJIOKEHUEM JOPCAIBLHOIO IOJIoca
n MectoM 3akianku 31II. YacrotHoe pacmpeneyieHUe
BEJIMYMHBI 3TOTO PACCTOSIHUSI MMEET JBE MOIbI — OC-
HOBHYI0, Koraa 3111 3aknampiBaeTcs Kak pa3 y TOro Kpast
O1acTonepMbl, KOTOPBII OTTSATMBAJICS Ha3ad B Hayaje
BMUO0JINU, U AOTOJHUTEIbHYIO, KOTAA OH 3aKJIabl-
BaeTCs HA MAaKCUMAaJIbHOM pPacCTOSSHUU OT 3TOr0
Kpas (puc. 5).
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Puc. 5. Pacnpenenenue yactoT (f, opauHara) BEJIUYUH
yrjoBoro paccrositHus (X, abcipcca) MexXmay 30HOM co-
KpallleHMs IepuMeTpa 6J1acToaepMbl B Hauasie MO0
(cepast cTpenka) 1 30HOM, rme obpasyercs 31 (uepHas
crpenka). Llndpbl Hag KOJIOHKaMU TMCTOTPaMMBbl — YKC-
J10 3apOJIbILIEH.

B ob6oux ciygasix mepBoHadaabHas TuddepeHIIn-
pPOBKa KPUBU3HBI OKPY>XXHOCTHU OJIACTOAEPMBI SIBJISI-
ercsa dakropom B muddepenumposku. Ilpu oc-
HOBHO# Mofe nerepmuHauuu B pasauunii (puc. 6)
YMeHbIIIeHUE JIOKAJIbHOM KPUBU3HBI (pucC. 6.1, HaKO-
HEYHWK), a 3HAYNUT, POCT aKTUBHOTO HATSKEHUS Ha-
PYXHOI rpaHUIIBI TAaHHOTO CerMeHTa 0JIaCTONEePMBI B
HayvaJjie 3100 ypaBHOBEIINBAETCS CTSITMBaHEM
KJIETOK 6JIaCTOIEePMBI K 3TOM TpaHuIle. PocT ToKaib-
HOIi KOHIIEHTpallMM KJIETOK Yy Kpas OJjacToiepMbl
BBbI3bIBaeT oOpa3oBaHue 3adyaTka 3K (3Be3mouka Ha
puc. 6.5, 6.6 1 6.9), KOTOPHIi1, IO Mepe pacIpocTpa-
Henus 3K BIoab KpaeBoit 30HBI OJ1acTOmEepMBI (TTYHK-
TUPHBIE CTPEJIKK Ha pHC. 6.9), CTAHOBUTCS LIEHTPOM KOH-
BEPreHINM KJIETOUHBIX ITOTOKOB (CTpesikKi Ha puc. 6.10),
dopmupyrommx 3111.

I1pu nonosHUTENILHOM MOE (puc. 7) BHaYaje BCe
MIPOVCXOAUT TOYHO TaK Xe (puc. 7.1—7.6), HO Ucxom-
HBI1 3a9aToK 3K “pacmuibiBaeTcs” mo Mepe pacIpo-
crpaneHns 3K Ha TPOTUBOIIONOXHYIO CTOPOHY OJra-
CTOJEPMBI, YTO XOPOIIIO BUIHO, €CJU CPAaBHUTh 00-
JIACTh pa3pbIiBa MYHKTUPHBIX CTPEJIOK Ha puc. 6.9 u
7.8. B pesynbTaTte, JOKaIbHAS KOHIIEHTPALNS KJIETOK
KpaeBOi 30HbI OKa3bIBAaeTCSI MAKCUMAJIbHOU He B 00-
JIaCTM 3aKJagku, a B objactu 3aMbikaHusg 3K (cM.
puc. 7.8), KoTopas 1 CTAaHOBUTCS LIEHTPOM KOHBEP-
TeHIMN KJIETOYHBIX IMOTOKOB, a 3HAYUT, MECTOM
dopmuposanus 3111 (puc. 7.9).

C TOYKHU 3peHUsI TEOMETPUN KJIETOUHBIX ABUKE-
HUI MexaHn3M BodHukKHoBeHUs 311 Ha nByX mpoTH-
BOTIOJIOKHBIX TTOJIOCax OJIacTOAEPMbI COBEPIICHHO
oguHakoB. CTaHOBUTCS MOHSITHBIM, ITOYEMY B OITBI-
TaX C KyJIbTUBHUPOBAHUEM W30JIMPOBAHHBLIX (dpar-
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Puc. 6. Dtanbl hopmupoBanus B monsipHoctu mpu oo6pazoBanuu 3111 B 30He cokpallieHus iepuMeTpa 61acToiepMbl B HaYa-
sie anmbosiuu. Ludpsl — HOMepa rocienoBaTeIbHbIX U3MEPEHUI OTHOTO 3apOoJibIlIa, OPUEHTUPOBAHHOIO aHUMAJIBHBIM TO-
JIIOCOM BBEPX: HAKOHEUHUK — COKpallleHHe IMepuMeTpa 6JacToepMbl ¢ OOHaXKEHUEM KpaeBoro repubiacTa, 3Be3104Ka — Ha-
YaJio OYepuYMBaHUWs BHYTpeHHel TpaHuisl 3K, MyHKTUpHBIE CTPENKA — JlaTepajbHOE PACIpOCTpaHEHWE ITOI TPAHUIIHI,
CIUIOLIHbBIE CTPEJKU — KOHBEPreHLIUs KJIETOUHBIX TOTOKOB, (hopmupytommmx 3111,

MEHTOB OJylacTomepMbl Ha cTamuu 3aMbiKanums 3K
0OCeBBbIE CTPYKTYphl In(hEPEHIIUPYIOTCSI ¢ MaKCH-
MaJIbHOI M paBHOI 4aCTOTOM U3 NOpCaIbHbBIX U BEH-
TpaJdbHBIX (pparmeHToB (HekmiomoBa w mp., 1999,
2007). B onblTax ¢ yaajgeHUEeM LIMTOIIa3Mbl KpaeBbIX
OJjlacToMepoB Yy 3apoapiiiieil BbioHa 3111 oObIuHO 3a-
KJIaAbIBaeTCsI Ha OIIEPHMPOBAHHOI CTOpPOHE 0acTo-
JIIEPMBbI, Y Kpasi, K KOTOPOMY B IIPOIIeCCE 3aKMBICHUSI
paHbl cTsruBaercst GOPMUPYIOIIMIICS KpaeBoii Iie-
pubJiact, u rae, cJiefoBaTeIbHO, PACTET HOBEPXHOCT-
HO€ HaTsDKeHHME T'paHUILIbI pasaeiia 0JacTOAEPMBI C
xkenatkoM (MBamkuH, Yepoanues, 2012). Bennuuna
aKTUBHOIO HATSDKEHMsI 3TOM I'paHUIILI pacTeT KakK
Npy MHULIMALWW, TaK ¥ IIpu 3aMblKannn 3K, geM,
OUYEBUIHO, U OOBSICHIETCS KOHKYPEHLUSI 3TUX
y4yacTKoOB 3a oopa3oBaHue 3111.

DBOMIOLIMS OHTOTeHEe3a OOBIYHO BeleT K (pUKca-
OUU JeTePMUHUPOBAHHOI  TOC/IEN0BaTEeIbHOCTHU
cranuii pazsutus (Cherdantsev, 2014), Takoii, Kak Ha
puc. 6, 1 13-3a 9TOTO KAXETCSI, YTO U CAMO Pa3BUTHE
0e3 Hee HEBO3MOXHO. B IeCTBUTEIBHOCTU 3TO HE
TaK, YTO JOKA3bIBACTCS CYILLIECTBOBAHUEM IOIIOJTHU-
TeJIbHOM Moabl nerepMmuHanuu B ocu (cm. puc. 7),

BO3HUKAWIIEH 13-32 HEYCTOMUYUBOCTU (MJIM MeTa-
crabunbHOoCcTH, cM. bemmuues, 1990) usoTpomHoit
¢dopMBI, Korma NpUYMHONM BO3HUKHOBeHUs J[IB
ACUMMETPUU SIBJISIIOTCSI  CIIydaiiHble (IIyKTyaluu
TUIOTHOCTU PACIIOJIOKEHUSI KieTOoK. MIyKTyalluw,
BedyllIue K POCTY JIOKaJTbHOM KOHLIEHTPALMU KJIETOK
U CIOCOOCTBYIOIINE BO3HUKHOBeHUIO 311 Ha He-
OOBIYHOM MecCTe, HanboJiee BEPOSITHHI B 00JIaCTH 3a-
mbikaHust 3K, HO BEpOSITHOCTb, UTO MPU 3TOM BO3-
nukHeT 3111, HaxomuTca B 0O6paTHOI 3aBUCHUMOCTU
OT UHTEHCUBHOCTHU CTSITMBAHUS KJIETOK K ITPOTUBO-
MOJOXHOMY Kpalo 6JacToaepMbl, ¢ KOTOpOro obpa-
3oBaHue 3K HaUMHAIOCK.

Jlo obpazoBanusg 3K BeqmumHa MaKCUMaJbHOTO
JramMeTpa 61acToaepMbl He BO3pacTaeT, U TO, UYTO Ka-
XKeTcsI 0OpacTaHUEM 3KEJITKa, SIBIISIETCS. pe3YyJIbTaTOM
BBITISTYMBAHMS IIOBEPXHOCTH pasaesia 01acTOIePMBbI C
XKeaTKoM (repubiaacTa), YMEHBIIAIOMIEH BEJIMYUHY
CBOETO aKTUBHOTO HATSLKEHUS M, COOTBETCTBEHHO,
YBEJIUYMBAIOIIEHN CBOIO IUIOIIAAbh U KPUBU3HY BMECTE
C TJIOIIAIbIO U KpUBU3HOI caMoii 6iacTonepmbl. Oc-
HOBHOM, U I10 CYTH €IMHCTBEHHOU aKTUBHOUN KOMIIO-
HEHTOH KOJUIEKTUBHOTO IBUKEHUSI KJIETOK SIBJISIETCS
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Puc. 7. Dransl hopmupoBanust JIB nonsipHocTu nmpu obpazoBanHuu 311 HanmpoTuB MecTa cCoOKpallleHUs IepuMeTpa Gactonep-
MBI B Havaste ann6osmn. O603HaYeHUS Te XKe, 9TO Ha puc. 6.

panvanbHass MHTEPKAISAIWS, Bemylas K yMeHbIIe-
HUIO YHCJIa KJIETOYHBIX CJIOEeB OJI1aCTOIEPMBI M, COOT-
BETCTBEHHO, YBEJIMUYCHUIO €€ TUIOMIaaW TP HEIo-
IBIDKHOCTH ee KpaeBblx Todek (Warga, Kimmel,
1990; Hexunonosa u ap., 2007). [Tocne o6pa3zoBaHus
3K snuboaust CTaHOBUTCS OJTHOM U3 KOMIIOHEHT OC-
HOBHOTO TacCTPYJISAIMOHHOTO IBVKEHUSI, BKIIIOYAIO-
IIIeTo, ITOMUMO MHTEPKAISINH, aKTUBHOE IBUKEHIE
Kpast 3K 1o moBepXHOCTH XeaTKa (yBeJIuyeHue aua-
MeTpa OJacToaepMbl), LIEHTPOOEXKHbIE MOTOKU KJle-
TOK B HampaBieHn 3K 1 KOHBepreHTHbIE TTOTOKM,
HampaBjieHHbIe B 30HY (hopmupoBanus 3111 (Ballard,
1981; Yepmanues, LlBerkoma, 2005; Cherdantseva,
Cherdantsev, 2006).

OnucaHHas Bblllie U3MEHYUBOCTH Ipoiiecca hop-
MupoBaHus 1B monsipHOCTU — YaCTHBIN ciayvait u3-
MEHUYMBOCTU WHIVMBUIYAJTbHBIX TPAaeKTOPUI pa3BU-
Tust. 1 uX U3ydyeHusi JOCTaTOUYHO BBIYUCIUTH KO-
3GbGUIMEHTH CTATUCTUYECKON KOPPENSIIIUA MEXKIY
3HAYEHUSIMU TIPU3HAKOB B CEPUSIX TMOCIIEIOBATEIb-
HBIX W3MEpPEeHUI WHIWBUAYATbHBIX 3apObIlIcit
(Cherdantsev, Scobeyeva, 2012). AHanu3upyst “HIU-
BUIAyaJbHBIC TPAEKTOPUH, MBI IMEEeM ITpaBoO 00beIr-
5 OHTOTEHE3 Ne 1
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HSTh 3apOMBINICH pa3HBIX KJIAIOK, TaK KaK B JAHHOM
ciIydae Hac MHTepecyeT 00I1asi OpraHm3alins N3MeH-
YUBOCTH B TOCJIEIOBATEIBHBIX CEPUSIX M3MEPEHUS
npu3HakoB. KputepneM yCTOMYMBOCTH WHIWBUIY-
aJIbHBIX TPACKTOPHIT MOXHO CUMTATh BETMUYMHY KO-
5GhGUITNEHTOB MOJOXUTEILHON KOPPETISIIINT MEKITY
CepHsMM, a OTCYTCTBHeE (CTaTUCTHYeCKas HETOCTO-
BEPHOCTH) KOPPESIIUM O3HAYAET, YTO JIF00asT MHI-
BUIyaJbHasT TPAaeKTOPHUSA pa3BUTUsS HEyCTONJMBa,
T.€., YTO STUX TPACKTOPHIA IIPOCTO HET.

Ho nosiBienus 311 Npu>XU3HEHHO MOXHO H3Me-
pUTHh TOJILKO caruTTajbHbI (M1) U TomepeyHbIid
(M?2) mepuauaHbl 61actoaepmbl. Koppensinuu Mex-
Iy TIOCJIEIOBATEIbHBIMU CEPUSIMU U3MEPEHUST CATUT-
TaJIbHOTO MepUIMaHa MPEICTaBICHbI HA pUC. 8a B BUJIE
KOPPEJSILIMOHHOTO Tpacda, BKII0YAIOIIEro TOJAbKO CTa-
TUCTUYECKU ITOCTOBEpHBIe Koppessimu 1ipu p < 0.05.
YToOkI caenaTh ero MeHee TPOMO3JIKUM, Mbl COKpa-
TWIN YUCJIO TTOCJIeIOBATEIbHBIX CepUil BIBOE, YUU-
TBIBasI TOJIBKO HEYETHBIE HOMEpPa, C TIEPBOTO 10 ICBSI-
TBIN. YMCIIO ¥ BeTMUMHA TTOJIOXKUTETBHBIX KOPPesi-
11 BO3pacTalOT ¢ HOMEPOM CEepUH, YTO O3HayaeT
TMOCTEIICHHYIO CTAaOWJIM3AIIUIO TPACKTOPHII pa3BU-
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Puc. 8. I'padsr koppensitnii B TOCIeI0BaTEIbHBIX CEPUSX U3MEPEHUI TTPU3HAKOB (0003HAYeHMsT TIPU3HAKOB CM. Ha puc. 1,
uMdpbl — HOMEpPa Cepuii U3MEPEHUI) UHAUMBUIYATbHBIX 3aPObIIICH: a — OT Havyasia anubdosuu 1o nossiaenus 31, 6 u B — ot
nosieiieHust 3111 1o aByx TpeTeit arMOonu. YUTEeHbI TOJIbKO CTaTUCTUYECKU TocToBepHbIe (rpu p < 0.001) Koppeasiiuu.

Tus. MaKTOPHBIN aHaINU3 cepuii, 0Opa3yrolux rpad,
BBIIEJISIET ABa (paKkTOpa, B OMVH U3 KOTOPHIX C BBICO-
KUMM (paKTOpHBIMU Harpy3kaMu BXOIIT cepuu 1—3,
a B IpyToil — ocTaJibHbIe CepUU (HaHHBIE HE TIPUBEIE-
HBI). I3 3TOrO Clienyer, YTo UHOAUBUAYaIbHEBIEC TPacK-
TOPUM Pa3BUTHUSI CTAOMIM3UPYIOTCS C YIPOIIEHUEM
¢GOopMBEI OJ1aCTOIEPMBI, I YeM cjiadee TIepeXoabl MeX-
Iy pagyraabHO CUMMETPUYHON M OMIaTepaibHO CUM-
MeTpudHoi (hopmoii (cepun 4—9, cM. puc. 3), TeM BbI-
11I€ YCTOMYUBOCTh TPACKTOPUIA.

IMocne mogsinenus 3agyatka 311 mosgBisieTcs Bo3-
MOXHOCTb MPOCISAUTh UHAUBUIYATbHbBIE TPACKTOPUH
M3MEHEHUSI TIPU3HAKOB Ha ONTUYECKUX CAardTTaIbHbIX
cpe3ax. Ha puc. 86, 8B mokazaHbl KOpPPEISIIIMOHHEBIC
rpadbl npru3HakoB 7d u TV, XxapaKTepU3yIOLIMX MaKCH-
MaJIbHYyIO TONIIMHY OjacTomepMbl B ooiactu 311 u B
obsactu 3K Ha IMPOTUBOMNOJIOXHOM (BEHTPAIbHOM)
noJjroce (cM. puc. 2). Bo Bpemst ractpyisiiuu ¢popma
M3MEHSIETCST ObICTpee 1 3aMeTHee, YeM Ha JOracTpyiisi-
IMOHHBIX CTAOUsIX, IO3TOMY B KOPPESILIMOHHBIE Ipa-
(bl BKITIOYEHBI BCE TOCJIeIOBATEIbHbIE CEPUN U3Mepe-
HUI, OT cepuu 9 1o cepuu 13 (IBe TpeTU SMUOOIUM).

B HavanbHOI cepumn — cepuu 9, B KOTOpOit HAUM -
HaeT popmupoBaThes 31 — TonmmHa 1opcaabHOTO

Taomma 1. daxkropHblii aHanu3 npu3HakoB 7d u 7V B 1o-
CJIEIOBATENBHBIX CEPUAX MPYKU3HEHHBIX N3MEPEHMI

®dakropHbic Harpy3ku 7d | DakTopHBbIe HArpy3Ku TV
(onuH akTop) (onuH akTop)
7d9 0.4 ™9 0.7
7d100.8 7v10 0.9
7d11 0.9 V11 0.9
7d12 0.9 V12 0.9
7d13 0.9 V13 0.9

ITpumeuyanue. CTaTUCTUYECKM ITOCTOBEPHBIC (PaKTOpHBIE Ha-
IPY3KU BBIIEIEHBI XKUPHBIM IIPpUGTOM, IJIsi 000MX MPU3HAKOB
M3MEHYMBOCTD BCEX CEPUIA YKIIAIbIBaeTCSI B OMUH (haKTOP.

Kpasi OJlacTomepMbl BbINIagaeT U3 OOIIeil CUCTEMBI
KOppeJISILMi TOYHO TaK Xe, KakK B HauaJie 3Mu0oaIuun
BBITIAJAJIM U3 Hee TepBble CepUr U3MEPEHUIT carut-
TaJIbHOTO MepUaraHa 6iactoaepMbl. s Bcex cepuii
¢dakTOpHBIII aHAJINU3 BBIAEISCT BCETO OAUH (DaKTop,
rae CTaTUCTUYECKU HETOCTOBEpPHA TOJBKO (pakTop-
Hasi Harpyska cepuu 9 (tabs. 1). DTo BNosHe cOOT-
BETCTBYET BU3YaJIbHOMY BIEYATICHUIO, 4TO (opma
3111 Bo BpeMmsI ero 3akjagKyd BapbUPYeT HE3aBUCHUMO
OT OCTaJbHBIX MOPGOJOTMUYECKUX XapaKTEPUCTHK.
MHaye oOGCTOWUT [EJI0 ¢ BEHTPAIbLHBLIM KpaeM: ero
TOJIIIMHA B cepuM 9 He BBINAZAeT U3 KOPPEIISIIINOH-
Horo rpada, a npu (HakTOPHOM aHAJIW3e B €IWH-
CTBEHHBII BBIIEIEHHBIN (PAKTOP BXOOSIT BCE CEPUU C
¢akTOpHOI HArpy3Koii, OJM3KOi K emuHuile (CM.
Ta6a. 1). Ing npusHaka E, XxapaKTepU3yIOIIeTro CTe-
neHp snubonuu (cM. puc. 1), KoppelsImuOHHBII
rpad yCTpOeH MpaKTUIECKU TaK Xe, KaK TSI TOJIIIH-
HbI BEHTPaJIbHOTO Kpast 6J1aCTOICPMBL.

®dopmupoBanue 311 (cepuu 9—10) cBsI3aHO ¢ pe3-
KMM CTaTUCTUYECKU HOCTOBEPHBIM CKAYKOM B TOJI-
IIMHE AOpCaJIbHOrO Kpasl OJlacToAepMbl, MEHEe 3a-
METHBIM (Ha TpaHU CTaTUCTUYECKON TOCTOBEPHO-
cTn) Ha BeHTpaibHoit ctopoHe 3K (puc. 9). C Touku
3peHus1 popmupoBaHus B paznuyuii, noBTOpsieTcs
KapTUHa, HaOJIofaBIlasicsi B Havajle 3MUOOJUU, C
TOI1 JINIIIb pa3HULIEH, YTO BCE COOBITUS IIPOUCXOAST B
npeneinax 3K. Ha mopcaibHOI cTOpOHE MeXAy BO-
BJICYEHHMEM KJIeTOK B cocTaB 3K, Beaymmm K yToJI-
IIEHUIO 3TOM 30HBI, U BNuboIMeit, Bemylleil K
YMEHBIICHUIO €€ TOJIIMHBI M3-3a €€ PacTSKeHUS
py 00pacTaHUM KJIETKAMM XKeJITKA, OTCYTCTBYET JU-
HaMMYECKOE paBHOBECHME — CHadajla BOBJICUCHUE
KJIETOK OIlepexXaeT 3IMOO0JIMI0, a IOTOM HaoOOpOT.
Ha nopcanpHOii cTOpoHE 3MMO0IUST HE MOXKET IIPO-
JIOKaThCS MHade, Kak yepe3 “TIpoTajJKuBaHue” Kile-
tok 3111 B 6onee rmydokue cinou 6aactonepmbl (War-
ga, Kimmel, 1990), u3 4ero ciemyet, 4To (popMUpPO-
BaHME OCEBOI Me30epMbl — IIPSIMOE CJIEICTBUE
opranmn3anun MopdgoreHe3a. Ha BeHTpambHOIT cTO-
OHTOTEHE3 Ne 1
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Puc. 9. 3aBucuMoCTb TOMIMHBI nopcanbHOro (7d, uep-
HbIe OKPYXXHOCTH) U BeHTpasibHOro (71V, cepble MpsMo-
YIOJIbHMKM) OT HOMepa uamepeHus (N, abciucca) B mo-
CJIEIOBATEIBHBIX CEPUSIX U3MEPEHUS KUBBIX 3aPOJIBIIIICH
ot nosinieHust 31 (cepust 9) no nByx Tpereil AanudoIUU
(cepus 13).

poHe oba mpoilecca HaxoAsATCSI B OTHOCUTEIILHOM
pPaBHOBECUM — MO3TOMY TaM He 00pa3yeTcsT OCeBOI
Me30IepMBl — a yMeHbIleHne ToamuHbel 3K mocie
TOT'0, KaK OKPY>KHOCTb OJIaCTOAEPMBI IMPOXOIUT K-
BaTOp siilla, CBSI3aHO C JABMXXEHHUEM KIIETOK BEH-
TpajgbHOTO cekTopa 3K B CTOpOHY HOpCATBHOTO CeK-
Topa (moapobHee cM. Cherdantsev, 2014).

®dakTopHbI aHanmu3 npusHakoB 1d, TV, E n Ta
(TomiHa 6yiactonepmMsl 3a npenenamu 3K) B cepusix 9
u 10 maeT KapTUHY, MpeacTaBIeHHYO B Tabj. 2. Mop-
¢doreHeTHUecKasi UHTEPIIpETALIMS IBYX BbIIEJIEHHBIX
¢akTOopoB OUYeBUAHA — MOJOXKUTEIbHAS CBSI3b MPU-
3HakoB 7d u TV (akrtop 1) o3HaUaeT aKKyMYJISILIUIO
KJieTok B obyiactu 3K, a oTpuiiatesbHasi CBSI3b MpU-
3HakoB 7a u E (dakrop 1I) — anuboauio, nayiyio 3a
CUeT paauajbHONW MHTEPKAISILIMU KIETOK “KpbILIn”
61actogepmel. 1B paznmuuus He BUIHBI Ha (poHE 00-
ILIETO 1151 BCEX CEKTOPOB 0J1acTOIEpMbl HAKOTUIEHUS
KJIeTOK B cocTaBe 3K, HO B ClIeIyIOIINX CEpUsIX, Ha-
yuHas ¢ cepuu 12, Korma oKpy>KHOCTb 6J1acTOIepPMbI
OKOHYaTeJIbHO MPOXOAUT 3KBATOp siilla U ee nua-

METPp HAYMHAET YMEHbLIIAThCsI, KAUeCTBEHHBIC pa3-
JIMYUST JOpCAIbHON M BEHTPAJbHOUM 3MUOOJIUU CTa-
HOBSITCSI OYeBUIHBIMU (CM. Ta0. 2). Ha nopcanbHO
cropoHe (pakrtop 1) TeMIT TMMUTUPYIOIIUM 3BEHOM
SMUOOJMU SIBJISIETCS TOJIIMHA AOPCAJIbHOIO Kpas
OsactoaepMbl (OTpMLIATeIbHASI CBSI3b MEXKIY IMpU-
3nakamu 71d u F), a Ha BeHTpaJbHOI cTOpoHe (dhak-
top II) — Tonmmumua “Kpeim” (HEHTPAILHOM 30HBI)
OsactonepMbl (OTpHULIATEIbHAsSI CBSI3b MEXIY TIpU-
3HakaMu TV u A). Ipyrumu ciioBaMu, Ha TopcabHOMN
CTOpPOHE 3IMUOOIMS JIMMUATUPYETCS M30BITKOM, a Ha
BEHTPAJILHOM CTOPOHE — HEIOCTAaTKOM KOHIIEHTpa-
IIUM KJIETOK KpaeBOM 30HBI OJlacTOASCpMBbI. 3HAUUT,
JIJIST TOTO YTOOBI CKOPOCTh 300N BO BCEX CEKTO-
pax GiacTomepMbl ObLIa OOMHAKOBOI, JOpcajbHas
BMUO0JIMs NOJDKHA OBITh CBSI3aHA C YCJIOXHEHUEM
¢dopmel 3K (yBeTrnueHUEM OTHOLLIEHUS [TIOBEPXHOCTU
K 00beMYy), COBEPILIEHHO TaK Xe, KaK 3TO IIPOMUCXO-
JIWJIO B HaYaje 3MMOO0JMU C OTHUM 13 CEKTOPOB Oj1a-
CTOJEPMBbI, KOTOPBII Yallle BCEro CTaHOBUJICS JIOp-
canbHBIM cekTopoM. O6pa3oBanue 3111 oka3biBaeTCs
IIPOLIECCOM, IIOJIHOCTBIO TOMOJIOTMYHBIM IIPOLIECCY
I dEepeHIIMPOBKY MEPUIUAHOB 0JIaCTOAECPMBI 3a-
JIOJITO 10 Havajla racTpyJisiliii, HECMOTPS Ha TO, 4TO
MPUYMHHAS CBSI3b MEXIY 3TUMM IIpoliecCaMU He
o0s13aTenbHa.

B ciyyae, xkorma oHa oTCcyTCTBOBajia, T.€. Y 3apo-
JIbILIEN JOTIOJTHUTEIbHOM MOIbI pacipeaeaeHus, o-
Ka3aHHOIO Ha puc. 5, B cepusix 9—10 (Havano ¢op-
mupoBanus 31I) Bemmumna 7d ObU1a TOCTOBEPHO
MeHbIIIe, BeJImunHa £ — noctoBepHo Ocobiiie (p < 0.05),
yeM Yy 3apOJbIIIeil OCHOBHOI MOABI, IPU MUHUMAJIb-
HOM pazianuuu BeanduH 7d u Tv. U3MeHYNBOCTE ra-
CTPYJISLIMM YCTPOEHA TaKUM OOpa3oM, 4TO 3apOjIbI-
1IaM HPUXOJMUTCS BBIOMpaTh MEXIY YCKOpPEHHEM
SMMOOMK LICHOM 3amepxku pasputusa 31, wmm
yckopeHueM pazputus 311 11eHol 3aMemIeHIST 211 -
OoJIMK: B TIEpBOM ciaydae oopazoanue 3111 HaunHa-
eTCcsl 10, 2 BO BTOPOM — TI0CJIE€ TIPOXOXKASHUS OKPYXK-
HOCTBIO OJIaCTOIEepPMbl SKBATOPUAILHOM IJIOCKOCTH.
C TOuYKM 3peHrsI MEXaHMKM aKTHUBHBIX OO0OJIOYEK,
YTOJIIIIeHUE Kpasi OKPY>KHOCTH 0JIaCTOJePMBI, pacrio-
JIOXKEHHOM Haj 3KBAaTOPOM, W yBeJIWYeHHUE €€ KpU-
BU3HEI (YMEHBIIICHNE IMaMeTpa) IIOCIe IPOXOXIAe-
HUSI KBaTopa BBI3BIBACT OJMH M TOT Xe 3P (deKT.

Taoauua 2. PakTopHble HATPY3KW MTPU3HAKOB, XapaKTepHU3YIOIINX TMHAMUKY 3MTHOOJUM B ITOCIEIOBATEIbHBIX CEPUSIX
MPUKU3HEHHBIX u3MepeHuit 9—10 u 12—13

[Mpu3Hak ®arop ®axrop 11 ®akrop | ®akrop 11
(cepuu 9—10) (cepuu 9—10) (cepun 12—13) (cepuu 12—13)
7d 0.9 0.0 —0.1 0.9
v 0.9 0.0 0.8 0.2
Ta 0.0 0.8 0.9 0.0
E 0.1 —0.8 —0.2 08

IMpumeyanue. CTaTUCTUYECKU TOCTOBEPHBIE (DAKTOPHBIE HATPY3KHU BBIIEIEHBI XKUPHBIM IpUdTOM, B cepusix 9—10 rpanuiia 6iacto-

IIepMbl Ha YpOBHE 9KBaTopa siiflia, B cepusix 12—13 — 10cTOBEpHO HUXKE IKBATOPA.

OHTOI'EHE3
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Nel 2016
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M3-3a pocra J10KajabHOI KOHIEHTPALMK (TUIOTHOCTH
pacmnojIOXeHNST) KJIETOK BHYTPH KpaeBOIi 30HbI BO3pac-
TAIOT CWIBI JIATEPaJIbHOIO JABIICHYSI, M SHEPreTUIeCKU
BBIXOTHOI (YMEHBIIAIOIIEH OTHOIIEHE 00beMa Kpae-
BOI1 30HBI K IUIOIIAAU €€ TTOBEPXHOCTU) CTAaHOBUTCS
nuddepeHIMpoBKa KPUBU3HBI OKPYKHOCTU 0JacTO-
nepMmbl. KaHanuzaiyst 13MeHYMBOCTH, T.€., CYILIECTBO-
BaHME KaK MUHMMYM OBYX aJIbTePHATUBHBIX U 3K-
BU(UHAIBHBIX c1oco00B pa3Butus 311 — no u mocie
MIPOXOXICHUSI 3KBaTOpa — OKa3bIBaeTCs HEeu30exK-
HBIM CJICACTBHMEM CaMOro MEXaHM3Ma 3SIUO0IUN.
PazButue 3111 1o mpoxoxKaeHUs 5KBaTOpa BO3MOXKHO
JIMIIb TIPY CWJIBHOM pa3inuuu TojamuHbel 3K Ha mpo-
TUBOITOJIOXKHBIX MOJII0caX 0J1aCTONEPMBI, a ITOCTIe DK-
BaTOpa €ro NpUINHON SIBJISIETCS IIOTEPS] YCTOMINBO-
CTU paguajbHOil cuMMeTpum, U Teopetmdecku 3111
MOXKET Pa3BUBATHCS TaXKe IIPU OTCYTCTBUM UCXOTHBIX
JB pazmuunii B tomnuHe 3K, T.e., 6¢3 BCSIKOI CBSI3U
C IpeauIecTBYOIMU 1o BpeMeHu ctagusiMu (Cher-
dantseva, Cherdantsev, 2006; Cherdantsev, 2014).
N3menunBocTh mpoiiecca dopmupoBanus 311 B
TOYHOCTHA TOBTOPSIET M3MEHUYMBOCTH cItoco6oB JIB
pa3MeTKH 61acTomepMbl 1o obpa3zoBaHus 3K.

Bzaumodeiicmeue akmuenvix U NACCUBHBIX
MexaHu1ecKux Hanpsiceruil npu popmuposarnuu /1B
PazAuHUll Ha 002ACMPYASIYUOHHBIX CINAOUSIX PA3BUMUSL

Ha ¢ukcupoBaHHOM MaTepuajie U3MEHUYUBOCTD
W3y4YaJIu Ha CTaauu 8+, COOTBETCTBYIOIIEH TpeThe—
ISITOM CEpUsIM TPUKM3HEHHBIX HAOMIOACHUN. YUu-
ThIBasi CylLlIECTBOBAaHUE ABYX Pa3HbIX MOJ JE€TEPMU-
Hauuu B pasnmumii, onpeneneHne 1opcajbHOTO M
BEHTPAJILHOTO IMOJIIOCOB ObLIO, 10 U3BECTHOM CTeTe-
HU, YCJIOBHBIM: YTOJIIEHHBINH Kpail 0JacToaepMbl C
0oJIbllIelt BEIMYMHOM KPaeBoOTO yIjia MeXIy HapyXK-
HOW Y BHYTPEHHEU IOBEPXHOCTHIO CUUTAJICH JIOP-
callbHBIM KpaeM. [lnomans V/S, nusmepeHHas ¢ 1o-
MOIIIBIO TIpOrpaMMBbI AxioVision, IBJISIETCSI MEPOIi OT-
HOlIeHUs1 oObeMa OyiacToAEpMbl K TUIONIAAU €€
MOBEPXHOCTH, BKJIIOUasi MOBEPXHOCTh €€ paszesa C
JKEJITKOM: MPU HEeMOABUXHOCTU KpaeBbIX TOUYEK 3Ta
BeJIMUMHA MaKCUMaJlbHa TIpU HYJEBOW KpPUBHU3HE

9TOI MOBEPXHOCTU M YMEHBIIIAETCS IO MEpe €€ BbI-
MISTYUBAHUS B CTOPOHY OJIAaCTOASPMBI.

Pesynbrarhl (pakTOpHOrO aHaiaM3a IIPU3HAKOB,
IMOKa3aHHBIX Ha pHC. 2B (32 UCKITIOUEeHWEM TIpyu3HaKa H),
B 00beAMHEHHOI BEIOOPKE 13 11 K1agoK UKPHI, OTLIO-
JIOTBOPEHHOM pa3HBIMU caMIaMU (HEKOHTPOJIUPYEMOE
OIUIONOTBOpEHME), TpeacTaBieHbl B Tadd. 3 (obias
rpynmna). TonmHa fopcaibHoro (7d) 1 BEeHTpaJibHO-
ro (1TV) kpas 61acTomepMEBI, a TaKXKe TOJNIIMHA 1IeH-
TpajibHOI 30HbI ( 72) SIBISTIOTCSI KOMIIOHEHTaMU OTHOTO
¥ TOTO e BeKTopa u3MeHInBocTH (hakrop I). OueBui-
HO, YTO 3TO KOMITOHEHTHI IIpoliecca paauaJIbHOM MH-
TepKaJISIIUU, BEAYIIETO TP HOPMaJIbHOM XOJe pa3-
BUTHS K YMEHBIITCHUIO TOJIIIUHBI 0J1aCTOAEPMBI U OT-
HOIIEHUSI ee oObeMa K TUIOIIAAU €€ MOBEPXHOCTH.
TakuMm o6pa3oM, B XoIe pagraabHON MHTSPKAJISIIUUN
BO3HUKAIOT aKTUBHBIE CUJIBI JIaT€paJIbHOTO NaBiie-
HUSI, HE TIPOCTO YBEJIMYMBAIOIINE TUIOIIAIL OJIacTO-
JIEpPMBI, HO U N3rndarnie GopMUpYIOIIUICST STTUTE -
JIMAJIbHBIN MJ1aCT, yBEIMYNUBAsl €10 KPpUBU3HY — U3-3a
ATOI'0 ¥ BO3HMKAET, TP HAOIIOACHUH in Vivo, NILTIO-
3us oopactaHus xkeaTka. Benumaunel D n E aBagrorcs
KOMITIOHEHTaMU BTOPOTO BeKTOpa WM3MEHUYMBOCTHU
(daxkrop II), m UX COBMECTHEII POCT OTpaxKaeT I1ac-
CHBHOE PACTSKeHHME IIOBEPXHOCTH 0JIACTOAEPMBI 10T
JNIEACTBMEM CaMMX KJIETOK OJacToAepMBbl, IBWXKY-
IIMXCSI B CTOPOHY HAPY>KHOI IIOBEPXHOCTU U PaCTSI-
ruBaiomux ee. Poct nnameTpa moBepXHOCTH pasziesia
61actoaepma/xenTok (D) u “HaTsruBaHue” 6J1acTO-
JIepMbl Ha XeJITOK (pPOCT BeIMYMHEI F) — 3TO, ode-
BUIHO, ITacCUBHAa (YIIpyrasi) peakius IIOBepXHOCTHU
OnacTogepMbl Ha BHYTpEHHEE OaBlieHWE, CO3daBae-
MO€ TOM Xe€ paaraibHOM MHTEPKAJISLIEH.

EanHCTBEHHBIM OTJIMYMEM OT B3aUMOJIEHCTBUA,
BHITEKAIOIINX 13 (paKTOPHOIO aHa/IM3a U3MEHUYNBO-
CTH OoJiee TTO3THUX CTaguii pa3BUTHS (CM. Tabi. 2)
SIBJISIETCSl pa3defieHue MeXay pa3HbIMU (haKTopaMu
Bkiaga BeanyuH 7d, 7V (dbakrop 1) u 7a (paxkrop 1I).
Takoe paszneneHMsI SIBISIETCS €CTECTBEHHBIM CIEH-
cTBreM oOpaszoBaHus 3K 1 KoHIeHTpauuu Mopdo-
reHe3a UMEHHO B 3Toi1 30He. B Tabi1. 3 mpencraBieHbI
TaK:Ke pe3yJIbTaThl (PaKTOPHOTO aHAJIM3a TeX XKe IPH-
3HAKOB B BRIOOPOYHOM TpyIine 3apoblileit, y KOTo-
pBIX BeanuuHa V/.S MeHbllIe ee cpeIHero 3HaAYCHUS

Ta6auna 3. dakTopHbIe HATPY3KU MPU3HAKOB B OOIIICI IPYIIIe 3apoAblieii, (PUKCUPOBAHHBIX B Havajle AMMOOINU, U B
BBIOOPKE 3apOIBIIIEi ¢ BEIMYMHOI OTHOIIIEHUs 00beMa K TUIOIIAIU TOBepXHOCTH OyiacTonepmsl (V/.S), MeHbliIeit Tpymn-

nosoro cpenHero (V/S < M)

MonsHak ®akrop I ®akrop 11 ®dakrop I ®akrop 11
P (o61mast rpymnria) (o611as rpymra) V/S< M) V/S< M)
Td 0.8 —0.1 0.8 0.4
v 0.9 0.5 0.8 —0.1
Ta 0.7 0.1 0.2 0.7
E 0.1 0.7 —-0.2 —0.8
D 0.1 0.7 —-0.2 —-0.8
IMTpumeuanue. CTaTUCTUUYECKU JOCTOBEPHBIE (haKTOPHbBIE HAIPY3KHU BbIIEIEHbI XXUPHBIM LIPUQTOM.
OHTOTEHE3  Tom 47 Ne 1 2016
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IxI

E H H
1v
QEY 2
D D
H(Ix 1) < HI x II)
D x T) > D(1I x I)
IIxI EdIxT1)>EIIxT)
H
<) H Tv(I x 1) > Tv(I x IT)
Ty Tv
Ty A

Puc. 10. MarepuHckuii 3(p(peKT B KOHTPOIMPYEMOM CKpellmBaHUU: stita Kianok I u 11, orutogoTBopeHHBIE criepMoit camiia 1.
Jost kaxknoit rpynnst (I X 1w 11 X T) npeacraBieHsb! 1Ba KOHTPACTHBIX MHAMBUAYATbHBIX BApMAHTA CTPOSHMSI 3apOJIbIlla Ha ca-
TUTTaJIbHOM aHaTOMUYEeCKOM cpese (CT. 8+). B mpaBoii mosioBrHe prcyHKAa NpeACTaBRIeHbI CTaTUCTUIECKU 1ocToBepHbIe (ripu p < 0.05)

pasinmuudg KOJII/I‘{SCTBEHHO-MOquOIIOI‘I/I‘IGCKI/IX XapaKTCPUCTUK.

atoii BenmuuHEL (V/S < 102). B naHHOM ciiy4ae MBI
HCIIONIb3yeM BeIUUuHY V/S Kak mapamMerp, ITO3BOJIS -
IOIIMIA BBIICIUTD TPYIINY 3apOAbIlIeii ¢ 0oJiee BhICO-
KMM OTHOIIIEHHWEM TIJIOIIAIM OJIacTOOEePMBI K €€ 00h-
€My U, COOTBETCTBEHHO, OOJIbIIIEH BEIMYMHOMN BKJIa-
J1a B MOp(oreHe3 akTUBHOTO pOCTa ITOBEPXHOCTH 3a
CUeT MHTEePKAJISILIUU KiIeToK. KapTuHa noiaydyaercst B
MPUHIIMIE Takas Xe, Kak Iocie obpasoBaHus 3K
(cM. Tab. 3).

Takum ob6pa3zom, Mpu HOPMAJIbHOM XOJIe 3MUO0-
JIuU yepenyroTcs GopMbl C BBICOKUM U HU3KUM OTHO-
IIEHUEM IUIOoIIaaY 6J1acTOAEPMBI K €€ 00beMy, TTIPUIEM
(OPMBI C BBICOKOI BEJTMIMHOM 3TOTO OTHOILIEHUS TTPO-
CTPAaHCTBEHHO HEOAHOPOAHBI, YTO TMOApPa3yMEBAECT
IrpdepeHIMPOBKY 01acTONEPMBI HAa LIEHTPAJIBHYIO U
KpaceBylo 30HY, a Takke B muddepeHmpoBKy ca-
MO KpaeBoi 30HbI. CABUT U3MEHYUBOCTH B CTOPOHY
¢dopM € BBICOKMM OTHOIIIEHUEM TIJIOLIAIN K O0BEMY
FOBOPUT 00 YBEJIMUYEHUM BKJIaga aKTUBHBIX Harlpsi-
JKEHU, BBI3BIBAEMBIX CUJIaMU JIaTEPAJIbHOTO aBJie-
HUS, U HAoOOpOT, TPU YMEHBIIEHUU UX BKJana
JIOJDKHA BO3pacTaTh J10JISI MPOCTPAHCTBEHHO OJIHO-
POIHBIX (hOPM.

MMeHHO Takoro poja CABUTU TIPOUCXOIWIN B
OIBbITaX C KOHTPOJUPYEMBIM CKpelllMBaHUEM, T.€., Y
3apojblllieli pa3HbIX KIIAaloOK, OIJIOAOTBOPEHHBIX
criepMoii ogHoro camia (MaTepUHCKUU 3(hdeEKT),
WM Yy 3apoAdblllieil OMHOI KJIagKu, OIIOJOTBOPEH-
HOM CIIEpMOIi pa3HbIX CAMIOB (OTLOBCKUIA 3(PdeKT).
TunuuHBIN TpUMep YETKO BhIPak€HHOTO MaTepUH-
ckoro 3ddekTa nmpencrasiieH Ha puc. 10, roe oTmede-

OHTOTEHE3 Ne 1

TOM 47 2016

HBI TIPU3HAKW, 3HAYCHUST KOTOPBIX JOCTOBEPHO pa3-
Judanuchk 1pu p < 0.05.

Paznmuuus Benmuuun H, E u D oTpaxaroT pa3Mmep-
HBIC pa3InuMs SUIl ABYX KJIamoK. B Oosee Menkmx
sitiax (kinagka I) otTHocuTenbHO 0OoJIbIe CBOOOTHOM OT
xentka umroriasMmbl (KopBuH-IlaBmoBckast u map.,
1996), mosTOoMYy ellle IO Hayajla SIIMOOIUU TUAMETP
MOBEPXHOCTH pas3esa 0JacToaepMBbI C XeJITKoM (D)
JIOJDKEH OBITh 00J1bIIe. COOTBETCTBEHHO, BO3pAaCTacT
BKJIaJl B 3IMO0INIO pagualbHON MHTEPKAJISIIINY KJTe-
TOK, T.€., B SIiillaX C OTHOCUTEJIbHO MEHBIIUM OObe-
MOM 0J1aCTOAEPMEI IOBEPXHOCTh €€ pa3ieia C 3KeJIT-
KOM JIOJDKHA CIJIbHEE BBIIISTYMBATBCS, IPUBOIS K PO-
cty BeJImurHbl E. UTo Xe KacaeTcs BenuuuHbI V/.S, To
OTCYTCTBME IUISI Hee pasinuyuii Mexay Kiaagkamu 1 u
II ToxXe 0OBICHUMO: TP OOJIBIIEM OTHOCUTEIBHOM
obbeMe OJlacToaepMbl TMOBEPXHOCTh €€ pasjaeiia C
JKEJITKOM BBITISTYMBACTCS CHJIbHEE, YTO, B YACTHOCTHU,
BeIeT K CYILIECTBEHHOMY YBEJIMUYESHUIO pa3Mmepa OJ1a-
croueis (cM. puc. 10). Ces13p MaTepuHCKOTO 3P dheK-
Ta C pa3MEpPOM SIUII IIOATBEPKIAAECTCS TEM, UYTO OIM-
CaHHbIE PA3JIMYMSI BOCIIPOM3BOISTCS B OITBITAX C Ya-
CTUYHBIM yIaJ€HUEM XKeJITKa, BEAYIIMX K YBEIMYCHUIO,
U OIIBITAX C YIAJICHUEM LIMTOIUIa3Mbl 0J1aCTOMEPOB, Be-
OYIIUX K YMEHBIIEHWIO OTHOCHUTEJILHOIO OoO0BbeMa
onactomepmbl (KopBun-IlaBnosckass u nmp., 1996;
HMBamkuH, Yepnaniues, 2012).

YMeHbllIeHHE TOJIIIUHBLI BEHTPaIbHOIO Kpas 0J1a-
CTOIEPMBI TOXKE SIBJISIETCS OYEBUIHBIM CJIENCTBUEM
YMEHBILIEHUsSI OTHOCUTEJIbHOTO 0oObeMa OJjlacToaep-
MBI, T.€., OOJIBIIIECH CTENEHBIO €€ ITACCUBHOIO PaCTs-
KEHHUsI, HO 3aMedaTeIbHO, YTO 3TO He KacaeTcs TOJI-
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’Ta
A
E(Ix 1) > E(I x 1T
Tv(I x I) < Tv(I x II)
\E Td(I x T) > Td(I x II)
| Ta Ta(l x 1) > Ta(I x 11)

Puc. 11. OtoBckuii 3¢ heKT B KOHTPOJIUPYEMOM CKpelIMBaHUM: siitlia Kiaaaku I, orutogoTrBopeHHbIe criepmoii camios I u 11,

JaHHBbIC ITPCACTABJICHDbI TaK XK€, KaK Ha pUC. 10.

IIMHBI AOopcajbHOrO Kpas. Jeno, oueBMaIHO, B TOM,
YTO JOpcajibHbINA Kpail, MOpdhoTreHe3 KOTOPOro CBsI-
3aH C BOBJIEUEHWEM B HETO OKPYXKAMOIIUX KJIETOK
KpaeBOW 30HBI U POCTOM TUIOTHOCTH PACTIOJIOXKEHUS
KJIETOK, COIPOTUBIISIETCS NACCUBHOMY PACTSKEHUIO
CUJIbHEE, YEM BEHTPAJIbHBIN Kpaii.

Bennunna m xapaktep MaTtepuMHCKOro agdekra
OBLIM BIIOJIHE IIpeICKa3yeMBIMU, HO HEOXUIAaHHO-
CThIO OKAa3aJIoCh TO, YTO OTLIOBCKUI 3(pdeKT — He
CBSI3aHHBIN C pa3IMYMeM pa3zMepa siull — ObLT HE Me-
Hee 3aMEeTeH M YeTKO OTIMYaJICS OT MaTEPUHCKOTO

apdexra (puc. 11).

3aponpliiiv, pa3BUBaBILINECS U3 SIUIL OMHOM KJIaI-
KU, OIJIOAOTBOPEHHBIX CIIEPMOI pa3HBbIX CaMIIOB,
pa3IUYaIUCh, YTO ObLIO OYEBUIHO Aaxke 06e3 Koanue-
CTBEHHOI1 OlLIEHKU, CTEIIEHbIO aCUMMETPUM 0J1acTo-
IepMbl (IIpenrojioxurenbHo — B acumMmeTrpun).
I1pu (pakTOpHOM aHAIM3E TPYITITHI CO CIA00I aCTMMET-
pueii (I X I Ha puc. 11) momydaercs Takoe xKe pacrpene-
JieHue (baKTOPHBIX HAarpy30K, Kak B Ta0JI. 3, a 151 TPyTI-
bl ¢ cuibHoM acuvmmetpueit (I X 11 ma puc. 11) — ta-
Koe, Kak B Ta01. 3. [TocKoabKy pa3inuus B BEIMYUHE
V/S otcyTrcTByIOT, 0OoJjiee CUJIBbHYIO acUMMETPUIO
HEIb3s OOBSICHUTH MPOCTO U3MEHEHHWEM TEMIIOB
BMUOO0IMU, Pedb SIBHO JOJKHA UITU O CABUIE COOT-
HOIIIGHUSI aKTUBHOM UM IMaCCUBHOW KOMITOHEHTHI
MopdoreHesa. [TockoibKy 3TO He CBSI3aHO € pa3Mep-
HBIMMU PA3JIMYUSIMU, €CTECTBEHHO TPEIOJIOXUTh,
YTO 3TO COOTHOLIIEHUE BapbUPYET 3a CUET U3MEHEHUS
BKJIaZla aKTUBHOU KOMITOHEHTHI (CUJI JIaTepaibHOTO
JIaBJICHUSI).

ITpu olleHKE BIMSHUS CaMlia C TTIOMOIIBIO OJHO-
(akTOPHOro AUCIIEPCUOHHOTO aHaIn3a, 3HAYEHUS

F-xputepust (OTHOIIEHMST N3MEHUYMBOCTH, OOYCIIOB-
JIECHHOM BJIMSIHUEM caMI1la, K o01Ieil u3MEHYMBOCTH )
OKas3aJInch paBHbIMHU 1.6 niu npusHaka 7d u 18.6 mig
npu3Haka Tv. AHAJIOTUIHEBIC pa3IMuus B CUJIC BIIWS -
HUS TPYNITbl HA Tpyu3Haku 7d u 7V mojydaiauchk Mpu
OIUIOAOTBOPEHMHU CIIEPMOii OTHOTO CaMIla MKPHI pa3-
HBIX CAaMOK, 1 B OMbITaX C HEKOHTPOJMPYEMBIM OILIO-
JoTBOpeHueM. J1J1s1 BEeHTpaJIbHOM CTOPOHBI BIIMSIHUE
TPYINBI OKa3bIBAeTCS CUJIbHEE, He3aBUCUMO OT MC-
TOYHMKOB U XapaKTepa 3TOTO BIUSHUS, YTO MOXHO
OOBSICHUTDH TOJBKO OOIlEel aecTtabuiau3anueii Mop-
¢oreHesa Ha JopcajJbHOII CTOPOHE 3apObIIIa M3-3a
YBEJIMYEHMSI OTHOCUTEJILHOIO BKJIaga aKTUBHBIX Ha-
MPSKEHUNA.

3AK/IIOYEHHME

IlepBruyHy10 >MOpHOHANTBHYIO IUM(OEPEHINPOB-
Ky OOBIYHO TIPEICTAaBJISIIOT KaK BO3HUKHOBEHME
“UBETHBIX” pa3IN4Mii, HE 3aBUCSIIINX OT TeOMETPUMU,
WTHOPUPYSI OTCYTCTBUE JMIIUPUIECKUX ITaHHBIX,
MOATBEPKAAIOIINX TakKoe MpeacTaBieHue. Jlaxke
CCBIJTKA Ha 30HAJIBHYIO 3KCIIPECCHIO TEHOB HeyOe -
TeJbHA: 30HAIbHBIC Pa3JIMIUs B DKCIIPECCUU MOTYT,
pasyMeeTcsi BOBHUKaTh U B MOP(OJIOTUUYECKU OTHO-
pOIHOI cpere, HO B 3TOM CiIyJyae OHU KpaiiHe HecTa-
OMJIBHBI Y HE UMEIOT 3HAYSHMS IIJIsT TaJIbHEMIIIETO X0-
na pa3sutus (Lerchner et al., 2000). Pemaroiiasi poyib
reoMeTpuu B AuddepeHIUPOBKE MOJIOCOB 0JacTO-
IIepMBI Y 3apOABIIICii BbIOHA CIeAyeT U3 TOTo (hakTa,
yTo 3Ta AuddepeHIMpoBKa BO3MOXHA TOJILKO MpU
AHU30TPOITHOM (hopMe OKPYKHOCTHU OJIACTOIEPMBI —
JIPYTUMU CJIOBAMM, Koraa 1udepeHIIMpPoBKa MOJTI0-
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COB IJIaBHBIX OCeii CHMMETPUH BhITeKaeT u3 audde-
PEHLIMPOBKM CAMUX 3TUX OCEii, KOTOpasi MOXET ObITh
TOJILKO T€OMETPUYECKOil, TaK KaK IL[BETHas aHMU30-
TPOIIMsI HE UMeeT (PU3NIECKOr0o CMBICIA.

ITostomy, roBopst o AB pasmuumsix, MBI cTapa-
JIMCh M30eraTh CJIOBO ITOJIIPHOCTb, TaK KakK pedyb
JOJDKHA MATH O KAYeCTBEHHO Pa3lIMYHBIX CIIOCO0AX
opraHmsanuu MopdoreHesa AOPCaJTbHOM U BEH-
TpaJIbHOI MOJIOBUHBI OJIaCTOAEPMBbI, BO3Bpalliasi HacC
K MEepBOHAYAILHOMY CMBICTY KOHLIEITIIUM MO3aud-
HOTo pa3putusi. I3 aHanm3a MHAUBUIYaTbHBIX Tpa-
€KTOPUI pa3BUTHS CIICAYET, UYTO OHU AECTAOUIU3-
pYIOTCSI TP BO3HUKHOBEHWM HOBBIX FeOMETpUYE-
CKMX OCOOEHHOCTEN, SIBISIONINXCS OIHOBPEMEHHO
HOBbIMUA OCO6bIMI/I TOYKaMM BEKTOPHBIX MoJIe Kie-
TOYHOIO ABVKEHUSI. DTU OCOOEHHOCTU BO3HHUKAIOT
Ha JOpcalbHOM CTOpOHE 3aponbiiia (obpa3oBaHMe
3II), uiu Ha CTOpOHE, KOTopasl ¢ HauOOJIbIIICH Be-
POSITHOCTBIO CTAHOBUTCSI JOPCAJILHON TIPU JaTbHEM-
IIeM XolIe pa3BUTHUSI (YMEHBIIeHUWe KPUBU3HBI Ha-
PY>XHOI rpaHUILIbI 0J1aCTOAEPMBI B OTHOM M3 €€ CeK-
TOpoB B Hauyaje smnubonun). C UX ITOIBIECHUEM,
MPOCTO M3-3a YCIOXHEHUs MopdoreHesa, BKJIad B
W3MEHYUBOCTD €€ BHYTPUTPYIIIIOBO KOMIIOHEHTHI, B
YAaCTHOCTH, CIIyJaHBIX (hJIyKTyal[ii, BO3pacTaeT U
COOTBETCTBEHHO OCJIA0ISIETCSI CBS3b C MPENIICCTBY-
IOIIMMU ITO BPEMEHU CTaAUsAMM pa3BUTHS.

YCTOMYMBOCTD XK€ MHIMBUIYAJIbHBIX TPACKTOPUIA
pa3BUTHSI BEHTPaJIbHOI ITOJIOBUHBI 3apOIbIIIA U, CO-
OTBETCTBEHHO, O0Jiee TECHAsI CBSI3b C UICTOPHUEN pa3-
BUTUSI SIBJISIETCSI €CTECTBEHHBIM CJIEACTBUEM OOJIb-
IIEH IIPOCTOTHI U IIOCTOSIHCTBA T€OMETPUU KOJIIECK-
TUBHBIX MOP(MOTCHETUIYECKUX NBUKECHUMN KIETOK —
TOYHO TaK Xe, KaK B ractpyisuuu ampuouii (Hep-
nmanieB, 2003; Cherdantsev, Scobeyeva, 2012). Oco0brit
WHTEPEC, Ha HaIll B3IJISI, TIPEACTABISICT BO3MOXHOCTh
MEeXaHUYeCKOI MHTepIIpeTaliy pa3Inirii B OpraHu3a-
LY NU3MEHYMBOCTH KOJIMYECTBEHHBIX IIPU3HAKOB, CBSI-
3aHHBIX ¢ (POPMUPOBAHNEM OCHOBHOTIO ILIaHA CTPOE-
HUsI 3apojpbliia. Bce aTu pa3nuuust — OT MEXTPYIINo-
BBIX pa3IMYMii 10 pa3Indrii MexXIy N3MEHYNBOCTHIO
MopdoreHesa qopcaabHON W BEHTPAJIbHOM TTOJTOBH-
HBI 3apojblllla — MOTYT BO3HMKATh NPU U3MEHEHUU
BCETO OJJHOTO MapaMeTpa, XapaKTepU3YIOILIEro COOT-
HOIIIEHME BKJaga aKTMBHBIX M IMACCUBHBIX MEXaHU-
YeCKUX HaIIPSKEHU I B U3MeHeHUe (DOPMBI SITUTET -
anpHoro miacta (cp. Cherdantsev, 2014).
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Variability of Quantitative Morphogenetic Parameters
during Early Morphogenesis of the Loach, Missgurnus fossilis L.
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Analysis of normal variation in quantitative morphological characters during the early embryonic develop-
ment of the loach, based on fixed material and individual developmental trajectories of living embryos, shows
that the dorsoventral differentiation of the blastoderm proceeds in two stages. Initially, at the onset of epiboly,
the sagittal (short) and transverse (long) blastoderm meridians are marked off, and only then, upon germ ring
(GR) formation, differentiation between the opposite poles of the sagittal meridian takes place. The embry-
onic shield (ES) usually appears in the segment of the blastoderm where the radius of its external curvature
reaches a maximum and, therefore, the active surface tension at the blastoderm boundary with the YSL (peri-
blast) and yolk is the highest. In this case, the convergence of inner cells toward the future dorsal segment
(leading to ES formation) is a mechanical consequence of surface tension anisotropy. The normal course of
epiboly is associated with periodic changes in the curvature of the blastoderm external surface, with new
structures (the dorsal segment, GR, and ES) are marked off only when the surface curvature becomes max-
imally uniform. Although the ES in most embryos appears within the initial dorsal segment, individual de-
velopmental trajectories have been traced where the GR starts to form at the dorsal pole of the blastoderm but
the ES develops on its opposite site, at the point of GR closure. In both cases, GR formation is initiated at
the point of convergence of centrifugal cell migration flows that arise in the marginal zone of the blastoderm

upon GR initiation or closure.

Keywords: morphogenesis, dorsoventral polarity, variation, quantitative morphological characters, individual

developmental trajectories, loach
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