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POPMUPOBAHUE IIJIACTOB IIOJIAPN30BAHHBIX KJIETOK
(BIINTEJIN3AIIVA) B ODMBPUOHAJTBHOM PASBUTUU I'VBOK

[pencrasurenu Porifera xapaxkrepusyoresi GOJLIIMM pazHOODBPa3UeM THIOB 3MOPU-
OBAJILHOIO PA3BUTHS ¥ HEOAHOKPATHO NPEIIIPUHUMAJHACH IONBITKH UX KIACCH(DUKA-
nun (Levi, 1956; Borojevie, 1970; Koporkonra, 1981; Ivanova-Kazas, 1997; Maldonado,
Bergquist, 2002; Epecxoscxnit, 2005). Paznuuns aexty naTrepHaMu pa3BUTHsT 00y-
CJAOBIUBAIOT CO3JABIIYIOCS B HACTOMIIEE BPEMs MO3aMUYHYI KAPTHHY, 0TODDaXKaIULY0
0COBEHHOCTH DAHHEro OHTOTeHe3a TOM rpynmbl MHOroKJAeTounbix (Koporkosa, 1981;
Bergquist, Maldonado, 2004; Leys, Ereskovsky, 2006; Ereskovsky, Dondua, 2006). Cuty-
Allisl OCJIOXKHAETCS! TeM, YTO TEPMUHBI, UCIIOJb3YeMbIe [IPH ONUCAHUN DA3BUTUS MHOIO-
KJIETOUYHBIX, TAKUE KAK 20CMPYAAUUSA, 3GPOOBIUESHE AUCTIKY (IKMOOEPMa, IHMOodepma),
MEAHD, TPHOOPETAIOT ABYCMBICIEHHOE TOJKOBAHHNE, KOIJIA UX IIPHMEHSIIOT IPU OUHCAHIH
pa3BuTHS IYOOK.

OiHuM MX TEepBHIX MOPGOreHeTHIeCKUX CODBITUI B HMOPHOreHe3e MHOVOKJIETOUHBIX
apJsteTcs obocobienue n GOPMUPOBAHUIE TUIACTOB MMOJIAPH30BAHHBIX KJIETOK -— SIIUTEJUEB.
B.B. Ucaena B cnoeit xuure «Knerka B mMopdoresese» (1994) numer: «IIpu Bcex pas-
JMUMSAX TAKOro IIePexosa, IepesioMa B Pa3BHTHH KHBOTHBIX PA3HBIX TAKCOHOMHYECKHX
IPYIiI, OOUIHOCTD M IVIO0ANLHOCTb CODBITHI 3AKIIIOYAeTCS B KOODJHHUPOBAHHOCTH H3ME-
HeHuit MopdodyHKIMOHATIBLHON OpraHU3ali KJIETOK 3apOJIbIIla, JeCUHXPOHU3ALNN Da~
Hee CHHXPOHHBIX JEJIeHUH JpoOaeHnst U [IPeBPAaIeHus DIacTOMEDPOB B KJIETKH HHTETPUPO-
BaHHOI'O SIHUTEJHAIBHOTO 171acTa. TaKoro pojia KOOpAMHUPOBAHHDI, “(pa30Bbi” nepexo
B Pa3BUTHH Pa3/IMYHBbIX »KUBOTHBLIX y2Ke JaBHO ObL1 oxapakrepusoBaH I1. I1. MBanoBbiM
(1937) kax mepexoi OT IUTOTUINYECKOIO [EePHOJa K OPraHOTHIHYECKOMY». POpMHpO-
BaHME IJIACTOB HOJISIPH3OBAHHBIX KJAETOK YaCTO IIPEJIIIECTBYET MOPQOrCHETHIECKHM fle-
PeMeneHnAM KJI€TOK (FacTPy/ISUHH) U ONPeAeNIsieT XapaKTep 9THX MOP(OreHeTHIECKUX
[IPOIIECCOB (3MUTeIHaIbHbIe MOP(OreHe3bl U/ HIH IMUTEIUO-ME3eHXIMHBIE TPaHChOPMa-
I¥H ).

Paznenenne kieTok Ha SOUTENHANBHYIO H ME3EHXUMHYIO COCTABJISIONIHE — OJIHH U3
BasKHENINMX NIPU3HAKOB PA3BUTUSI MHOTOKJIETOYHBIX H HEODXOJIUMOE YCJIOBHUE JJIsT CO3/a~
HES1 1I71aHa CTPOEHM OpPraHH3Ma, ero opragoB u Tkaneit. O0beauHEeHHE KJIETOK B SITHTE-
JIMAJIbHbBIE TIIACTHI SIBJSCTCH OMHON U3 OMPEeNEesSIONX O0COOEHHOCTEH MHOIOKJIETOYHON
opranuzannn (3apapsun, 2000; Tyler, 2003).

OcHOBHBIE TPU3HAKHA SITUTEINUEB, O0YCIOBINBAIOIUE HX POJIb B MOP(MOreHeTUIeCKHX
NIpoLeCcCcax Pa3BUTHSA, — OJSIPHAA CTPYKTYDPa KJIETOK H, COOTBETCTBEHHO, IIOJIAPHOE pac-
IpeJeseHle OpraHell, HUTOCKeIeTa 1 MeMOpaHHBIX PEeNenToOpOB, a TAKXKe CIeLHUATH3H-
POBaHHBIE MEKKJIETOYHBIE KOHTAKTHI, CBA3BIBAIONINE KJIETKH B HHTEDUPOBAHHBIHN I1J1aCT.

ATIMKaIbHBIY KOMIIJIEKC CIEIHAIN3HPOBAHHBIX KOHTAKTOB Y 6€CIO3BOHOYHBIX XKHBOT-
HBIX COCTOUT M3 30HBI OHOsACHIBAIOWEH anre3mu (zonula adhaerens) m NOMIEHKAIIUM €if
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CENTUPOBAHHBIM KOHTAKTOM, POMOJIOIHYHBIM HO CBOHM (DYHKIIMSIM U MOJCKYISIPHOMY CO-
CTaBy B DA3HBIX TakcoHoMuuecknx rpynnax (Knust, Bossinger, 2002; Tyler, 2003). 3ol
OTIOSICBHIBAIOINEH &/II'€3UH CBA3BIBAIOT aKTWHOBLIA IUTOCKENET KaeTOK (Ka,[repHi-KaTe-
HHHOBBIHT KOMILIEKC), UX HOABJIEHHE ABJSETCS HEOOXOIUMBIA I JOCTATOYHBIM YCIOBUCM
BO3HHKHOBEHUSI HOJSIPHON CTPYKTYPbI ITHTCAVAJBHLIX KAeTOK. Kpoae Toro, 3oHbl ajre-
3MM CBABAHBI ¢ MEKKJICTOTHBIM CHIHAJMHIOM M UIPAIOT BAyKHYIO POJIL B [IO/I€PAQHIH
OPDHMCHTAIMHK BepeTeH M crMMeTpun Kierounnix jenenuii (Tepass et al., 2001). Moneky-
JSIpHBIE H MOD(OrEHETHUCCKHE MeXal3Mbl CTRHOBIJICHES OJISIPHON CTPYKTYDbI KJIETOK
npy QOPMUPOBAHUN IMUTCIUEE B Pa3BuTUN y Haubosee JeTanbHO HCCIEI0BAIHbBIX MO-
nenpHblx 06bekToB (Drosophila, Caenorhabditis elegans, mplllb) UMEIOT yIHBUTENLHOE
cxoxerso (Knust, Bossinger, 2002; Tyler, 2003).

Y ry6oK uMeIorest CIe)iyoniMe THIIbl OPTAH30BAHHBIX B IIOJIsIPU30BAHHBIE [LJIACTHI
KJIEeTOK: MUHAKOLWTD! (3K30-, DIJI0-, 1 0a30-MHHAKOAEPMA), KIASTKH SMOEPHONAIBHBIX Kall-
CY/1 ¥ CTEHOK CIEPMATOIHMCT, XOAHOUUThI, HADYXKHDLIE KJIETKH [11aBaIOIUX JMYHHOK. T pu
OCHOBHBIX THIIE CHEIMIAJIM3HPOBAHHBIX MEXKKJIETOUBIX KOHTARKTOB BBISIBJIEHb! Y T'YOOK.
CenTHpoBaHHbIE KOHTAKTBI NPUCYTCTBYIOT ¥ U3BECTKOBBIX I'yGOK MEXKJY CKJAEPOIH-
tamu 1 xoanonutamu (Ledger, 1975; Green, Bergquist, 1979). ¥V upeacrasureneil kiac-
ca Demospongiac cenrrupoBaHHble KOHTAKTbI BBISIBACHL! MeK Iy xoaHouuTamu (Alves de
Matos et al., 2002). CnenpanusupoBaHHble 30Hbl AATE3HH CBI3bIBAIOT XOAHOIHTHI
n nuHakountel y Sycon (Calcaronea) (Ecerkes-Medrano, Leys, 2006). V jemocrionruii
OHM IIPUCYTCTBYIOT MEXy KIeTKaMu sMGpuonannubix Kancya (Green, Bergquist, 1979;
coberB. neonyG.a. gannble), nunakouradu (Feige, 1969; Pavans de Ceccatty, 1966; Pavans
de Ceccatty et al., 1970), xoanouurasi (cobcTBeHHbIe HEOMYDI. JAHHBIE). Y CTEKJISTHHBIX
ry0OK BBISIBJEHBI Tak HasniBacMpie plug-junction, gpopyaupoBaHue KOTOPBIX IIPOHCXO-
nur B ambGpuorenese (Pavans de Ceccatty, Mackie, 1982; Boury-Esnault, Vacelet, 1994;
Leys et al., 2006).

Y npexpcrasurencii Kiacca Demospongiae npoAesoHCTPUPOBAIIO, YTO 30HbI aJil'e3HH
CBA3BIBAIOT AKTHMHOBBI nurockener kiaetok (Masuda et al., 1998; Pavans de Ceccatty,
1981, 1986). Ourwrrsl ¢ WITOXAAa3RHOM [} OKA3BIBAIOT NPAMYIO 32BHCHMOCTL MEXKJLY
LEJIOCTHOCTHIO aKTHHOBBIX MHKPO(QUIAMEHTOB U COXPAHEHHUEM TOJISIPU30BAHIION CTrpYK-
TYpPBI KJICTOK B coctase siureanes rybok (Wachtmann et al., 1990).

Crienuaau3upoBatiible  AllMKAJIbHbIE KOHTAKTHl ODHAPYXKEHBI B TIACTAX HAPYK-
HBIX KJCTOK ILIABAIONIMX JMYHHOK Kiacca Demospongia u 1/knacca Homoscleromor-
pha (Evans, 1977; Gonobobleva, Ereskovsky, 2002, 2004; Boury-Esnault et al., 2003;
Ereskovsky, Tokina, 2004).

Conpenenble CNIOHTHOJIOTHYECKHE HCCJAEMOBAHNA MMEIOT TEHIEHIMIO BBISBJATL U
00OCHOBBIBATH PYHIAMEHTAIBHOE CXOICTBO OPIraHU3AIINA M PYHKIITMOHHDOBARHUS KJ1€TOY-
HBIX CHCTEM I'YOOK M JIPYI'UX MIOIOKAeTOUHBIX. ModeKysipHO-6HOI0rHYecKHe Hecie10-
BaHUAA I'YOOK IMPOEMOHCTPUPOBAII, UITO Yy HHX IKCIHPECCUPYIOTCS KOPOBBIEC KOMIIOHCH-
Thl cUrHaNbHLIX nyreit Wnt, TGFSG, rtuposunkuuasnbsiit peuentop, Notch, Hedgehog,
Jak/Stat. U aenTnduupposaibl FOMOJOINH MOYTH BCEX CEMEHCTB MOIeKY A KASTOMHON a1
resun Muorokserodnbix {Nichols et al., 2006). TTokazano, 4o B 9MOPHOHAJBHOM pa3-
BUTHH I'YOOK MMECT MECTO 9KCHPECCUSI MEHOB PA3MYHDBIX KJIACCOB TPAHCKPUILHOIHbIX
thakTOpOB, MHOIHE U3 KOTOPBIX ABJISIOTCH CHEMMUIBBIMU JJIA BLICOKOOPIaHU30BAHHBIX
MmHorokierounsix (Larroux et al., 2006). Bee 911 naHHbIe HM B KOEM CJlydae HE M3Me-
HAKIOT OBUIEIPUHATOIO MOJOXKEHHs 00 yHUKAILHOCTH IJIAHA CTPOEHHS ryOOK, HO OKa-
3bIBAIOT, YTO MEXAHM3MBI-€I'0 CO3JIAHUs T€ XKe, YTO M Y MPOTIUX MHOTOKJIETOUIILIX OpTa-
HU3MOB.
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Hecomuenno, 9To B HacTOsfiliee BpeMs HEAOCTATOYHO MODP(MOJIOIHYECKHX U MOJCKY-
JAAPHO-OUOJIOTHYCCKHX JAHHLIX O CTPYKType H (QYyUKIHOHHPOBAIIHH ILTACTOB MOJISIPH-
30BAHHDBIX KJIETOK y T'yOoK., Kpore Toro, ecuanm BLISBJICHHC CEIITHPOBAHHDLIX KOHTAKTOB
HE BDLIBLIBACT ABOHCTBCHHBIX TEPMHHOJOTHYECKHUX TOMKOBAHHUIL, TO 30HBI aJI'¢3HH IIPU
BBLISIBACHHU HX HA 3JICKTPOHOTPAMMAX € OCTOPOAKHOCTBIO HA3LIBAKOTCA: 3010 KOHMAKIMA
(junctional region (Evans, 1977)), xaemownwe xonmarmae: (cell junction (Boury-Esnault
et al., 2003)), npocmue wonmaxmy (simple junction (Degnau et al., 2005)), onoscoi-
swougue (3amwmrarousue) xonmaxmu (sealing junction (Eerkes-Medrano, Leys, 2006)).
Jlnuib B HeKOTOpBIX paforax allMKaJbHble KOHTAKTL ObulH Ha3BaHbl zonula adhaerens
unu pecmocomamu (Pavans de Ceccatty, 1966; Pavans de Ceccatty et al., 1970; Boury-
Esnault et al., 2003; Ereskovsky, Tokina, 2004). Y ry6ok 70 CHX 1Op 11€ YIaJI0Ch BbisIBUTH
E-kaarepunosn, xors Ca~3aBuCHMAas KJCTOYHAS aJre3usl y HUX IPUCYTCTBYeT. Boickasano
[PEIIOJIOKEHNE, YTO B KOHTAKTAX ¥ I'YDOK MOXCET NPUCYTCTBOBATD [3-KATCIHH, BHIIIOJ-
HAIOIMI a,Ire3uBHYI0 PYUKIIHIO, KaK 3T0 UMeeT Mecto y Dictyostelium (ripusensnrensHo
K 30HaM airC3ud y KOTOPOro MCHOAL3YIOT Tepmut zonule adhaerens) (Grimson et al.,
2000; Coates, Harwood, 2001; Nichols et al., 2006).

Hapyxubiii KieTouibiil ¢a0l miaBaiomnx JUYUIoK ryDoK npeacTaBien IacToM 10-
JISPU30BAHIBIX KJETOK, Pa3JeJIEHHLIM Ha Pa3jIMyHbie KIETOYHbIC TEPPHTOPHU OTHOCH-
TeJILHO 11epej{He3a el ocu auauaku. ZKIyTHKOBbIE KJACTKH BHITOJHAIOT JOKOMOTODHYIO
dyHKLMIO, MX CKOOPJMHHPOBaHHAs paboTa 0DYCJOBJINBAET JBHXKCHHE JIHYHHOK B TOJIIE
BO/IbI. Y MHOIMX JIMUMHOK MAPEHXUMYALHOI'O THIIA HA 3a/IHEM LIOJIIOCe MMeeTCs KOJIbLIO
[MUI'MEHTHBIX KI'YTUKOBBIX KJI€TOK, BBLITOJHSIOIUX CBETOYYBCTBUTEILHYIO (PYHKIHIO U
BLIBBIBAIOIIHX HarnpaBJeHHbie Nepememennst auauHok (Leys, Degnan, 2001; Leys et al.,
2002; Maldonado et al., 2003). Hapy:k#ble KJIeTKH 38/HET0 MOJIIOCA Y MHOI'MX JIHIUHOK
MOPMOJOTHIECKH OTJIMYAIOTCs OT MPOMUX MOKPOBHBIX KJICTOK M MOI'YT UIDATh BAKHYIO
poab npu MetaMopdose, o6pasyst OKPOBbI I0BEHIHJILHON I'VOKH, KaK 9TO MOKABANO Y U3~
BecTKOBBIX I'YOOK Calcaronea u Halisarca (Amano, Hori, 1993; Gonobobleva, Ereskovsky,
2004). VabTpacTpyKTypPHBIE HCCICAOBAHUA TOKA3AIM, YTO HAPYXKHbLIE KJICTKH [LIapalo-
X JIMYMHOK CBA3aHBI CHIEIMAAHINPOBAHHBIMY alMKAJIbHBME KOHTAKTaMHu (Evans, 1977;
Gonobobleva, Ereskovsky, 2002; Boury-Esnault et al., 2003; Gonobobleva, Ereskovsky,
2004; Ereskovsky, Tokina, 2004). Hapy:kible MeMOPaHLI COCEAHHX KJIETOK B 9TOH 30HE
XapaKTEePHU3YIOTCA CTPOrO Napa/IC/bHON OpHEeHTAlMEH, PACCTOSHUE MeXKJy MeMbparia-
MU COCCIHHX KIETOK cocrapister ~12 mnm (H. dujardini, cobers. mannee), 14-22 nm y
rybok 1/knacca Homoscleromorpha (Boury-Esnault et al., 2003). Hporsxensocrs 06-
JIACTH 3/ITe3HH B cpeJHeM coctanisieT ~0,5 MKM, HO 3TOT MOKa3aTesb MOXKET BAPLUPO-
BaTb, CCJAH B 30He KOHTAKTa 00PA3YIOTCH HWHTEDAUTUTAIMH MEMOPAH COCCJHUX KJETOK,
KaK 9TO UMeeT MecTo, Hanpunep, y Halisarca (puc. 2). K BHYyTPCHHEM 110BEPXHOCTSIM Ha~
PYJKHBIX MeMOPaH B 30HE aAr'e3HU HOJXOIUT 3JEKTPOHOILIOTHBLIH TOHKOMDUOPUILIS Db
yMaTepuad (pue. 1), [lpr BenoanL30BaHuM 3JICKTPOHOIIOTHLIX TPCHCEPOB B MEXKKJIETO -
HOM IIPOCTPAHCTBE TAKIKE MOXKCT BBISIBIATHCST SJEKTPOHOIIOTHLIA MaTepUas, UMeIOIHi
BUL, NonepesHex Ghudpuinr (puc. 2).

Cerperanns u jquddepeHnupoBKa HAPYKHOIO CJIOS KJICTOK JHIUHOK 1IPOMCXOIUT B
XojIe dMOPHOHAJIBHOI'O pa3BuTud. Hamu mcciegosanust smObpuona xHOro passutus Hal-
isarca (Demospongiae, Halisarcida) noxazanu, 910 QopMUPOBaHHE MNOJAPU3OBAHHOIC
ITACTa HAPYXKHBIX KJETOK Y 9TOr0 BUJA MPOUCKOIAT Ha H—0 KIeTOUYHBIX HUKJIax (32-
64 k. 3apoasiuin) (puc. 1). Mopdosorntueckumy XapaKTepUCTUKAMHE [POLECCa ABJIAIOT-
€l yCTRHOBJIEHHE IO PHOIO PACHPECTIEHNS HUTOILIA3MATHIECKUX Oprade/ul 1 06pa3ona-
HHE CITeIHaIN3HPOBAHHOIO KOHTAKTA AIIMKO-JIATePATbHBIX YYACTKOB MEMODAH HADYIKHbBIX
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Puc. 1. Hapy>xupie kierku sapogbimeit Halisarca dujardini na 110ciieoBaTEIbHBIX 3TAaX M-
OpHOTeHe3a U y IIaBaIOWIEH JIMIMEKH.

A-E — nonyronkue cpessl 3apoabimeil Ha craguax ~32 ki, (A), ~128 k. (B), ~512 xa. (B),
~1000 k. (T), npepmmameku ([I) u nnasaromed jmuanaky (E). IMkana: 30 mxm. 2K-U — saek-
TPOHOIDAMMBI AIMKAJBHBIX KOHTAKTOB HApY’KHBIX KJETOK 3apojpilinell Ha craansax ~128 ki (2K),
~1000 k1. (3) u y npepmmausku (M), IMkana: 2K, 3—2 mxm; U —0,4 mxm. K-M — smexTpono-
rpaMMbl OBJIACTH 2MUKAJIBHEIX KOHTAKTAOB MEXKJIY HapDYy>KHBIMU KIETKAMH 3aDOABIMIEH Ha CTaIusaX
128 ki (K), ~1000 xu. (JI) » npemymuuusxy (M). lkana: 0,30 mxm. Pukcauusa 6ez mobGasBnenus
9JIEKTPOHOILIOTHBIX TpeiicepoB. CTpenkaMu yKa3aHbl 30HbBI allUKAJIBHBIX KOHTAKTOB. ar — annapar
Tosbxu; 6T — 6asajibHOE TEJIO; K — XKIYTHK; KT — KEJATOYHAS TpaHysa; KK — YKIYTHKOBBIA Kap-
MaH; 5K — SMODHOHAIBHAA KaICYysIa; A — ALPO.



Puc. 2. DJIeKTPOHOIPAMMBL  AIllMKAIBLHBIX
KOMIIADTMEHTOB HAPY?KHBIX »KI'y THKOBBIX KJI€~
TOK ILIABAIONIEN JIHMIHHKH.

A, B— duxcanus ¢ 100ABIEHUEM aBIM-
aHOBOrO cuHero; B — dbuxcanusa ¢ jobaBieHu-
eMm pyreHuesoro kpacuoro. IlIxama: 1 mxM.
CrpesnkaMu yKasaHbl 30HBI allHKAIbHBIX KOH-
TaKTOB.

KJIETOK. B KJIeTKax MOsIBASIOTCS MUATOINIA3MATHIECKIE KOMIADTMEHTB! — alMKaIbHBIA 1
6azayibHBIN. B anukaIbHOM KOMIAapTMEHTe POPMUDYETCH XapPaKTEePHOE JIJIsT KI'Y THKOBBIX
KJIETOK B3aHMODACIIOJNIOXKEHHE A/Tpa, alnapara Lo/ Ki 1 6a3aJbpHOT0 allIapara Iy TH-
ka. B 0a3aIbHOM KOMIAPTMEHTE JIOKAJII30BAHBL XKeJITOYHBIE TPAHYJIBI B IHCTEPHBI HI0-
IIa3MaTHIecKoro petukynyMa (puc. 1, 2K-H). Hapy:xuasi MeMGpara KIETOK IOIPA3e-
JsieTcA Ha TPU JOMeHa — aIllMKaJbHEIN, JaTepaTbHbIi U 6asalbHbIi. ATUKAIBHBIN JOMEH
HAPy»KHON MeMOpaHbl GOPMUDYET XKI'YTHKOBBIN KAPMaH U B X0/1€ SMOPHOTreHe3a KOHTAK-
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THPYET ¢ KIeTKaMu SMOPHOHAIBHON KancyJbl. JlarepaibHpril JoMeH Hapy KHON aeMOpa-
HBbI o0ecrieunBaeT B3AUMOIEHCTBHS MEXIy KJeTKaMU 3apO/nIia, U B ero AlNKaJIbLHON
obnactu (opMUPYETCA OOJACTH CHENUAJUIUPOBAHIONO MEKKAETOMHOIO KOHTaKTa. Ha
Hapy»KHOH MembpaHe 6a3a/bHON YacTH KJIETKH (POPMHDPYIOTCS MHOIOMIHCIEHHDIE (DUIo-
NOJUHA, KOTOPbIC 00PA3YIOT CJOXKHYIO TPEXMEPHYIO CETh U, TO-BHJAUMOMY, MOIyT obec-
NeYUBaTh B3aMMOJAEHCTBUA HAPYXKHBLIX M BHYTPEHHHX KJETOK 3aPOJbINIA. ANNKa/IbHBIE
KOHTAKTHl BBISBJISIIOTCS HA BCEX TOCICAYIOMUX dTanax dMOpUoreHesa, NpUCyTCTBYIOT Y
IJIABAIOIEH JIMYUHKH U COXPAHAITCA NpPH TpaHcuddepeHIpipoBKe HAPYKHBIX KJIETOK
3aHel 110Jycdepsl JHUMHKY B 9K30MUHAKOUMTH! npu Metamopdoze (puc. 1, 2; Gonobobl-
eva, Ereskovsky, 2004).

[TpocTpaHCTBEHHO-BPEMEHHBIE M CODBITUHIbIC 0COOEHHOCTH (POPMHPOBAHHUS IJIACTOB
MOJIAPH30BAHUBIX KJIETOK (DMUTENU3AINHA) ¥ Da3jeseHue KJIeTOK Ha SITUTEJHANBHYIO U
ME3CHXUMHYIO COCTABJSIOMME y IyOoK pasiuynbl. OCHOBLIBASICH HA ITOM KPHTEPHH,
MOKHO BBIAEIWTH ABe rpynnsl rybok (puc. 3, 4).

B niepByIo rpyiiy BXoAaT: IIpecTaBuTeNH Kaaccos MzeectkoBole 1y6xn (Calcarea) n
O6nikHOBeHHbIe rybxn (Demospongiae): Halisarca (Demospongiae, Halisarcida) u Vacele-
tia cripta (Demospongiae, Verticillitida; Vacelet, 1979), HekoTopbie sifilekJa1yinuge 1y6-
ku (orpsina Chondrosida, orpsna Hadromerida) m crekasinable ryOxu (xiacca Hex-
actinellida) (puc. 3). ¥V Hux dhopMuUpoOBaHME 1APYIKHOIO CJIOsL OJACTOMEPOB MPOUCXO-
AWT B X0Je JpoOJIeHUsI U ABJISAETCS PE3YJBTATOM OPHUEHTAIMH BEPETEH KJIETO'IHBIX Jie-
JeHuit 1 durcupoBanHoro (Gojlec WM MeHee BBIDAYKEHHOIO B PA3HBIX CPYIIAX) [10-
JIOXKEHUA 6J1aCTOMEPOB B cocTaBe 3apoipimeil. MIx npobieHue xapakTepusyercst CJiery-
IOMUMHA OCODEHHOCTAMU: MOJHOE, Bojlee MM MeHee PABHOMEDHOE, THIl JpodJielust pa-
JUANBHBI MK C 9JIEMEHTaMH CHHPAJbHOCTH (y CTEKJISHHBIX I'yOOK M HEKOTOPHIX H3-
BECTKOBBIX), nonnakcuanpuslit (y Halisarca no: Epeckosckuit, 2002) nim najnHroMuye-
CKHif, OOLIMpPHBIE OBJIACTH KOHTAKTOB MEXKJY 6JacTOMEDaMU, AUAMETD SHUa He [1PEBbl-
maer 120-140 mxmM. Y upejacraBuTesiell 9TUX TPy PE3YIbLTATOM IMOpUOreHesa siBJisi-
ercsi HOPMUPOBAHUE HJIH OAHOCIOHHON Ies00macTysibl (THIL! JUYHHOK amdubaacrtyna
u kajabnubnacryna, no: Bergquist, Maldonado, 2002), cocrosimeil Jiuuip U3 11apy:KHOrO
CJ10s1 KJIETOK, WJIM JBYXCJIONHON JIMYUHKY -— Jucdepyibl niam napenxumydnt (Halisarca,
Tethya wn’ creknsiHable Ty6Kn). PopMuUpOBaHME BHYTDEHHEro CJOS (€c/Id TaKOBOH HMe-
€TCs) MPOMCXOJUT B PE3YJLTATE NPOLECCa MMMUIPAnuy (MyJILTUIONSAPHON MM YHHIO-
JISIPHO#) M UHTepP(DA3HON NOABUKHOCTH BJIACTOMEPOB B XO/¢ NEePBLIX KJIETOUYHBIX IHUKIOB
(y Halisarca). ¥V creknsinHbiX rybOK BHYTPEHIHMEH cJ10it 61acToMepOB obpasyercs B pe-
3yJIbTATE KAEMOYHOT JeNaMUHAIMA Ha cTaguu 64 6macromepos (Boury-Esnault et al.,
1999).

Bropyro rpynny cocraBadioT G0JBIIHHCTBO NpEACTaBUTE e Kiacca Demospongiae
u n/xnacca Homoscleromorpha (puc. 4). Ins 31ux ry6ox XxapakTepHO [0JIHOE, pABHOMED-
HOe WJIM HepaBHOMEepHOe, HelpaBuibHOe apobienue. IlosoxkeHnne BepeTel MUTOTHYECKHUX
JAejieHuil ¥ 6J1acTOMEDPOB BapbUPYeT. 1acTo HABIIONAIOTCA HE3HAUNTENbHBIC 00/ 1aCTH KO-
TaKTOB MeX Ly 6J1aCTOMEpPaMH B XOJI€e I1IePBBIX KJIETOYHBIX UKJIOB. B pesynbrare jpobdie-
HUst POPMHUPYETCH MHOTOKJIeTOUHAs MOopyaa. Cerperanus HApyKHOI'O CJIOsi KJIETOK I1pO-
HUCXOJUT 110 Pa3HBIM JAHHBIM HUJIH Ha CTaauM 64128 6iactoMepoB MM Ha HO3JHUX dTanax
sMmbpuorenesa — Ha cragun 1000-2000 xrerounoii Mopyiabl. QopMUpPOBaHUE HADYKHOTO
CJIOA OCYIIECTBJACTCA B [POHECCEe MOPYJIbHON JelaMUHAIMY. DIATEIH3a0U OCY ITECTR-
Jgsercd Ha crazuu ~1000-2000 kiracca 3apojpiteit. B pesyinbrare sMOpHOHAIBHOIO pa3-
BUTHA 00pa3yioTcs WIN JBYXCJIOHHBIE (TADEHXUMYJIbHBIE) JIHYMHKH, HJH OJHOCIOHHbIE
LIMHKTOO ATy bl (11/K1acca Homoscleromorpha),

94



Opobnenne, 3nutennanbHble
cerperaums HapyxHoro MopdoreHesnbi U
W BHYTPEHHEro 3-M Tpanchopmauun
CIOEB 3apojbllua

3nurenusauns
64~128 kn.

N J

Ounddeperumposka

Puc. 3. Dmbpuonantuoe passurue Ascandra minchini (Calcarea, Calcinea) (no: Borojevic,
1969) u muunnka — Leucosolenia (?7) laza (Calcarea, Calcinea) (no: Amano, Hori, 2001) (A),
smbpuonasbHoe passutue Scypha ciliata (Calcarea, Calcaronea) (mo: Franzen, 1988) (5), am-
6puoHasbHOe pa3suTHe u Muaunka Tethya aurantium (Demospongiae, Hadromerida) (mo: Lévi,
1956) (B), smOproHanbHoe pa3suTie u nuunHka Halisarca dujardini (Demospongiae, Halisarci-
da) (I") (cobers. nannse).

Cerperauusi 1 nud bepeHIMpPOBKa HAPYKHOIO CJIos KJIETOK B MepBOii rpymnme uneer
CheAyIoNHe OCHOBHbBIE XapPaKTepUCTUKH: 0ObeinHenue 6J1aCTOMEPOB B HHTEr PHPOBAHHBIM
ILJIACT NPOABJISETCS B MOJAPW3AINU LIATOIJIA3MATHIECKUX KOMITOHEHTOB W BO3HHKHOBE-
HAM CHENYAIU3UPOBAHHBIX KOHTAKTHBIX 30H MEXKJy HHMH. DTOT IPOLECC OCYUIeCTBIs-
ercst Ha 4-5-6 KJIeTOYHBIX LHKIaX U K ~128 Kjaccy IJIACT HADYMKHBIX KJIETOK MOMK-
HO cuuTarh chopmupoBanubiM. JuddepeHInposBKa KAeTOK IPOUCXOIUT B COCTaBe HHTE-
IPHPOBAHHOIO I11ACTa Ha IPOTSIKEHHH BCEro MOCJeAyIomero pa3putust. Takoi Tum ob-
Pa30BaHusA DIUTEJMEE MOKHO OTHECTH K InumeauasvHoli aepezayuy (no: Yeppanues,
2003), koTOpasi XapakTepHa sl UBOTHBIX C YHIOPSAA0YEHHBIM apobaenuem. ¥ rybok
C TAaKMM THIIOM Pa3BATHSI [IE€PHOJ SMOPHUOreHe3a, CJAeAYIOMUN 3a IMUTeTH3alMel, Mo-
JKET BKJIIOYATDL SIHTEINO-ME3€HXUMHBIE TPauchOpMannd (MyIbTHIIONAPHAS UMMHI DA~
nus) (n/xnacca Calcinea; Halisarca), nHEarnHanuu MM SKCKypBaluH (STHTE/IMATbHBIE
Mopcorenessl) (Halisarca; n/knacca Calcaronea).
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[pobnenne Cerperauusi HApPYXHOTO
¥ BHYTPEHHETO COEB
v anutenuaauma (~1000 kn.)

- /

Auddpeperuuposka

Puc. 4. Dmbpuonannnoe pazputie Oscarella tuberculata (Demospongiae, Homoscleromorpha)
(no: Ereskovsky, Boury-Esnault, 2002; Boury-Esnault et al, 2003) (A), sMOPUOHANLHOE pasBHTHE
Spongilla lacustris (Demospongiae, Haplosclerida) (no: Saller, Wetssenlels, 1985) u smunska (no:
Ivanova, 1997) ([5), smbpuonasbuoc passutue Halichondria sp. (Demospongiae, Halichondrida)
(npobaenne, mopyna nio: Fell, Jacob, 1979; sunrennsauns v dbopMurpoBadne nepeaHe3a el nosip-
noetn H. coalita (Demospongiac, Halichondrida) (w3: Meewis, 1941) n snunuxa H. panicca (u3:
Weanosa, 1981, ¢ paspeinenus apropa) (B).

Ko BTOPOI1 pyriiie 1yboK OTHOCATCH BHIBL, ¥ KOTOPBIX B MOPHOHAIBHOM PAZBUTUR
dopyupyercs MopyIbHBLIE 3apojibinn. PopyHpoBadHe [IIACTA NOAHPUBOBAHHBIX KICTOK
MPOMCXOAUT B XO/¢ OMOPUOIeHE3d, 1 ero cerperaliist CBA3ala ¢ npeoOpa3oBaHueN Ao-
PYJABLHOIO 3apoiabiiia. 110 MMEIOIHA S JUTepaTyPHIbIM JAHHBIM HEBO3MOXKHO OJIHO3HAU-
HO ONPEJCIHTL HH CTaJMI0, HH JETaJM IIPOIECca INTEM3ANUN Yy 9TOH IPYIILI TYDOK.
Y npejgerasureneit n/kaacca Homoscleromorpha cerperaiysst Hapy&HbIX OJaCTOMEPOB
HaduHaercs y 64-128 wanacca zapoupiiueii (Meewis, 1938; Ereskovsky, Boury-Esnault,
2002). BayTpeHuue KACTKH MODYJBL MUIPUPYIOT K niepudepru U BCTPAUBAIOTCS BB YKe
HAYABLIKI S1UTETU30BATHCS HAPYKHBIN CIOM KJAETOK. DTOT MPOLECce ObLI HA3BaH MY 1b-
tunossipuoit syurpanueit (Ereskovsky, Boury-Esnault, 2002), pesysibraToM ero siBisiercs
dhopMUpOBaHHe OJHOCIONHON JIHUYUHKY -— UHKTODJIACTYJILI. Mexanu3M s0uTeNn3aiun B
TOM CJyHdae COOTBETCTBYET NAGHAPHOU uau paduasvioli unmeprasiyuy (no: Yepran-
e, 2003). PaceMoTpeHne Cpe3oB 3apoJIbIIEll, [IPEJICTABJIEHHBIX B CTATHE [0 PA3BUTHIO
poma Oscarella (Ereskovsky, Boury-Esnault, 2002; Boury-Esnault et al., 2003, p. 189,
fig. 4), naeT ocHOBaHME TPENTIONIOKHUTE, UTO IMUTENUIAIUA HAPYKHOIO CJIOS IPOUCKOTUT
Ha cTayguu ~512-1024 xiacca. B 310T nepuol B 3MUTENU3AIMIO MOI'YT BOBJIEKATLCS He
TOJIbKO HAPYKHbIE KJETKU MODYJbI, HO U BHYTDEHHHE KJETKH. I3 Takom ciydae (pop-
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MUDOBAHHE SIUTEJHs JMHYUHKH OCYIHCCTBIISICTC B XOJE PU3SepmEl. Inumeausaiu (1o
Yepuaunes, 2003), KoTopasa oXBaTblBaeT BCe KACTKH MOPVIIBIOIO 3aPOABIIIA, ¢ TOCICHAY-
101N OOBEAMHCHHCN HMATEIHAILILIX PPArMenToB B caunblil mact (puc. 4, A).

VY psra upecnonoabix 1yook (orpsa Haplosclerida (Brien, Meewis, 1938; Saller, Weis-
senfels, 1985)) n y HCKOTOPLIX MOPCKHX jemoctionruil (orpaa Halichondrida; Meewis,
1941) cerperaliusi HAPpYXKHOTO C.10s1 KJICTOK porcexoadt y ~512-1024 knaccon 3apoint-
el U KJIETKY 9TOT0 ¢JI0st IPETEPIIEBAIOT YCKOPEHHBIC MUTOTHYCCKHE JleqeHust. Mexanman
hOPMUPOBAHIIST UTEUSI HC BIOJHE IIOHSATEH, ¢ HEKOTODDLIMH JIONYUIEHHSIMH CI'0 TAKZKE
MOXKHO HAa3BaTh pPM36CPMKOL INUMEAUIGUUY B COMETANUN C KOWMARMNOU cea2pezatjuels
waemor (no: Yepuranucn, 2003) (puc. 4, B, B). YAHBUTCIBHYIO KAPTHHY SIHTEJH3ALIN
ONMHCLIBAIOT A BuaoB Reniera sp. (orpsag Haplosclerida; Leys, Degnan, 2002), Hali-
clona limbata (orpsn Haplosclerida; Meewis, 1939) u Adocia cinerea (orpsiy Haploscleri-
da; Meewis, 1941). Ha cragun ~2000 K1€TOK acUMMETPUUHbIE JIEJCHHS] KAETOK, COCTAB-
JAOMKAX MOPYILY, JAI0T MONYIANMIO MUKPOMEPOB, JIOKAJIN30BAIIHBIX BO BCCX yUaCTKaX
MOPY/IBIIOIO 3APOJLIILA. DTH KJICTKU MUIPUPYIOT K uepudepud, 1e (hopMUDYIOT 11¢eB-
JOMHOTopsiHbI snuresuil. [Ipeanonaracres, 9o iddepeHIHpoBKa MOSIPHON CTPyK-
TYPbl 9TUX KIETOK ([OSIBIEIME KIYTHKA) HATUIIACTCS JIO BCTDAHBAHUS HX B HIITEIPHPO-
pannubit iact (Leys, Degnan, 2002). Mexarusm pa3sHOHANPABNEHHON MUUPAIHH KJICTOK
I MX COPTHPOBKH B IPEAENAXN ILIOTHOrO KJIETOUHOrO ArPEraTa, KAKUM sIBJISIeTCS MOPYJIh-
HDLIN 3aPOJBINT HA 3TOH CTAJMUH, OCTAETCS HEBBIICHEHHBIM. KADTHHDL 9MHTENH3ALMI Y IKe
CCTPErUPOBAHHOTO CJIOA HAPY K HBLIX KIETOK 00JICe BCEI'O COOTBETCTBYIOT COMETAHMIO Pa3-
BEPMKU INUMCAUGUUY 1 KOHIMAKMHOU CE2PE2auUy KACTOK W TOCICLYIOIEr0 00Le HHE-
Hust (DparMenToB anuTeMHadbHLIX actoB (11o: Yepuaunes, 2003) - nporecca, Ae1albHO
onucannoro y knmiapnii (Kpaye, Yepnannes, 1995; Cherdantsev, Kraus, 1996; Krauss,
Rodimov, 1999).

MexkrieTounast a/re3us, CHCTEMbI MEKKJIETOUTHOIO CUTIAHMHTA, CIe(ITecKe B3a-
HMOJCHCTBHST MCXK/JY KJETKAMH U MCZKKJACTOYHBIM MATPHKCOM, KieTotHas jnddepen-
HUPOBKA MpeJIcTaBJesbl i B uaperse Protista. Oaunako Mopdorenerngecku ¢xoxue 1po-
[ECChl Y UPOTHCTOB U I'YDOK MPOTEKAIOT HA NPUHITUITHAJILHO PAa3HbiX CTPYKTYPHBIX yPOB-
HAX. SIPKUM IIPUMEPOM sIBJISIeTCs1 AMOPHOHANBIIOEC pa3BuTHe Iy0oK m/Kiacca Calcaronea
W KOJIOHUAMBIBIX OAIIOKASTOYHDLIX BOJOPOCIel poja Volvox. DKCKkypBalius 3apojibliiei
HEKOTOPBIX BOJLBOKCOB IIPOTEKAET CXOAHO ¢ UIPOIECCOM IKCKYPBAIMK CTOMOOJIACTYIbL ¥
M3BECTKOBBIX I'YOOK 3TOro nojxsacca. ITokazaHo, 9TO B XOJe 3KCKYPBAIMU Y BOJBBOK-
COB 1IPOMCXONT H3AEHEHMe (OPMBI KJETOK, KOTOpoe 0DeclieduBaeTesl epecTpoiKaMu
MHKPOTPYOOUEK H aKTOMHO3HHOBOIL cucTernl Mukpodunamernton (Nishil, Ogihara, 1999;
Hallmann, 2006). Ho ecian y BOJABBOKCOB uHTErpanys MOpQOoreHesa CTpyKTYPHO 06ec-
HeYHBAETCH CHHITMTHANBUON CTPYKTYPOil 3aposbiina (Bee KAETKHM y HUX CBS3AHLI [HTO-
TUIA3MATHHECK UMY MOCTHKAMHE ), TO Y I'yOOK IPUCYTCTBYET CHCTEMA CHIEIIMAINZUPOBAHIITBIX
MEKKJIETOMHBIX KOHTAKTOB. Takum 00pa30a, CXOJHBIC IATTCPHDLI IIPOIECCa HKCKYypPBa-
1M, 11a YPOBHE IIMTOCKEICTa PeaIH3yIONIerocs, BCPOATHO, OO THIIHBIMI MeXaHH3MAa M,
¥ MHOIOK/J€TOUHBbIX (IryGOK) N KOJOHMAJIbHBIX OJHOKJIETOMHLIX (BOJBBOKC) PCAIU3YIOT-
€51 Ha PAa3HbIX CTPYKTYDPHDLIX YPOBHsIX. [IOMUMO KJIETOYHOI'O MEXaHM3MA HHBEPCUH ITH
IIPOLECCHI ¥ I'yOOK U BOJOPOCAEH HMEIOT M NPUHIMITNAIBHO PA3HbIC MODdOreHeTHIeCKre
dysrImu. Y BoOPOCIEH OTCYTCTBYET IIPEAONPEISNCHHAS HOJSIPHOCTD IPOIIECCa, Pe3y.ib-
TATOM Hero ABMHETCH (POPMUPOBAHUE PAMAIBHO CUMMETPUYHON KOIoHMU. Y ryboK 3a-
POABILL HMeeT MOPQOICHETHYECKYIO OCh, M PE3YJAbTATOM [IPOLECta MHBCPCUH SIBISIETCS
CO3/IaHUEe BCKTOPH30BAHHOM JIMUUHKH C PA3IUYHBLIMY THITAMU KJETOK BIOJDL 1€ PEeIHe3a,/1-
neft ocu.
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BoiaeneHipie Ha OCHOBAUNM Pa3IHunil B nponecce GOPMBPOBAHUMS HEPBUYHBIX ITUTC-
JHAJILHBIX TIRCTOB JBC IPYIUIL I'YOOK Ipejctanienti u y kuntapuit (Kpaye, 2002). ®dop-
MHPOBaHHe HAJKJETOYHOTO YPOBH OPIraHi3aiiu [[PH 3TUX JABYX THIAX PA3BUTHS HMeET
CXOJUHbIE COOBITHIHBIE U [IPOCTPAIICTBCHHO-BPEMEHIIbIe XapaKTepueTuku. Cyiecrsennoe
OTJIMYNC IMOPHOIEHEZ0B ITUX I'PYINT 3AKIIOYAETCS B TOM, YTO €CJM Yy KIHMAApUil MOp-
dborenerudeckue nponecen! YKBuGUHATbBIB ((DOPMUPOBAIIIE [TAPEHXUMYNLI U ILIAHYILL ),
TO y TyOOK HX MOXKHO HA3BaTb JAH(PUHIAIBHBIMY -— TUYHHKY ['yOOK pazjieJsiioTess Ha J1Ba
OCHOBHBIX THII& ~ DARCTYIHHBIE 11 [1APEHXUMYJIbIIbIE,

CooTHOLIEHNE K'Y THKOBOI (91INTeNaNbIOo#) 1 arMebOuHOM KIeTOUIbIX JHAKH B pas-
BUTHH OBLIO MIPHHATO BAXKHBIM NPU3HAKOM dMOpuorenesa rybok (Borojevic, 1970), t.c. vy
ryBOK Mbl HABJIIOAACM PA3IHYHOE COOTHOHICHHE (DOPMUPYIOIIUXCS B OMOPHOIEHE3€ 1oTrpa~
HAYHBIX TKaHeH M TKallell BHyTpeHHedi cpejibl. BO3MOXKIIO, UTO 3TO COOTIOIUCHNE B Pa3-~
BUTHH COOTBETCTBYET TAKOBOMY Y ACHHHUTHBHOIO OPraHMs3Ma. DTO yTBEP/KIEIIE MOXKeT
OBITH IIPHJIONCHMO K HecckeaeTHLIM IyOKaMm 1n/kiacca Homoscleromorpha, y xoropoix
u3 Mopyant dopMupyercst oguoc/Ioinas 61acTyiblas JHIMHKA, U JePUHATHBHBIE T'yD-
KH XapaKTepPH3YIOTCs! CYIIECTBEHHBIM KOJUYECTBEHHDIM JOMUIHUPOBAHUEM MOTPAHNYHDLIX
KJIETOYHBIX [UTACTOR HAJI[ ME30XH/IOM,

Eue o1HuM BAKIBLIM BONPOCOM, CBS3AHHBIM € JITUTECAUBALLHECH, ABJISCTCS] YCTAHOBIE-
HHC TOJSTPHOCTH 3apojblilia. I3 sKCrepuMeHTaIbHBIX PAdoTax ¢ MOPCKHMHU CHAIPOM/IAMH
(Dinamena pumila (Hydrozoa, Thecaphora, Sertulariidae)) npojgesoncrpupoBano, <o
CTAHOBJIEHHUE [IEPEIHE3A, HEH [TOIAPHOCTH CBSIZAHO ¢ snuTean3anueil skrobnacra u 3a1-
HUH KOHEIL [JIAHYJIBI COOTBOTCTRYET MUTENNBYIOUIEMYCs TIOCTEIHNAM yUIaCTKY SKToO 1acTa
(Kpayc, “lepaannes, 2003). ¥V rybok Takxe oTMetdeHa CBA3b MeXKIy sldresnsagueil n
JdopMmpoBannen nepejHesadeit noagapuoct Jnaunku. enpuerra Mesu (Meewis, 1938)
ONMUCBIBAET HIUTeNU3alHIo 3apoasiiicit Oscarclla lobularis (Homoscleromorpha) u yreep-
WJAET, YTO HA 33,IHEM [10JTH0CE 3aPO/IbIilia (POPMUPOBANNE CTOJAGHATOrO SITHTEINs 3aMell-
JIEHO, T. €. 9TOT YYACTOK IMHUTENNU3YETCH HOCTEAHHM. B AeTalbHbiX padoTax 110 pa3BUTHIO
pas3auyIbix BIoB aemocnonruii [ Mesu pacesarpisaeT Bonpoc o crieliu(UKaIiHg nepe-
HezaHel nonspuocTy. O000IIAsI 9TH JAIHBIC, MOXKIIO 3aK/II0UYUTD, YTO Y HCCIEUNOBAHHBIX
npeAcTaBuTeNell Kiacca desocnoHruii (310 pazsHTHe BTOPOH rpynnbl ryboK Mo Haieli
KJIacCUKAIMA) 1TepeIHE3a SIS TOJSIPHOCTD WK COBHAAAeT ¢ HAuaaoM dIUTe n3anm,
WK NIpeAliecTByeT ei. Y rybok M3 1epnoil rpyiibl NOJBSIPHOCTD 3apOIbIIIIa MOXKET COOT-
BETCTBOBATDL NIEPBUYHON MOJSIPHOCTH STHIEKJICTKH (KaK 9TO UAMEET MECTO ¥ U3BECTKOBBIX
ry6ok, cm. o6zop Tuzet, 1970) win dopmupoBarhes B Xo/e AuddepeHnpoBKH HAPY A-
HBIX KJIETOK, T. €. 110¢JIC (POPMUDPOBANHs HAPY KHOI'0 MJ1aCTa MOAAPHI0BAHHDBIX KJIETOK (110
JAHHBIM, UMCIOUWMMCS K HACTOALIEMY BPEMEHH ).

«Yem npolie 3MOPHOHAIBHBIA TLIAH CTPOEHHS, TeM DOJBLIINM HHCIO0M Crocob0B oI
MOXKeT nosyqarsesi> (Iepaannes, 2003, ¢. 146). Tunbl sMOPHOHATBHOI'O PAZBUTHA I'yOOK
JIEMOHCTPUPYIOT HCCIICI0BATCIAM 9TO YAMBUTENbHOE pasHoobpasue crocodos ¢ropmupo-
BaHysl MX [71aHa CTpoenus. Habop KIeTOUHDIX MEXAIIH3MOB, PEAJIH3YIONHX STH COCOOLI
Pa3BUTHSI, CTPOrO Orpanuyet. PaccMoTpeHre porecca SMUTENH3ANN B Pa3HbIX I'PYIINax
ryBOK MOJTBEPKIAET 3TOT OCHOBHON BBIBOJ, JaHHOTO 0030pPa.

LiyboKy 10 6J1ar0apHOCTh 33 [IOMOLIL B HAIMCAHHH TOH ¢TaTbi U Hecneible coBe-
T 51 BbIpaxkaio Codbe Muxaitiosne Edgpemosoit (Buosornueckuit uncruryr CIIOIY),
I0Opuio Buktoponuay Mamkaesy (3oonorudeckuit miicturyt PAH) u Bukropy Bacnibe-
Buay CemMeHOBY.

Patora suinossena npu nomiepxke PGOU (rpant Ne (03-(G4-49773).
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