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Pa3BuTtue 3apoabiliieii BblOHA YCIEITHO PEryJIMPYeTCsl MOCie yaaaeH!sl YacTU IMTOILUIa3MaTUYeCKOro Ma-
Tepuayia U3 OMHOM KJIIETKM Ha CTaIMSIX 2-X WM 4-X 06J1JaCTOMEPOB WJIX MOJTHOTO YIaJleHUs OMHOM VTN IBYX
KJIETOK Ha cTamuu 8—16-u1 6;1acTOMEpOB, MPUYEM PETYJIISIINST CKIaabIBacTCs U3 IBYX (ha3. C ITOMOIIIBIO IIeii-
TpadepHOM ChbeMKHM U MOPHOOMETPUIECKOTO aHaIM3a ITOKa3aHo, YTO B IIepBOI (ha3e MPOUCXOIUT OBICTPOE,
B TCUCHUEC OAHOI'O-ABYX KJICTOYHbIX HMUKJIOB, U MPAKTUYCCKU ITOJTHOC BOCCTAHOBJICHUEC NCXOJHOI'O COOTHO-
IIeHUsI 00'beMOB 0JIaCTOAMCKA 1 KEJITOYHOTO MeIlTKa, a BO BTOpoii (hase MopdoreHe3 MOIuMUIIMPYETCs B
COOTBETCTBUM C HOBBIMU OCOOEHHOCTSIMU CTPOEHUsI 3apojiblilia, CO3MaHHBIMU orepaiiueii. OcTaBiiasics
LIUTOTJIa3Ma OTIEPMPOBAHHOTO GIacCTOMEpa MOCJIe HECKOJBKHX 3TAllOB IIUTOKUHE3a CIMBAETCSI C KpaeBBIM
JKEJITOYHBIM CUHIMTUEM (TIeprbiacToM), oOpa3yloliMM Ha CTaauu OJIaCTyJIbl 3aMETHOE paclIdpeHre Ha
MecCTe oIepaluu, KOTOPoe CTAaHOBUTCS MECTOM (hOPMUPOBAHMS 3apOABIIICBOTO MIMTKA. 10 TaHHBIM MOp-
¢doMeTpruecKoro aHaam3a, BOCCTAHOBJIEHUE OTHOCUTEJIBHOTO 00beMa 0JIaCTOAEPMbI Y OTIEPUPOBAHHbBIX
3apOMbIIIE BeAeT K YMEHBIIICHUIO BETWIMHBI aKTUBHOTO HATSDKEHMST TPAHUIIBI pasziesa 6J1acToaepMbl U
JKEJITKA Y YBEJIMUYEHUIO OTHOIIIEHUS TIOBEPXHOCTH 0JIACTOJEPMBI K €€ 00beMy B MOMEHT MHUIIMALIMY DTN~
6oymmu. B pesysbTaTe KOHBEPTeHIIMS KJIETOK 0JIaCTOAEPMBI K MECTY Olepaliiu U opopMiIeHUe 3apOoIbIIie-
BOTO IIMTKA HAUMHAIOTCS MPU MEHbIIIE CTeNeHU SMUO0INU, YeM B KOHTPOJIE.

Knroueswie cnosa: sMOpUoreHe3, KOCTUCTBIE PbIOBI, BbIOH, APOOJIeHUE, YaaleHue 6JJaCTOMEPOB, PEryJIsiiiusl,

MopdoreHe3, MOpHOMETPHSI.

DBOMIOLUOHHO YCTOMYMBOI OCOOEHHOCTBIO M-
OpuoreHe3a KOCTUCTBIX PbIO SIBJISICTCSI paHHSISI cerpe-
raiysi cCHayaja XeJITKa M LIMTOIJIa3Mbl, a 3aTeM KJie-
TOK, TIPEICTABJISTIOIINX SMOPUOHATBHYIO (O1acToaep-
Ma) UM TpU OBKCTPadMOPHMOHANIBHBIX dpakmum —
nepuaepMy (KJIETOUHYIO 000JI0UKY), MepuoIacT (GKeJi-
TOYHbBI CUHILIMTUI) U XKEeJTOYHBbIM Mellok (Morgan,
1895; Oppenheimer, 1947; UrnarteeBa, 1979; Trinkaus,
1993). Cerperalius 3ax0aUT TaK JajeKo, YTO KIETKU
Os1acTOIepMBbI HE CUHTE3UPYIOT COOCTBEHHBIX aMUHO-
KHCJIOT, a TTOJIy9aloT X M3 JKEJITOYHOIO MEIIKa ITyTeM
aKTUBHOTO TpaHcmopTa. M3-3a 3TOoro, B 4acTHOCTH,
M30JIMPOBAaHHAsI OT XeJTkKa OjlacTolepMa HEe MOXET
XXUTBb in Vitro B COJIEBOM pacTBOpe 0e3 100aBJICHMS T~
taresibHOM cpensl (Trinkaus, Drake, 1956).

Kazanoch Obl, Takoil (MepoOJaCTUUYECKUI) TUII
pa3BUTUSI TpeOYeT CTPOroro COOMIOAEHUS KOJu4ye-
CTBEHHBIX ITPONOPLIMIA SMOPUOHATBHOIO 1 3KCTpasM-
OpPMOHATLHOTO MaTepualia, OJHAKO ¥ KOCTUCTBIX PHIO
COOTHOIIIEHUE 00beMa LIMTOTIIa3Mbl 1 JKeJITKa BapbU-
pyeT B Upe3BbIYAfHO LIMPOKUX TIpeaeax. Y Jococs

0o0beM Onacromucka coctasiser 1/30, y xapuyca —
1/25, cura — 1/8, psanymku — 1/4, cHetka — 1/3 oobe-
Ma kenaTka. Ero yBenmuyeHue Bceraa BeAeT K CMellle-
HUIO (opMupoBaHus 3apofbiiieBoro Koiblia (3K) u
3aKJIagKu 3apoapiieBoro mmTka (3111) Ha 6osee paH-
HHE CTaI1M 31TM00MK — y JJococs u popeau 3K u 3111,
BO3HUKAIOT, Korma OjactomepMa mokpbiBaer 1/10—
1/15 yacThb siiia, a y CHeTKa — MpakKTUYeCKU B MOMEHT
3aBeplleHus oopacTtaHus xenaTka (Memikos, JIebene-
Ba, 1977). [Ipu a3TOM co3naeTcsl BrieyaTieHUE, YTO OT-
BET Ha U3MEHEHWE COOTHOIIEHUS 00BbEMOB OJacTO-
JICKA U XeITKa AETEPMUHUPOBAH HE TOJILKO Ha TeHe-
TUYECKOM, HO U1 Ha 3IMUIeHETUYECKOM YpPOBHE,
SIBJISISICH CJIEZICTBUEM T€OMETPUU U MEXaHUKU CaMOTO
mopdorenesa (Yepnanuena, Yepnanuen, 1985; Yep-
naHues, 2003).

Ha 3Ty MBIC/IB, B YaCTHOCTH, HABOIST OITLITHI C
yaajJeHUueM WJIM, Ha000pOT, MHBbEKLIME HEOOJIbIIOTO
KOJIMYECTBA XKEJITKA B >KeJITOYHBIN MEILIOK 3apO bl
BBIOHA, TaK KaK YMEHBIIEHNE OTHOCUTEJIBHOTO 00be-
Ma XeJTKa yCKOPSIeT, a yBeIUUYeHUe 3aMeUIsIeT 2aIr0o-
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o (Kopsun-Ilasnosckas u ap., 1996, 2006; Caer-
1oBa u np., 2004). B aTux omnbiTax IoJjiydaercs Mpu-
MEpHO Takasl Xe CBSI3b MEXIY YMEHbIIIEHUEM 01
CBOOOJIHOM OT KeJITKa LIUTOIIa3Mbl U CABUTOM (hop-
MupoBaHus 3111 Ha 6osee paHHUE CTaAUM SITUO0INH,
KaKyo Mbl HabI0JaeM Ha CpaBHUTEIbLHO-MOPGOIIO0-
ruyeckoM ypoBHe. HakoHell, To e caMmoe MOXHO Ha-
O0aTh, aHANIU3UPYST HOPMAaJIbHYI0 WHIWBUIYallb-
HYI0 UBMEHYMBOCTh MOp(doreHe3a BbioHa (Hekntomno-
Ba u Op., 2007; YepmaHiieB, HEOIMyOIMKOBaHHEIE HA0-
JIIONEHUST).

O ToM, YTO TaKas CBSI3b IETEPMUHMPOBaHA Ha STTH-
TEHETUYECKOM YPOBHE, MOXKHO TOBOPUTH TIOTOMY, YTO
Yy KOCTUCTBIX PbIO 3MUOOJMS CBSI3aHA C MPOCTpPaH-
CTBEHHO-BpPEMEHHBIM UepeoBaHreM (a3 yTOJILIEeHUS
1 PacTSDKEHMST KpaeBoil 30HbI 0J1aCTOAEPMBbI. 3aaepK-
Ka 31uOoMMu B JIIOOOM JTaHHOUM 0O0JacTU IejlacT ee
LIEHTPOM KOHBEPreHIUU KJIETOK, MUTPUPYIOIIUX B
KpaeBYIO 30HY, YTO CO3/IaeT YCIOBUS IsT (hOpMUPOBaA-
Hus 31 (Cherdantseva, Cherdantsev, 2006).

BTO 00BSICHSIET, KAKUM 00pa3oM (Mo KpaitHell Me-
pe, B nnpuHLMIe) MopdoreHe3 61acToaepMbl KOCTH-
CTBIX PBIO OTBEYAECT Ha YMEHBIIIEHUE €€ OTHOCUTENb-
HOro 00beMa, HO BOIPOC, KaKUM 00pa3oM Peryupy-
eTcs (M perylImpyercs JIM BOOOIIE) OTHOCUTEITBHBIM
00BEM LIMTOIIIA3MBI 0J1aCTOMMCKA JIO TIOJTHOM cerpera-
LIMY SMOPHOHATBHOIO U 3KCTPadMOPUOHAIBHOTO Ma-
Tepraja, OCTacTCs OTKPBITHIM. HaumHast ¢ Kiaccude-
ckoit paborel Moprana (Morgan, 1895) na Fundulus
heteroclitus, B MHOTOYMCJIEHHBIX ONBITaX ObLJIO ITOKAa-
3aHO, YTO MPH yaaJeHUU 6J1aCTOMEPOB Ha paHHUX CTa-
IASIX TPOOJIEHNST OTHOCUTETLHBINM 00beM OiracTomep-
MBI YMEHBIIIAETCS, YTO, OAHAKO, MaJIO MPEISITCTBYET
GOpPMUPOBAHNI0O  HOPMAJIBHBIX  3MOPUOHATBLHBIX
crpyktyp (Lewis, 1912; Hoadley, 1928; Nicholas, Op-
penheimer, 1942; Oppenheimer, 1947). EquHcTBeH-
HBbIM WCKJIIOUYEHUEM SIBJISIIOTCSI OIBITHI Ha 30JI0TOM
pPBIOKE, B KOTOPBIX TIPU YIAJICHUHM OIHOTO M3 TIEPBBIX
IIByX OJIaCTOMEpPOB WHOTIA Pa3BUBAIMCH 3apPOIBIIIIH,
JuiIeHHbIe oceBbIX cTpyKTyp (Tung, Tung, 1944). ¥
BBbIOHA TIpY YIAJICHUH CONEPKUMOTO OTHOTO U3 TIep-
BBIX JIBYX OJ1TACTOMEPOB BO3MOXKHA TTOTHAS PETYJISIIINS
pasButus (Kopx, 1981).

Bo Bcex aTHx onbITax aBTOPbl (PMKCUPOBAIH JUIIb
WX pe3yJibTaT — HaJM4YWE WU OTCYTCTBUE pPEryJss-
LIMU — MOYTU He oOpalllasi BHUMaHMSI Ha TO, KAKUMU
IyTSIMU OH JocTurajcs. I1pu OTCYyTCTBUM HE TOJBKO
KOJIMYECTBEHHBIX JaHHBIX, HO U TIPOCTHIX HAOJIOAE-
HUI 32 TEM, UTO MPOUCXOIUT HEMOCPEICTBEHHO I1OCIe
orepaluu, OCTAETCS HESICHBIM, IMBITAETCS JIM 3apo-
JIBIIIT BOCCTAHOBUTh UCXOIHBIM 00bEM CBOOOTHON OT
JKeJITKA ITUTOTLIa3Mbl WIM Xe JajlbHENIIi Mopdore-
He3 MpUCHocobISIETCS K €ro HOBOMY, YMEHBIIIEHHOMY
o0BeMy.

OTBeT Ha 3TOT BOMNPOC SIBJISIETCSI OCHOBHOM 3a1a-
4Jell aToit padotsl. [lepBoHAYaIbHO MBI MIpEAIIOiara-
JIW, 4TO TIpU YAAJIEHUHX LIMTOTIIa3Mbl 6J1aCTOMEPOB OT-
HOCUTEJIbHBIIT 00BbeM OJacTOAEPMbI  YMEHBIIIMUTCS
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OYEHb CHUJIBHO 1 PETYJISILS OyIeT COCTOSITh B UBMEHE-
HUU CTPYKTYPbI MOP(OTeHETUYECKMX IBMXKEHUM KJTe-
TOK OJIAaCTOAEPMbI IIPUMEHUTEIEHO K HOBBIM YCJIOBU-
aMm. OKazajoch, OMHAKO, YTO PETYJISIIUS SIBJISICTCS
IByx(a3HbIM IIpolieccoM. B mepBoii, OTHOCUTEIbHO
obIcTpoii (haze, 3aHUMAIOIIEH BCErO HECKOJIbKO Mep-
BBIX LIMKJIOB IPOOJICHUSI, 3apOIbIII BOCCTAHABINBAET
00BEeM CBOOOJHOM OT 3KEJITKA IIUTOIIIa3MBbl, OJIM3KUIA
K ee UCXoIHOMYy o0beMy. Bo BTOpoIi, Oojiee MelJieH-
HOM paze, MopdoreHe3 aganTUPYeTCss K U3MEHEHUIO
¢dopmMbl GnacToaepMbl, BOZHMKAOIIEMY M3-3a IIepe-
pacripeieJieHUsI IMTOILIa3Mbl MEXKTy SMOPUOHAIbHOM
(bpakiiuei KJIeTOK 1 3KCTpasMOpHOHaTbHBIMU (DpaK-
OUsIMU 3apoabiia. JIByxda3Hsblii XxapakTep peryJisaun
WUTIOCTPUPYET OOIIUI MPUHIIUIL, COIJIACHO KOTOPOMY
perymsiiust BKJIoJyaeT B ce0sl He TOJIbKO BO3BpallleHUe
Ha UCXOMHBIN MYTh Pa3BUTUS, HO M ABUIKEHUE K OJTHO-
MY U TOMY K€ pe3yJIsTary pa3HbiMu nyTtsaMmu (YepoaH-
1eB, 2003).

MATEPHAJI U METO/IbI

ITonoBbIE MPOAYKTHI CaMIIOB U CAMOK BbloHa Mis-
gurnus fossilis L. monyJanu ¢ TIOMOIIbIO CTaHIapTHOM
metonuku (Kocromaposa, 1975). [Tocnie oruionoTBo-
pEHUS pa3BUTHE UKPBI JO HEOOXOAMMOM CTaAuu Mpo-
XOIWJIO B OTCTOSSIHHOW MNPOKMMSIYEHHOM BOAE IpU
Temrieparype ot 18 no 21°C. [Ins nmpoBeaeHus onepa-
1M1 3apobliilieit momMelaiu B yauky [letpu ¢ 5 Mo 1x
pactBopa lonsrdperepa. DkcnepuMeHTaIbHbIE MAaHU -
MYJSIIAM C 3apOAbIIIIaMU ITPOBOAMIIN O€3 X U3BJIeYe-
HUSl U3 KEJITOYHOW OO0O0JIOUKM, OTrpaHUYMBASICh €€
MPOKOJIOM HaJl MECTOM OTepalMu.

LlvToruiasmMaTnyeckuii MaTepuai yaausiiid ¢ TTOMO-
IIbI0O MUKPOUHBEKTOPA, MMEIOIIEr0 B CBOE KOH-
CTPYKLIMA MWKPOBHMHT, PEryJIUPYIOIINIA MOJI0XEHUE
HOIMNPYXKUHEHHOTO MOPIIHS, KOTOPLIA, B CBOIO OYe-
peab, XOOUT B 3alTOJTHEHHOM BOJOH IITIPUIIE, COTIAC-
HO MeToAuKe, onrcaHHou paHee (CnenioBa U Ap.,
19906, 2004; Kopsun-ITaBnoBckas u ap., 1996). Ana-
METP MCITOJIb30BAHHBIX B OITBITE MUKPOITUITETOK ITO -
O1paii B COOTBETCTBUM C pa3MepOM 0J1aCTOMEPOB, OT
20 10 90 MKM.

IluToruiasaMy oTcachblBajiu A0 TeX MOp, MoKa OJya-
CTOMEp HE TIepecTaBaJl BBIIEIATHCS Hal TTOBEPXHO-
CTBIO KEITOYHON KiIeTKW. IIpu 3TOM momycKamoch
ylajieHe HEKOTOPOTro KoJIndyecTBa xeaTka. [Tpu orme-
panusax Ha CTamgusx 8-MH U 16-TH 6J1aCTOMEPOB KITET-
K{ YIAJISUTA 1IEJTMKOM, BMeCTe ¢ MeMOpaHOii. DKcre-
PUMEHTHI MPOBOAMIIN B CACAYIOIIMX BapyMaHTaxX: yaa-
JileHWe OoJbllleld 4YacTM  LUTOIUIa3MaTUYECKOTO
MaTepuajia OOHOM KJIeTKM Ha CTaausx 2-X (cepus 2) u
4-x 6mactoMepoB (cepus 4), a TakKe yaajJeHUe OJI-
HOII KpaeBoil KJIeTKM Ha cTaausax 8-mMu (cepus 8) u
16-u 6nacromepos (cepus 16). YUepes 30 MuHYT ITocITe
orepalyu 3apoJiblllieil MepeHOCUSIM B OTCTOSIHHYIO
KUTISTYCHYIO BOIY.
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WBALLIKWH, YEPJAHLIEB

BrokuBaeMocTh B Pa3HbIX BapuaHTaXx OIlbITa (CM. IIOACHCHMUA B TCKCTC)

BapuaHT onbiTa Bcero 3aponpiineit
2 175
225
8 70
16 35
KOHTPOJIb 244

Kou-Bo 3apospiiiei, Kon-Bo 3aponpiieid,
JIOCTUTIIINX CTaAUM OIACTYJIbI |TIOCTUTIINX CTAAUM TUUYUHKU
117 (67%) 55 (31%)
191 (85%) 148 (66%)
61 (87%) 45 (64%)
32 (91%) 20 (57%)
234 (96%) 213 (87%)

Bo Bcex OKCIICPUMEHTAJIBHBIX CEPUAX B KAaYECTBC
KOHTPOJIA MCITOJIB30BaJIN UKPY TOM 2Ke KilaaKu, 4TO 1
B COOTBETCTBYIOIIIEM OIIBITE.
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OTCYTCTBUSI PETYJISILINU
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Puc. 1. BoccTaHoB/IeHHE UCXOIHOTO COOTHOIIEHUST 00be-
MOB GJIACTOAMCKA U KEJITKA B OMBITAX C yIAJICHUEM LIUTO-
MJ1a3MaTUYecKoro Matepuasna 6JacToMepoB: A— OTHoILIe-
HUE 00BbEMOB 0JIACTOIEPMBbI M BCETO 3apojiblilia Ha CTaauu
BBICOKOW 0J1aCTY/Ibl B pa3HbIX BapyaHTax OMbITa (OMbIT 2,
n=31; onbiT 4, n = 37; onbIT 8, n = 21; onbIT 16, n = 24;
KOHTPOJIb, 1 = 36); B — u3BMeHeHNE OTHOCUTETbHBIX O0be-
MOB 0JIaCTOAEPMBI OTIENbHBIX 3apOMbIIIeli B BapuaHTax
ornbITa 2, 4 U KOHTpoJIe (Ha OCHOBE MOKaApOBOIo aHa/Iu3a
nelTpadepHOU CheMKU).

Onepaunu u 1elTpadepHylo ChbeMKY MPOBOIWIN
non crepeomukpockorniom MBC-10 1 okyJsipHOit Ka-
mepoii SkopeTek DCM-130. 11 nociaenyroleit Mop-
domMeTpumn 3apoanliid (ororpadupoBaand IIOH CTe-
peomukpockonom Zeiss Stemi SV11 Apo. M3o6pake-
HUs oOpabarteiBaim B mporpamme Adobe Photoshop
CS, a 111 MOpPOMETPUIESCKOTO aHATN3a MCITOIb30Ba~
JIM makeT mporpamMm Zeiss AxioVision. CraTtucTude-
CKYI0 00pabOTKY JaHHBIX TIPOBOJMJIU € TIOMOIIIBIO Ta-
KeTa CTaTUCTUYECKUX ITporpaMm Statistica 6.0.

Pacyer 06beMOB O1aCTOAEPMEI M JKEJITKA ITPOU3BO-
JVIM Ha OCHOBE M3MEPEHUS IUIOLIANEii ONTUYECKUX
CaruTTaJbHBIX cpe30B 3apoaplieil. [Tog oTHOCHUTENTb-
HBIM O0BEMOM OJIaCTOIEPMBI TTOHMMAJIOCH OTHOIIIE-
HUE ee CarUTTAJIbHON IJIOIIAaaN K IJIOIIAIN BCEro 3a-
pOIbIIa, a Ha 60JIee pAHHUX CTAIUSIX PA3BUTUS, KOTAA
cerperauys LUATOIIa3Mbl U KEJITKA €llle He 3aKOH-
YyeHa, — OTHOIIEHME CaruTTaJIbHOM IUIOIIAI CBOOO/ -
HOI OT 3KeJITKA LIMTOITIa3MbI 0J1aCTOMEPOB K ITIOIIAIN
BCEro 3apojblliia.

OTHoIlIeHMEe TTomIaay 0JIacTOIEepPMBI K €€ 00beMy
OLIEHMBAJIX Ha OCHOBE U3MEPEHUSI IIepUMETPa HapyXK-
HOI ITOBEPXHOCTH O0JaCTOIEPMbl HAa CATUTTAJIbBHOM
OIITUYECKOM Cpe3e U ee TIOIIAaN.

PE3VIIBTATHI

Bceero 6n110 TIpOoBeneHo 6onee 1500 mukpoornepa-
11it. BeDKMBaeMOCTb 3apOJIbIIIIeid 3aBUCe)Ia OT CTaIuN
pa3BUTHSI, Ha KOTOPOI ObUIM IIPOM3BEIeHA OIIepaLlysl.
CamMoii BBICOKOW OblTa BBDKMBAEMOCTh B cepuu 4, a
caMoil HU3KoI — B cepuu 2 (Tabu. 1). [nGenab 3apoabi-
IIe Ha MOCTTacCTPYJIAIIMOHHBIX CTAIUsIX B cepuu 16
OBlJTa HECKOJIBKO BBIIIIE, YeM B cepusx 4 1 8.

Ha cragum BBICOKOI1 OJ1acTyIIBI, KOTa Y KOCTUCTBIX
pBIO cerperanysi 0JacTOAEPMBI OT 3KCTpPa’sMOpPHO-
HaJIBHBIX (bpakiuii (Ipexae BCero, OT IlepubiacTa)
omi3ka K 3aBepireHmio (Trinkaus, 1993), zameTHOE
YMEHBIIIEHE OTHOCUTEJIBHOTO 00beMa 01aCTOAEPMbI
HaO0JII0Aa10Ch TOJBKO B cepuu 2 (puc. 1A), u To, 13-3a
OYCHB OOJILIIION M3MEHYMBOCTH, OHO OBLIO HA TpaHU
cTatTucTudeckoit noctoBepHoctu (p = 0.043).

TlocnenoBarenbHOE M3MEPEHUE OTHOCUTEIHLHOIO
o0beMa OacToIepMbl Y OOHUX U TeX XK€ 3apOoAblIIIeit
o JaHHBIM LieliTpadepHoil BuaecocheMKku (puc. 1b)
MOKAa3bIBAET, UTO B cepusiX 2 U 4 OTHOCUTEIbHBIN 00b-
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eM LIMTOIUIa3Mbl OJIacTOIMCKa BO3BpaIIaeTcsl OJIM3KO0
K CBOEI MCXOMHOM BEJIMYMHE B TEUEHUE OJHOTO-/IBYX
LUKJIOB CUHXPOHHBIX AeJIeHUI apobaeHus1. 13 cpaB-
HEHMS HaKJIOHA WHIWBUIYAJIbHBIX TPACKTOPUI B Ce-
pusix 2 u 4 BugHo (cM. puc. 1B), 4To 4yeM cusibHee Ha-
PYLLIEHO UCXOOHOE OTHOILIIEHIE OOBEMOB LIMTOILIA3MbI
M XeJITKa, TeM OBICTpee OHO BOCCTAaHABIMBACTCS.

B cepusix 2 n 4, n3-3a TOro, 4To 6;1aCTOMEPHI ITy00-
KO YTOIUIEHbI B XEJITOK, MPaKTUYECKU HEBO3MOXKHO
VIATUTD WX IIEJTUKOM, BMECTE ¢ KJIETOYHOI MeMOpa-
HOM, TaK KakK TpY 3TOM MOBPEXKAACTCS HE Hapy>KHas
MeMOpaHa JaHHOro OjacToMepa, a HapyKHbI reje-
BBII CJIOM BCETO 3apofbIllia, YTO BEIET K OCMOTHYE-
CKOMY IIIOKY M OBICTPOI, B TeUeHNE HECKOJIBKUX MU-
HyT, Tuoeau. ToJbKO B TeX ciydasiX, Koraa IOBepX-
HOCTHasT MeMOpaHa TIOBPEXICHHOTO OacToMepa
3aTATMBajia HAHECEHHOE eif MOBPEXKIEHME, OH BOCCTa-
HaBJIMBaJl CBOIi 00BEM, BCachiBasi B Ce0s1 LIMTOILIA3My
JKEeJITOYHOTO METIKA.

ITotomMkn 3TOrO GiIacToMepa ICIMIINCH MEIJICH-
Hee, 4YeM MOTOMKHU COCEIHMX, He 3aTPOHYThIX Oorepa-
et Kietok (puc. 2A—2I"). B HEeKOTOphIX ciTydasix 3a-
MeIJIeHUe IpoOJIeHUST TaKKe HaOJIodaioch M y TI0-
TOMKOB KJIETKU, TIpUJIeralonieii K MOBpeXICHHOMY
OJacTomepy.

Taxum 06pa3om, BEIICIISIOTCS IBE Maphl KIETOK, U
IIOTOMKW OOHOW Iapbl, HE 3aTPOHYTOM OIlepaluei,
MPONOJLKAIOT JEJIUTHCS B OOBIYHOM PUTME CUHXPOH-
HBIX JIeJICHUI OpOOJICHMSI, IIpUUEeM BEpEeTeHa IISITOrO
JIleJIeHVsT OPUEHTUPYIOTCS HE TaHTeHIUAJIbHO, a MO
HOpMaJIi K Hapy>KHOM ITOBEPXHOCTH, TaK 4YTO OAHA
rpyIiia JOYepHUX KIIETOK (popMupyeT BHYTPEHHUI, a
JIpyrasi — Hapy>KHBIN CJIO KJIETOK OJIacToIepMBI (CM.
puc. 2T'). Takast mocJieoBaTeIbHOCTh OPUEHTALIMU Be-
pEeTeH BOCIIPOM3BOAUTCS B IPOOJSHUM KOCTUCTBIX
pBIO ¢ OOJIBIITION TOYHOCTHIO, TaK KaK BbIJEIEHUE Ha-
PYXHOTO M BHYTPEHHETO CJIOSI SIBJISICTCSI TIEPBBLIM I11a-
ITOM K Cerperauuy nepuaepMbl (KIETOYHOI 000J109-
KM1) 1 COOCTBEHHO 3MOpPHUOHAILHBIX Ki1eToK (YepaaH-
nesa, Yepmanies, 1985; Trinkaus, 1993).

biactoMepsl BTopoli mapsl — OIEpUPOBaHHBIN, 1
TOT, KOTOPBIY TECHEE APYIUX C HUM KOHTaKTUPYET, —
yCreBaloT 3a 3TO BpeMsl MPOWTU BCEro OIMH LIMKJI
IpoOJieHns1, o0pa3ysd BCEro OMMH CJIOM KJIETOK
(cMm. puc. 2I'). B nanbHeiillieM OHU yMEHBIIIAIOTCS B
00beMe U TpaHUILIbl KJIETOK CTAHOBSITCSI Hepa3IuuM-
MmbIMU. Ha crammy BBICOKOI OJIACTYJIBI BUDHO, UTO U3
Marepuajga 3TUX OJIaCTOMEpOB 0oOpa3yeTcsl KpaeBoit
repuoaacT (KEATOUYHbBIA CUHLIUTUI ), OTJINYAIOLIAACS
OT HOPMAaJIbHOTO KpaeBOro mepuodiacTa TONILKO TEM,
YTO OH BBITSHYT BAOJIb MEPUIMAHA 3KEJITOYHOI'O MEIII-
Ka (puc. 2]1). Ha ctaguu rmo3aHei 6J1acTyjIbl OH BTSITH-
BaeTcsl mon Kpail 6macroaepMmbl (puc. 2E) TouHo Tak
Xe, KaK 3TO JIeJIaeT HOPMaJIbHBI IeprOIacT Ipyu HOp-
MajibHOM xoje pa3Butus (Trinkaus, 1993).

OnuH 13 9acTo HaOJIIOAABIINXCSI BAPMAHTOB 00pa-
30BaHMsI JOIIOJHUTEIHLHOIO KpaeBoOro repubdjacra B
cepuu 2 nipeacrtaniieH Ha puc. 22K—2M. Ilurtoriazma
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TMOBPEXIEHHOTO OJlacToMepa ITiepecTaeT ApOOUTHCS,
HO OCTaeTCs KMBOM UM CITOCOOHOM K aKTUBHOMY CO-
KpalllgeHUIo CBoel TToBepxHOCTH (puc. 22K—21). B pe-
3yJITaTeé OHA OKa3bIBaeTCsI y Kpasi OyiacToaepMbl
(puc. 2K) ¥ IOJHOCTBIO CIMBAETCS C HOPMAaJIbHBIM
KpaeBbIM MEpUOIACTOM, a TOYKA, B KOTOPOM OKa3bIBa-
€TCSI, COOTBETCTBYET TOUKE OKOHYATEIbHOIO 3aMbIKa-
HUSI OKPYXXHOCTU Oiactoaepmbl (puc. 2JI-2M). Ta-
KMM 00pa3oM, Bcs GiacToaepMa M 4yacTh nepuodsacTa
BO3HMKAIOT B 3TOM CJIy4yae U3 MaTepuajia TOJbKO Ofl-
HOTO U3 MEPBbIX IBYX 0JIaCTOMEPOB, OOHAKO OTHOCU-
TeAbHBIA 00BEM OyslacTONEpMBI JIUIIL HEMHOIO
(p <0.01) meHblIIe, YeM Y KOHTPOJIBHBIX 3aPOIbIIICH.
CraTnCcTHYeCKN JOCTOBEPHBIC Pa3TIMsI AOCOFOTHBIX
00BEMOB XKEeJITOYHOT0 MeIIKa 1 6J1aCTOonepMBI BOOOIIIES
OTCYTCTBOBAJIU, TaK KaK 3TU BEJIMYMHBI BApbUPOBATIN
CUJIbHEE, YEM UX OTHOIIICHUE.

HenpeppiBHOEe HAOMIOACHWE 3a pa3BUTHUEM I1OCIIE
orepauuu (7 = 8) 1okasajo, 4Yto B 75% ciyyaeB MeCTO
(opMHUpOBaHUS OMOJHUTEIBHOIO KPaeBOro Iepu-
GJ1acTa COBITAAJIO C MECTOM 3aKJIaIKH 3aPOIBIIIEBOTO
mmtKa (puc. 3A, 3B).

T1pu HOpMaTLHOM XO/1€ Pa3BUTHUS TEOMETPUUIECKIE
LEHTPHI CUCTEMBI OJlacToaepMa—IIeproIacT U co0-
CTBEHHO 0JIaCTOIEPMBI COBITAIAIOT APYT C IPYTOM U C
aHUMaJIbHBIM ToJtocoM siiia (Koctomaposa, 1975).
VY omnepupoBaHHBIX 3apOAbIIIei, M3-3a YTOIIICHUS
nepubsacta B OIEPUPOBAHHOM CEKTOpE, €ro ILIoC-
KOCTb HE COBIIQJAa€T C IJIOCKOCTBHIO OJIaCTOACPMbI
(puc. 3B). Yroa oTki10HeHUs INIaBHOM OCU CUMMETPUH
OJacToiepMbl OT IJIABHOM OCH CUMMETPUM KPaeBOIro
nepubaacTa J0BOJILHO 3HAYMTEIEH U paBeH 14.2 + 6.3°
(n = 35). OT0 03HAYaET, YTO B 30HE YTOJIIIICHUS Kpae-
BOro Iepubiacra (Kak mpaBujo, 3TO 30Ha (hopMUpo-
BaHUS 3apOJbIIIEBOrO INMTKA) CTEMEeHb 3MUO0JIUU
MEHBbIIIE, YeM Ha IPOTUBOIIOJI0KHOM (BEHTPaJIbHOM)
ToJIroce 0JIaCTOIePMBI.

Jns aHann3za MOp@OreHeTHYEeCKUX TOCIIeICTBUI
yHoaJleHUS 1IEJIBIX 0JJACTOMEPOB MBI OOBETMHMIIN 3aPO-
JBIIIEN cepuii 8 1 16 ¢ TeMU 3apoablliaMu cepui 4, y
KOTOPBIX JIPOOJICHWE OIEpUPOBAHHOIO OjacToMepa
MOJHOCTBIO BOCCTAHABJIMBAIOCH. ¥ BCEX TaKUX 3apO-
JBIIIEN, BBULY OTCYTCTBHUS IOIOJHUTEIHLHOTO Kpae-
BOT'O TepmOJacTa, TJIaBHbIE OCU CUMMETpUN OJ1acTO-
JIepMBI 1 TIepubJacTa coBNagaiM APYT C IPYroM, Kak
IpY HOPMAaJIbHOM XOJie¢ pa3BUTUsI. Mbl aHAJIM3UpPOBa-
JIV X Ha CTaJIM MIO3IHEH 0J1aCTyJIbl, KOria OCHOBHBIM
MOP(}OIOrMYeCKUM KPUTEPUEM J10PCO-BEHTPaIbHOM
MOJISIPHOCTH SIBJISIETCSI pa3inyKe BEJIMYMHBI KpaeBOro
yIrja MeXK1y Hapy>KHOI MOBEPXHOCTbIO KpaeBOM 30HbI
0J1acTOEPMBbI U TIOBEPXHOCTBIO JKEJITOUHOIO MeEIIKa.
Ha nopcajibHOI1 cTOpOHE BeJIMYMHA 3TOTO YIJIa MEHb-
1IIe, YeM Ha BEHTPAJIbHOI CTOpPOHE 3apoiblllia, YTO
yKa3bIBaeT Ha 0o0Jjiee BBHICOKYIO BEJIMYMHY aKTMBHOTO
HaTSDKEHUST TpaHULIbl pasaesia 0JacToAepPMbl C XKeJT-
koM (YepmanueBa, Yepmanien, 1985; Hexiromosa
u ap., 2003; Cherdantseva, Cherdantsev, 2006).
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Puc. 2. PanHue mociencTBus yaajaeHUs LIMTOTUIA3MaTUUECKOTO MaTtepraiia 61actoMmepoB: A—I — nMpoprcoBKa KJIETOYHBIX rpa-
HUII MOCJIeIOBaTeIbHbIX CTalUii IPOOICHUS 3apOIbIiiia, ONEPUPOBAHHOTO Ha CTaIUM 4-X 61aCTOMEPOB, BUJI C aHUMAJIBHOTO T0-
smoca. BumHo otcraBaHue npoGsieHust 6;1acTOMEPOB-TIOTOMKOB KJIETOK, 3aTPOHYTHIX orepaiveii. OneprpoBaHHast KJIETKa U ee
MOTOMKM MoMeveHbl 3Be3noukamu; [, E — obpazoBaHMe OMOJIHUTENBLHOIO KpaeBoro repubiacta: JI — 3apoabll Ha cTaauu
MO3aHEN 0aCTyJ/Ibl, y KOTOPOTO paHee ObLT yIaJieH IMTOIIa3MaTUYeCKUil MaTepurajl OJHOTo 0JlacToMepa Ha CTaIuu 2-X KJIETOK;
E — HopMasbHbI# 3apoabiiin. CTpeaKu — JOTOTHUTEIbHBIN MTepruOJIacT U paciIMpeHre reprudiacta Ha Oyayleit fopcaabHOM CTO-
poHe; K—M — mocnieoBaresibHble Kaapbl LedTpacdepHOil CheMKU 3apo/ibliiia, OTIEPUPOBAHHOIO Ha CTaaU 2-X OJaCTOMEPOB.
Bpewmst ykazaHo B MUHYTax OT MOMeHTa ornepaimu. CTpejika — MeCTO orepaluu, Yepta — MOTOMKU ONepUPOBAHHON KIIETKH,
dopMuUpyOIIMe TOMTOTHUTEbHBIN MeprbacT. MaciTabHbIe TUIAHKY Ha pUCYHKE COOTBETCTBYIOT 200 MKM.
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B BblI€JIEHHO TpyIile ONepupoOBaHHbBIX 3apOIbI-
1Iei IIonaab KOHTaKTa 0J1aCTOAEPMBI C XKEATOUHBIM
MEeIIKOM 3aMeTHO OoJbliie (cp. puc. 4A, 4b), a Benu-
YKMHA JOPCATBHOTO Y BEHTPAJIbHOTO KPaeBoTo yIJia J10-
croBepHO (p < 0.01) BbIIIIE, YeM Y KOHTPOJIbHBIX 3aPO-
JBILIEH, TIPUYEM Ha NOPCAIBHOU CTOPOHE Pa3Inyusd
MEXITy OTTBITOM U KOHTPOJIEM BbIpaKE€HbI CUJIbHEE (CP.
puc. 4B, 4T'). DTo 03HayvaeT, UTO y OIepUPOBaHHbBIX 3a-
poapbleii agaeT akTUBHOE HATSIKEHUE TPaHULIbI pa3-
Jiesia 0J1acTOePMbI C KEITKOM (BO3MOXHO — aKTHUB-
HOe HaTspKeHue Tiepuonacta, cM. Yepmanuena, Yep-
nmaHieB, 1985).

JUts 3TOM 3Ke TpyIIbl 3apOIbIlIeil HA CAarUTTAllb-
HBIX ONTUYECKUX Cpe3aX Mbl M3MEPWJIM OTHOILICHUE
rnepuMeTpa Hapy>KHOM MOBEPXHOCTU OJIACTOAEPMbI K
ee TUIoIIAAM, CUMTAsI €TO MoKa3aTelleM, XapaKTepu3y-
IOIIMM OTHOLICHWE IUIOLIAAN MOBEPXHOCTU 6JacTO-
JIepMBEI K ee 00beMy. Hebosblive, HO BCE XK€ CTaTUCTU -
Jecku goctoBepHbIe (p < 0.01) pazmmyust MeXIy OITbI-
TOM M KOHTpPOJIEM ObUIM TIOJy4eHBI IS cTanuu 9, B
MOMEHT MHULALUU STUO0JNHU, KOTJa IUIoIaab Mo~
BEPXHOCTH paseiia 61acTOIepMbI C 3KEITKOM HauHa-
eT yBeIM4MBaThbcs 3a cueT ee u3ruba (Hexmomona
u 1ap., 2003). BennunHa oTHOLIIEHUS IepuMeTpa 0J1a-
CTOIEPMEI K ee IUToIaan okKasanachk paBHoi 0.029 +
+ 0.001 B kontpoJse u 0.039 £ 0.002 B onbITe — TaKUM
o0pa3oM, B MOMEHT Hauajla 3MUOO0JMU OTHOLIECHUE
MOBEPXHOCTH OJIACTOAEPMEI K €€ 00beMY BHIIIIE Y OIle-
PUPOBAHHBIX 3aPOIBIIIIEHA.

ITo nanHBIM LieiTpadepHoit cCheMKU (CM. puc. 2A—
2I"), Bo Bcex aKcriepuMeHTanbHbIX cepusix 311 3akia-
IBIBAJICSI Ha Oojiee paHHUX 3Tarax snubonuu. M3
36 3apobIllieii, OIIEPUPOBAHHBIX Ha cTaguu 4-x OJa-
croMepoB, y 14 (39%) 3111 HaunHaa opOPMIISITLCS TO-
I1a, KOIJa OKPYXXHOCTh OJIaCTOOEPMbI HAXOAWIACh
BBIIIIE 5KBAaTOPUAIBHOM TUIOCKOCTU 3apoibiia (cTe-
rneHb 3nubdoauu MeHsblie 40%). B KoHTposie 3To GhUTO
OTMEeUeHO JuIIb 1151 6 13 20 3aponpiiieii (20%).

Kaxk nipaBuio, 6osee paHHsIs1 (OTHOCUTEIbHO 31U~
oonumn) 3akimanka 31 Oblla 3ameTHa Ha a3
(puc. 5A—5T). 17151 Komn4eCTBEHHOM OLIEHK COOTHO-
meHns xona smubomu n opmuponanus 31, Mbr
BoIOpanu koaddutveHt £ = (D — d)/H, tne D xapak-
TepU3yeT CTeNeHb AMUO0IUKN O1acTOoePMbI (PacCTOSsI-
HUE OT €€ BEPXHETo MOoJII0ca IO €€ HIDKHETO Kpasi), d —
CTEIeHb pa3BUTUSl (MEPUAMOHAIBHYIO BbicoTy) 3111,
H — aGconoTHbIN pa3Mep 3apoapbiiia (puc. 5/).

Paznmmune BeTMIMHBI 3TOro KO3 dUIeHTa y orie-
PUPOBAaHHBIX 3apOAbIIIEH ceprun 2 U KOHTPOJIEM OKa-
3aJI0Ch BBICOKO nocToBepHbIM (p <€ 0.001, n = 20). B
OIBITe BeJMWMYMHA £FE OBUIO TIOYTH BOBOE HITKE
(puc. 5E), T.e. oopazoBanue 3111 neiicTBUTEILHO Ha-
YUHAJIOCh ITPU MEHbIIEH CTETIEHU SMTUO0JIUU 0JIaCTO-
IIEPMBI, 9YeM Yy KOHTPOIBHBIX 3aPOIIBITIIEH.

K sTOoMYy ciieayeT 100aBUTh, YTO Y ONIEPUPOBAHHBIX
zapogsiireit 311 ouepueH ropasgo 0oJiee rpydoo U mpu
ero (hopMUpOBAaHNU HapPYKHASI TOBEPXHOCTh GIaCTO-
JIEpMbI TOpa3io CWJIbHEee U3MEHsIeT (YMEHBIIIAET) CBOIO
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Puc. 3. lonosHuTenbHbIN TIepubiacT: A—b — momonHu-
TeJIbHBIN ITepubaacT onpenesieT Mecto 3akianku 3111. 3a-
pOIbIILI, ONEepUpPOBAaHHBIA Ha cTaguu 2-X 0JaCTOMEpPOB,
A — caruTTajibHbI ONITUYECKUIA cpe3, b — By ¢ aHUMAaIb-
Horo nostoca. CTpejKu — JONOJTHUTENIbHbIN MepruoIacT,
3Be300YKN — MecTo obpaszoBanust 3III. MacmrabHast
TJlaHKa Ha pucyHke cootBercTByeT 200 MKM; B — cxema
uzMepeHusi yriaa (M), Ha KOTOpbIil TOBOpayMBaeTCsl aHU-
MaJIbHO-BereTaTMBHAasi OCh MPU 00pa30BaHUM IOMOIHM-
TeJIbHOTO Tepubiacta (MOSICHEHUS B TEKCTE).

KPMBU3HY, 4YeM B KOHTpoJIe (cp. puc. 5B, 5T'). BTo Takke

TOBOPMUT O “mpexneBpeMeHHo” 3aknaake 3111,

OBCYXIAEHUE

To, 4TO HOpMaJIBLHBII 3aPOAbIII MOXKET Pa3BUBATh-
cs1, (PaKTUIECKU, TOJIBKO M3 OJHOIO M3 IIEPBBIX IBYX
0J1aCTOMEPOB, KaK 3TO IMPOUCXOIUIO Y HAC B CEPUU 2,
caMo 1o cede He MpeICTaBIsIeT HA 0CO00ro MHTepeca,
HM, TeM 0oJiee, HOBU3HbI. Bo-TIepBhIX, 3TO yKe ObLIO
noka3zaHo 111 BbioHa (Kopxk, 1981), a Bo-BTOpBIX, 9K-
BUIIOTEHLMAILHOCTb 00J1acTeil 61acToaepMbl KOCTH-
CTBIX PbIO U, KaK CJIACTBUE, MOYTU HEOrpaHUUYEHHAs
CIOCOOHOCTH Pa3BUTHUS K PETY/ISIIIMKA JaBHO 1 XOPOIIIO
u3BectHa (Morgan, 1895; Oppenheimer, 1979; He-
KJII0/I0Ba 1 1p., 2003).
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Puc. 4. Paznnuust nopcajibHbIX M BEHTPAJIbHBIX KPAeBbIX YIJIOB HA IpaHMIIE pa3esia 61actoaepma C XKeJITOYHbIM MellkoM: A—b —
cxema u3MepeHuii B onbite (A) u koHTposie (B). A; — KpaeBoil yros Ha I0pCaibHOM, A — Ha BEHTPAJIbHOW CTOPOHE 3apo/bIila,
B, I' — paznmuuus cpeqHunx 3HaueHU nopcaibHbIX (B) 1 BeHTpanbHbIX (') KpaeBbIX yIIIOB B ombiTe 8 M1 KOHTpose (1 = 20).

31ech MOXHO TOJIBKO OTMETUTh, YTO PETY/ISIIMOH-
HasI CITOCOOHOCTh SMOpHMOreHe3a BbIOHA, IT0-BUANMO-
MY, BbILIE, YeM y APYIUX U3YUEHHBIX TIpeACTaBUTECH
KOCTHUCTBIX PbIO, Takux Kak Fundulus (Oppenheimer,
1979), Carassius (Tung, Tung, 1944), unu Brachidanio
rerio (UepnanueBa, YepmanueB, 1985). CpaBHeHue
9KCIEPUMEHTAIBHO-3MOPUOJIOTUYECKMX  JaHHBIX,
MOJYYEHHBIX Pa3HBIMU MCCJIEIOBATEISIMI Ha pa3HbBIX
00BbEeKTaX JIMIIEHO CMbICIA, HO Mbl MOXEM CPaBHUTH
IIMPOTY U3MEHUYMBOCT HOPMaJILHOTO Mop(oreHesa.
BrbloH sBJIsI€TCS TTOKA YTO €IMHCTBEHHBIM ITPEACTaBU -
TeJIeM KOCTUCTBIX PbIO, [IJI1 KOTOPOTo MOKa3aHOo, YTO
MHOTOKpPaTHOE MepeorpeaeieHre HallpaBJIeHUs 10P-
CO-BEHTPaJIbHOI OCH 3apObIIia BXOAUT B COCTaB HOP-
MaJIbHO U3BMEHUYMBOCTH ero pa3Butus (UepmaHiiena,
Yepnanues, 2007).

B 51011 paboTe MbI ITBITAIMCH HE TPOCTO KOHCTATH -
poBaTh BO3MOXHOCTb PETYJISIIUM Pa3BUTUS IIOCIE
yaaJeHusl LUTOIUIa3Mbl OylactoMepoB (cepuu 1, 4),
WIN LIETbIX Oy1acToMepoB (cepuu 8, 16), HO U MOHSATH,
KaK1M, COOCTBEHHO, 00pa3oM oHa Ipoucxoaut. Oka-
3aJI0Ch, YTO PETyJISILMS CKJIAAbIBACTC U3 ABYX (ha3:
ObICTpOli (ba3bl, 3aHUMAIOIIEH BCEro HECKOJIbKO
LUKJIOB CUHXPOHHBIX ASJICHUI IPOOICHUS, I MEJI-
JIEHHO1 (pa3bl, 3aKaHIMBAIOIICHCS y>KE BO BpEMsI T'a-
CTPYJISILIN.

CMBICT 1 HaTTIpaBJIEHUE PETYISILINI B 3TUX IBYX (da-
3ax pa3JIM4yHbl. B 1iepBoil ¢ase 3aponblill CTPEMUTCS
BEPHYTh OTHOCHUTEJIbHBIA 00beM OJIACTOAMCKA K €ro
MpeXKHEMY 3HadyeHU10. TeopeTuyecku OH MOXET BOC-
CTaHaBJIMBAThCS 3a CUET Iepexoja B 0JaCTOIMCK 1IM-
TOIJIa3MbI XKEJITOYHOTO MEIIIKA 1 32 CYET YBEIUMICHUSI
OCMOTHUYECKOTO TaBJIEHUS, IPUYEM 3TU BO3MOXHOCTU
cKopee AOIIOJIHUTEIbHBI, YeM aJIkTepHaTUBHBL. Eciu
OBl AaBJIEHUE BHYTPU OJIACTOAECPMBI U KEJITOUYHOTIO
MeEIIKa HE MEHSIJIOCh, TO TPYAHO OBUIO OBl OOBSICHUTH
OTCYTCTBME CTAaTUCTUYECKM JTOCTOBEPHBIX Pa3INYMid

MEXITy aGCOIOTHBIM 0OBEMOM 3KEJITOYHOTO MEIIKA B
KOHTpOJIe 1 oIbiTe. Bompoc HyXmaeTcs B majibHe-
1IIeM HCClIeIOBaHUM, KaK M BOOOIIIe BOIIPOC O MeXa-
HU3MaX, peryJIMpyoluX BHYTpeHHee JaBJIeHE U CO-
OTHOIIIEHUE O0beMa Pa3sHOPOAHBIX (PaKIMUA ILIMTO-
TUTa3MBl.

BriepBrie oOpazoBaHNe HOIMOJIHUTEIBHOIO ITIEpU-
osacta obL10 onucaHo E.M. YepnaHieBoii (1983) B
OIbITax ¢ yMepeHHbIM (mopsiaka 10g) meHrpugyrupo-
BaHMEM 3apojblilieii naHuo (Brachidanio rerio) Bo Bpe-
M1 paHHero apodJieHust. OavH u3 KpaeB 0J1acToaucKa
CWJIBHO PACTSTUBAJICS B TAHTEHIIUMAJIBbHOM TJIOCKOCTH,
LIUTOTOMMUSI TIpeKpalliajach U MPOA0KAIUCh TOJbKO
JieJIeHUsI siiep ¢ 00pa3oBaHUEM CUHLIMTHSI, B KOTOPOM
XKeaTKa Obu1o O0JIbllIe, YeM COOCTBEHHO B OacToMe-
pax. Y xkpasg 0jractroMepa BO3HUKAJ BBITTHYTHIN B Me-
PUIVOHAIBHOM HaIpaBJICHUU SI3bIK “MCKYCCTBEHHO-
ro”, Kak oH ObUI Ha3BaH B LIMTUPYEMOI1 paboTe, IIepu-
Onacrta, KOTOPBIM 3aTeM BTSITMBAJICI BHYTPb, U
MMEHHO B 3ToM MecTe pas3BuBajcsa 31I. OnucaHHas
MOCJIeA0BaTEILHOCTE COOBITHIA 1O MEJIOYEi COBITaacT
CO CAeJaHHBIMM B Hallleli paboTe HAOIMIOACHUSIMUA U
TO3BOJISIET MPEATOJNOXNUTh, YTO UMEHHO YBEIMYCHUSI
OTHOIIICHMSI KOHLICHTPALIMY JKeJITKa K KOHLICHTPaLuK
CBOOOIHOI OT HETO LIUTOILIA3MEI SIBJISIETCSI OCHOBHOM
MPUYNHON 00pa30BaHMS TOTIOJTHUTEILHOTO neproJia-
cra. To e caMoe MOXeT OTHOCUThCSI M K 00pa3oBa-
HUIO KpaeBOro mnepuoiacta IIpu HOPMAJIBHOM XOme
pasButus (Yepnanuesa, Yepnaniies, 1985).

Bropas (MenmneHHast) ¢aza peryssiliumM SBJISIETCS,
Mo CyTU Jefla, “peryisiudeil MOCIeICTBUM peryJisi-
ouun”’, TaKk KaKk MOp(oreHe3 BBIHYKIEH ITPUCIOCO0-
JISThCS K MOCJEICTBUSIM TeX YCUIINI, KOTOPhIE ObLITHA
3aTpayeHbl Ha PEryJisIIMIO B ee IMepBoi (dase. 31aech
ye HeJIb3sl TOBOPUTH O BO3BpAIlleHUW Ha UCXOTHbBIN
OyTh Pa3BUTUSI — HAIIPOTUB, HOBEIE MOp(oIornye-
CKMe OCOOEHHOCTH, BO3HUKAIOIIME B MEepBOi (ase

OHTOTEHE3 TomM 43 Ne3 2012



MOP®OIEHETHUYECKMUME ITOCIEICTBUA YACTUYHOI'O YIAJIEHUA HUTOITIIASMbI

peryasauuu, CJayXaT IJII IPOCTPaAaHCTBEHHO-BpE-
MEHHOM pa3MeTKHu IajdbHEeHIInuX MopdoreHeTuye-
CKMX OBVKEHUMN.

B niepBy1o ouepenb 3TO OTHOCUTCS K 00pa30BaHUIO
3II. ITpy1 HOpMAaJILHOM XOJie Pa3BUTUS OH Yallle BCETO
oOpa3zyeTcsl y TOro Kpasi 6actoiaepMbl, popMa KOTO-
pOro B HAaMOOJIbIIIEH CTEIIEHU OTKJIOHSIETCS OT chepu-
yeckoil popmbl (Cherdantseva, Cherdantsev, 2006). B
9TOI 30HE BO3HUKAIOT aKTMBHBIE MeXaHWUYeCKre Ha-
MNPSKEHUSI, U30BITOK KOTOPBIX KOMIIEHCUPYETCSI CTsI-
TMBaHUEM K Hell (KOHBEepreHluel) KJIeToK 0sacTo-
nepMbl. CKOpOCTh 3MMMOOMMM OJWHAKOBAa Ui BCEM
OKPY>KHOCTH OJlacTOAepMbI, aHMMaIbHO-BereTaTHUB-
Hasl OCh OpUEHTUPOBaHA TIePITEHINKYJISIPHO TPaHUIIE
pazmesa 61acToIepMBI C KEITOTHBIM MEIITKOM, HO CO-
OTHOIIIEHUE aKTUBHBIX U MMACCUBHBIX HAMIPSIKEHUI Ha
MPOTUBOIIOJIOKHBIX MOJIOCAX OJaCTONEPMbI pa3iny-
HO, YTO M OIpeNnesisieT NOPCO-BEHTPAIBHYIO TOJISIP-
HocTh (moapobHee cMm. Cherdantseva, Cherdantsey,
20006).

V Tex orepupoBaHHbBIX 3apOAbIIICH, Y KOTOPHIX B
nepBoil haze peryasauuyd oopa3yeTcsl AOIIOJIHUTEIb-
HBII KpaeBOl MepuOIacT, TIOBEPXHOCTh paszesia 0Ja-
CTOAEPMBI C XXEJITKOM ellle A0 Hayaja TacTpyJsiuuu
CKOIIIeHA MO OTHOIICHMIO K aHWMAaJIbHO-BEereTaTHB-
Holi ocu (cMm. puc. 3B). IlockoabKy OIMH M3 KpaeB
OacToepMbl HAXOAUTCST Ha Oojiee BBICOKOM IIUPOTE
sTiilia, TpaHUIIa 0J1aCTOAECPMEI He BITMCHIBACTCS B €A~
HYIO OKPY>KHOCTbD, U IJISI MUHUMM3ALIMU TeOMEeTprIe-
CKUX pa3iMuuii ee KpMBU3HA Ha 00Jiee BHICOKOM LI~
poTe JOJKHA yMEHbIIAThCsl. DTO, B CBOIO ouepelb,
CTaHOBUTCS IIPUYNHOM aKTUBHO MUTPALINY KJIIETOK B
3Ty 30HY, UTO, KaK 1 [IPU HOPMAJIbHOM XOJI€ Pa3BUTUS,
BeaeT K oopazoBanuio 311I. Henb3st ckazath, 4TO yTOJI-
IeHMEe KpaeBoro IeprobacTa MHIyINPyeT o0pa3oBa-
Hue 311 B ToM cMEICIE, B KAKOM 3TO CJIOBO OOBIYHO
yroTpeosisieTcst B s3MOpuosioruv. OHO MPOCTO CO3MaeT
pa3IM4ns KPpUBU3HBI, a 3HAYUT — Pa3INIMs BEJTMIM-
HbI aKTUBHOI'O HaTSDKEHUS TPaHUIIbI pasiesia 0J1acTo-
JIEPMBI C XKEJITKOM Ha €€ MPOTUBOITOJIOKHBIX TTOJTIOCaX.
JIBIDKeH1E KJIETOK B CTOPOHY ITOBEPXHOCTH C ITOBBI-
IIIEHHBIM aKTHMBHBIM HaTSDKEHUEM YBEJIMYMBAeT X
JIOKaJIbHYIO KOHLIEHTPALINIO, TAK YTO BHYyTPEHHEE 1aB-
JIEHHE MO, 3TOM ITOBEPXHOCTHIO BO3pPACTacT, KOMIICH-
cupysl U30BITOK €€ aKTUBHOI'O HATSIKEHUSI.

Cyas 1Mo BeJIMYMHE OTHOIICHMSI IepUMeTpa Ha-
PY>XHOI ITOBEPXHOCTH 0J1aCTOJEPMEI K €€ TUIOIIAaN Ha
CaruTTaJbHBIX OIITUYSCKUX Cpe3ax, B MOMEHT Havaia
SMUOOJIUM OTIEPUPOBAHHbBIE 3apPOIBIIIN UMEIOT O0Jiee
BBICOKOE OTHOIIIEHHWE TIIOIIAaM OJacTomepMbl K ee
00BbeMY. DTO XOPOIIIO COIJIACYeTCSl C POCTOM BEJTUUM-
HBI KpaeBhIX YIJIOB Ha TPaHMIIe pasaeiia 0J1acToaepMBbl
¢ XenTkoM (cp. puc. 4A, 4b), Tak Kak o0a pakTa roBo-
PST O TTaicHUY aKTUBHOTO HATSDKEHMSI ITOBEPXHOCTU
G1acTomepMbI BO BTOPOIA (haze peryasiiumn.

BOnuboIMs BCeria CBsi3aHa ¢ yBeJIMUeHUeM TUIola-
ITA TIOBEPXHOCTH, pa3IelIsIIonIeil 6J1acToaepMy 1 XKell-
TouHblii Memok (Trinkaus, 1993). HopmanbHast reo-
4 OHTOTEHE3 Ne 3
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OmpiT 4  KoHTpons

Puc. 5. U3meHeHue cBsI3u MexX Ty anubonueii u popmMupo-
BaHueM 3111 nocie ynaneHust HUTOIIa3MaTUYECKOro Ma-
Tepuasna: A, B — 3apoapliil mocie ynajJleHus: COaepKUMOro
OIHOU KJIETKM Ha cTamuu 4-x 6imacromepon, b, I' — kKoH-
TpoJib; A, b — caruTrajgbHble onTUyeckue cpesnl, B, I' —
BUJI C aHUMAJIBHOTO MOJIIOCA, CTPEJIKU — MECTO 3aKJIaK1
3UI; O — cxema Mop¢hoOMETpUIECKUX U3MepeHnH (TTosic-
HeHMs B TekcTe), E — paznuuust BeTUIuHBI KOo3hbhu-
nueHTa F, xapaKTepU3yIOIlero COOTHOLIEHUE TEMITOB
anubonuu u ¢popmupoBaHus 311 y KOHTPOJIbHBIX 3a-
POIBIIIEHA U 3apOblllIeii, ONIEPUPOBAHHBIX HA CTaAUU
4-x xneTok (n = 20).

METPHUsI CHUCTEMBI OJlacTOAEpMa—KEJITOK ITO3BOJISIET
ATOIl TIOBEPXHOCTH YBEJMYMBATh CBOIO ILIONIAAb,
OCTaBasICh IVIOCKOM, TaK KaK KpaeBbI€ yIJIbl HA TpaHM -
e pasaena JocTaTrouHo gajaeku oT 180°. MHave o6¢cTo-
WT JeJI0 C ONIEpUPOBAHHBIMU 3apOBIILIAMM, Y KOTOPBIX
JIMMUT Ha YBeJIMYCHUE TIJIOIIAIN TIOBEPXHOCTH pa3ie-
J1a 6e3 U3MeHeHUs ee (POPMbI IIPAKTUYECKI MCUEPIIaH.
B ombITe 3aponpliiiy 0Ka3bIBalOTCS ropa3no Omke K
MOpory, 3a KOTOPbIM AAJIbHEHIIWK POCT IUIOLLAIU
TUIOCKOM MOBEPXHOCTHU pasielia YK€ HEeBO3MOXEH, U
OHa, JIJISI TOT'O YTOOBI IIPONOJIKATE OOpacTaHME KEJIT-
Ka, IOJDKHA BBITHYTHCS B CTOPOHY Hapy>KHOM MOBEPX-
HocTH. B 31001 hase anumboIMU ITOBEPXHOCTh pa3aesia
MOXKET YBEJIMYMBATh CBOIO IUIOLIAAb JaXe IIPU HEIo-
IBVDKHOCTU KpaeBbIX TOYEK DTOM ITOBEpXHOCTH. Ta-
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K1M 0o0pa3oM, B CiIydyasx, Korma yuajacHue 0jracTome-
POB He BeAEeT K MUBMEHEHMIO criocoba (hopMUpOBaHUS
rnepubaacTa, ero OCHOBHBIM MOCJIEACTBHEM BO BTOPOI
daze peryasiuu SIBISIETCS MPEXIEeBPEMEHHbIN (110
CPaBHEHUIO C OOBIYHBIM XOJIOM 3IMUOOJININ) U3TUO MO-
BEPXHOCTM pasjiejia, FeOMeTPUUYECKU OTISIISIOUINIA
KpaeBylo 30HY OJ1acCTOAEPMBbI OT €€ LIEHTpaIbHON Ya-
ctu (mogpodbHee cM. Hekiromosa u ap., 2003).

“IlIpexneBpeMEeHHOCTh” M3rnbda 03HAyaeT, YTO OH
MIPOMCXOAUT IPU MEHBIIIEH pa3HOCTU HATSDKEHUS Ha-
PYXHOII 1 BHYTPEHHE! IIOBEPXHOCTU OJIACTONEPMBI,
BeJIMYMHA KOTOPOTO OIPEAesieT CKOPOCTh paaudaib-
Holl uHTepKasuu kietok (Hexmonosa u ap., 2003).
PannanbHass MTHTepKaISALNS SIBASIETCS OMHOMN U3 TIPU-
4rH (DOPMHUPOBAHMSI 13 KJIETOK 0JIaCTOIEPMBI ITOJTHO-
LHEHHOI'0 3IIUTCINAJIbHOI'O Ilacta, U MMEHHO JOTOT
MPOLIECC JOJKEH 3aMeUISIThCS Y OIIEpUPOBAaHHbBIX 3a-
pOOBILIEA, Y KOTOPBIX, HEUCTBUTEIIBHO, YIIaKOBKa
KJIETOK Ha ONTUYECKOM cpe3e 0J1aCTONEePMbl KaxKeTCs
0oJee phIXJIONA.

TakuMm o0pa3oM, HaCTOSIIEH MPUYMHON COBUTA
dopmuposanus 3111 Ha Oojlee paHHIO CTAgUIO pa3-
BUTHS SIBJISIETCST 3aMeIJICHUE TTMOO0INH, a TOYHEee 13-
MEHeHHe OTHOCUTEILHOTO BKJIaJa B Hee ABYX Ipoliec-
COB — MACCUBHOTO PACTSDKEHUS TTOBEPXHOCTH OJ1aCTO-
JIePMBI M aKTUBHOTO YBEJIMUYEHMS €€ TUTOIIAIN 32 CUET
panualbHOM MHTEPKAISLIMU KJIETOK. B ombITe BKam
IMACCUBHOTO PACTSKEHMSI TOPA3I0 BBIIIIE, YTO XOPOIIIO
COOTBETCTBYET BU3YAIbHOMY BIT€UaTIICHUIO, BO3HUKA-
Io1IeMy TP CpaBHEHUU (DOPMbI HAPY>KHOI MOBEpPX-
HOCTH 3apOJbIIIEH B ONbITe U KOHTPOJIE.

ITosmydeHHBIE TaHHBIE TOBOPSIT O TOM, YTO JABHO
onucaHHasi UISI KOCTHUCTBIX pPBIO 3BOJIOLIMOHHO
YCTOMUYMBAS CBSI3b MEXIY OTHOCHUTEJbHBIM OO0bEMOM
OacToiepMbl U CTaaue aMMOoINN, Ha KOTOPOU 3a-
kanpiBaeTcs 311, sBiisteTcs psIMBIM 1 HEM30EKHBIM
CJIEICTBUEM T€OMETPUM M MeXaHWKM 3nuoonnu. O0
3TOM TOBOPUT TPAKTUYECKU TOJHBIN Tapauiean3M
MEXIY TAKCOHOMWYECKMMU Pa3INIUSIMUA U Pa3IAdy-
sIMUA, KOTOpPbIE MOXHO BBI3BaThb IMyTeM 3KCIEPUMEH-
TJILHOTO U3MEHEHUS (YMEHbIIIEHWST) OTHOCUTEIbHO-
ro oobeMa os1actoaepMbl. B 00oux citydasix cMelleHue
dopmuposBanus 311 Ha Gonee paHHUE 3TAIIBI SITMO0-
JIMU OOBSICHSIETCSI €€ 3alep>KKOM M3-3a yBeJIUYEHUS
JIOJIA BKJIaja B 3MUOOJIMIO TTACCUBHOIO PACTSIKEHUSI
MOBEPXHOCTU OnacTogepMbl. B rpymmax ¢ MeHbIINM
OTHOCUTEJIbHBIM 00beMOM 0JIaCTOIEpPMBI HAOIIOAACT -
CsI TAKOM XK€ TIPEXKIEBPEMEHHBIN N3rM0 MOBEPXHOCTU
pa3aesna 0J1acToIepPMEI € XKEeJITKOM, KaKO MbI HA0JIIO-
JlaJIn y OTIepMPOBaHHBIX 3apojbliiieii. OT6opy He HYK-
HO 3a00TUTBCSI O TOM, YTOOBI IIPHUCIIOCOOUTH MOPGO-
reHe3 K HOBBIM HadaJIbHBIM YCJIOBHEM, IIOCKOJIBKY BCE
HY>KHbI€ U3MEHEHUSI HE BBIXOMIAT 3a MpPeaebl HOPMbI
peaxkiuu camoro MmopdoreHesa, KOTOpPyI0, Kak Mbl BU-
M, He CJIEIyeT OTOXIECTBIISITh C TEHETUYECKOIM HOp-
MO peaklu.

ABTOpBI BBIPAXXAIOT CEPIEUHYIO MPU3HATEIbHOCTD
cotpynHukaMm buonoruyeckoro daxkyiasreta MIY

NBAIIIKWH, YEPJAHIIEB
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Morphogenetic Consequences of Partial Removal of Blastomere Cytoplasm
during Early Embryonic Development of the Loach, Misgurnus fossilis L.

E. G. Ivashkin® and V. G. Cherdantsev®
4Koltsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119334 Russia
e-mail: veliger@ya.ru
bFaculty of Biology, Moscow State University, Moscow, 119991 Russia

Abstract—The development of loach embryos is successfully regulated (normalized) after partial removal of
the cytoplasm from one blastomere at the two- or four-cell stage or complete removal of one or two blas-
tomeres at the stage of 8—16 cells. Using time-lapse video imaging and morphometric analysis, it has been
shown that this regulation is a two-stage process. At the first stage, the ratio between the volumes of the blas-
todisk and yolk sac is rapidly (within one or two cell cycles) restored almost to the initial level; at the second
stage, morphogenesis of the embryo is modified according to its new structural features acquired after the op-
eration. After several rounds of cytokinesis, the cytoplasm remaining in the operated blastomere fuses with
the marginal yolk syncytium (periblast), which at the blastula stage forms a distinct extension at the operation
site. This extension marks the site of embryonic shield formation. The results of morphometric analysis show
that restoration of the initial blastoderm volume in operated embryos leads to a reduction of active tension at
the blastoderm—yolk boundary and an increase in the ratio of blastoderm surface to its volume at the moment
of epiboly initiation. As a result, the convergence of blastoderm cells to the operation site and the embryonic
shield formation begin at a lesser degree of epiboly, compared to the control.

Keywords: embryonic development, teleost fishes, loach, cleavage, blastomere removal, regulation, morpho-
genesis, morphometry.
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