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B 0630pe paccmaTpuBaroTCs IUTEPATYPHBIE U COGCTBEHHBIE JaHHBIE, CBUJIETEILCTBYIOLIE 00 IBOIIONM-
OHHOM KOHCepBaTH3Me MOpho(yYHKIMOHAIBHO OpraHu3alii CTBOJIOBBIX PE3EPBHBIX KIIETOK, 00eceyn-
BarOIIMX Gecriosioe 1 MoJoBOe pa3MHOKEHNE 0eCIO3BOHOYHBIX KUBOTHBIX. VI3yUeHbI CTBOJIOBbIE KIETKU
MIPEACTaBUTEIEH ISITH THIIOB XKUBOTHBIX: apXeouuTsl Tyoku Oscarella malakhovi (Porifera), 6onbiinne uH-
TepCTULHUATBHbIE KIIETKH KOJOHUaNbHOro rugpouna Obelia longissima (Cnidaria), HeoOaacThl IIaHAPUU
6ecrnionoit pacel Girardia tigrina (Platyhelminthes), cTBOIOBbIE KIIETKH KOJIOHUAIBHBIX KOPHETOJIOBBIX pa-
K000pasHbIX Peltogasterella gracilis, Polyascus polygenea v Thylacoplethus isaevae (Arthropoda) 1 KOJI0HH-
anbHON acuunuu Botryllus tuberatus (Chordata). CTBOIOBBIE KJIETKH KHBOTHBIX CTOJb PA3IMIHbIX TaKCO-
HOB XapaKTepU3YIOTCsl HPUCYTCTBUEM '€ pMUHANBHBIX TPAaHYJl, peaklUell BbISIBICHUS SIEPHOTO aHTUTeHA
nponepUpYIOIIUX KIETOK, aKTUBHOCTH 1IeNI0YHON (pocaTasbl (MapKepoB 3MOPHOHANBHBIX CTBOJIO-
BBIX U IEPBUYHBIX ITOJOBBIX KJIETOK IIO3BOHOYHBIX) M 3KCIPECCHEN B CTBOJIOBBIX KJIETKaX KOPHETOJIOBBIX
PaKkooOpa3HbIX Vasa-MOfOOHOro reHa (3KCIpecchsl TAKAX TeHOB XapaKTepHa ISl KJIETOK IOJIOBOM JIMHUN
pa3nuyHbIX npejacraBuTeneil Metazoa). CaMOOOGHOBIISIIOLIMICS pe3ePB CTBOJIIOBBIX KJIETOK — KIIETOYHAS

OCHOBA PENPOAYKTUBHON CTPATErMK, BKIIFOUAIOLIEH [TOJIOBOE U OECIOI0e Pa3MHOXKEHHUE.

Karouesnble caosa: 6ecnionioe Pa3MHO2KEHUE, CTBOJIOBBIE KJIETKU, IT€pPMUHAJIbBHBIE I'PAHYJIbI, I'€H vasa.

IIpunsATO pa3nuyuaTh [Ba OCHOBHBIX THIIA ETEp-
MUHAIWA IEPBUYHBIX TOJIOBBIX KIIETOK - C TOMOIIBIO
npecopManuu  (ACUHMMETPUYHOTO pacrpeesieHust
MOJIOBBIX JIETEPMUHAHTOB MaTEPUHCKOT'O TPOUCXOK-
[CHUS B paHHEM SMOPHOreHese), Kak 3TO HaOIogaeT-
sl y psifila MHOTOKJIETOUHBIX SKHBOTHBIX, H TIyTEM 3TIH-
reHesa (MHAYKIUN CHTHAJIAMH COMAaTHYECKOTO Kile-
TOYHOTO OKPY>KEHHS), YTO MPOUCXOMUT y MBIIIA C
Ppa3BUTHEM ITOJIOBOY JIMHUM MOCTIe UMITIaHTaIK O1a-
cromuctsl (Saffman, Lasko, 1999; Wylie, 1999; Hous-
ton, King, 2000; Extavour, Akam, 2003; Saitou et al.,
2003; Hayashi et al., 2007; Travis, 2007), Mopckoro
exka (Juliano et al., 2006), HEKOTOPBIX HACEKOMBIX
(Chang et al., 2006) u y gpyrux opraHu3smMoB (Ex-
tavour, Akam, 2003; Travis, 2007). ¥ KOJIOHHAJILHBIX
KJIOHAJILHBIX OPTaHU3MOB HE MPOUCXOAUT PaHHErO
BbIJIEJICHUSI KJIETOK MoJoBoii tuHuu (Buss, 1999): y
Pa3MHOXKAFOIUXCST OECHONBIM TyTeM 6eClO3BOHOY-
HBIX KMBOTHBIX JIMHUS CTBOJIOBBIX PE3EPBHBIX KJle-
TOK, CHOCOOHBIX AU PepeHInpoBaTLCI U B IOJO-

I pagora noapepxkaHa PoccuiickuM poHoM pyHIaMEHTaTBHBIX
uccnenoBanmil (mpoekThl Ne 06-04-48744, 06-04-63092, 06-04-
96039) u IBO PAH (npoekTt Ne 06-11I-A-06-162).

83

BbIE€, U B COMaTHYECKHUE KIIETKH, OAJEPKUBAETCS B
TedyeHue Bcell Xu3Hu opranu3ma. Haubonee yoenu-
TEJILHO TaKasl CHOCOOHOCTEL CTBOJIOBBIX KJIETOK (He-
0051acTOB) TposBisieTcd y IMiuaHapuil (Agata, Wa-
tanabe, 1999; Shibata et al., 1999; Peter et al., 2001;
Isaeva et al., 2005). K nogoOHBIM K€ CTBOJIOBBIM
KJIeTKaM, auddepeHIUpPYIOIUMCS B TOJIOBBIE U CO-
MaTH4eCcKre, OTHOCSATCSA apXeOoUThI r'yOoK (Simpson,
1984; Miiller, 2006) u GoJbIle MHTEPCTUIMATBLHbIE
kaetku Kuupgapumii (Campbell, 1974; Thomas, Ed-
wards, 1991; Bode, 1996; Mochizuki et al., 2001). B
MOCNEIHNE TOIbI HAMETHIIACHL TEHACHIUS 000OIIEHHO
Ha3bIBaTh CTBOJIOBBIMH KIIETKAMH apXeOIMThI T'yOOK
(Miiller, 2006), nHTepCTUIANIbHBIE KJIETKU KHUAAPUN
(Bode et al., 1996) u neobnactel Typoemsipuii (Gsch-
wentner et al., 2001; Peter et al., 2001; Sato et al., 2001;
Orii et al., 2005). KiteTk# KOIOHHATBHBIX aCUINN, CIIO-
coGHbIe A hepeHIMPOBATHCS KaK B TIOJIOBBIE, TaK U B
coMaTHJecKre, Ha3BaHbl CTBONOBbIMU (Stoner et al.,
1999; Weissman, 2000; Laird et al., 2005). Cnenys aToit
TEHJICHIIUU, Mbl Ha3BaJIl CTBOJIOBLIMU OOHAPYKEHHBIC
HaMWU KJICTKH MMOYKYIOIIUXCS CTOJIOHOB MHTEPHBI KOJIO-
HUAIIBHBIX TPEICTaBUTENel KOPHETOJIOBBIX PaKooO-
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Pa3HbIX: OHU CIOCOOHBI K CaMOOOHOBJIECHUIO U iudpde-
PEHIMPOBKE B COMATUYECKUE U TIOJIOBBIE KIIETKH OJia-
cro3zoouyioB ( Mcaesa, llykamrok, 2007; Mcaesa u np.,
2008; Isaeva et al., 2001, 2004; Shukalyuk et al., 2005,
2007).

B 0630pe paccMOTpeHBbI yIbTPacTPYKTYpHBIE U
HEKOTOpbIE HUTOXHUMUYECKUE, UMMYHOXMMHUYECKHE
U MOJIEKYJISIPHbIE XapaKTEPUCTUKHU CTBOJIOBBIX Kile-
TOK O€CIO3BOHOYHBIX XUBOTHBIX C OECIONBIM pa3-
MHOXeHHeM. Mbl n3y4nin MopOo(pyHKIIMOHATBHYIO
OpraHU3alUdI0 CTBOJIOBBIX KIJIETOK IIpeficTaBUTEEH
MSITH THTIOB MHOTOKJIETOYHBIX JKMBOTHBIX: TYOKH O's-
carella malakhovi (Porifera), KollOHHaNBLHOT'O TUIPO-
una Obelia longissima (Cnidaria), mranapum 6ecro-
noil pacel Girardia (Dugesia) tigrina (Platyhelm-
inthes), KOJOHUATTLHBIX KOPHETOJIOBBIX PAKOOOPA3HBIX
Peltogasterella gracilis, Polyascus polygenea n Thylaco-
plethus isaevae (Arthropoda) 1 KOJTOHUATTLHOW ACIUNN
Botryllus tuberatus (Chordata). ['epMuHanbHbIE TpaHy-
Jbl UCCIEIOBAHbl B KauyecTBE YJIbTPAcTPyKTYPHOTO
MapKepa U KIOYeBOIO OpPraHoWfia KJIETOK IMOJIOBOM
JIMHUM ¥ CTBOJIOBBIX PE3EPBHBIX KIIETOK 3THX OecHo-
3BOHOYHBIX KMBOTHBIX. BBISIBIEHHE NpopyKTa IeHa,
POACTBEHHOT'O 3BOJIIOIIMOHHO KOHCEPBATUBHOMY TE€HY
vasa, 3Kcupeccuss KOTOPOro XapakTepHa HJIsl KIETOK
MIOJIOBOY JIMHUY Pa3M4YHbIX IpefcTaBuTeneii Metazoa,
MPUMEHEHO B KayecTBe MOJEKYJISIPHOTO MapKepa.
SpepHblil aHTUreH nposugepupyroux KneTok (prolif-
erating cell nuclear antigen, PCNA) ncrionp3oBaH Kak
MapKep KJIETOYHOI pPENpOAYKIUN CaMOOOHOBIISIIO-
LIECsl IMHAM CTBOJIOBBIX KJeTOK. LluToxummyeckum
MapKEPOM CTBOJIOBBIX KJIIETOK OblTa N30paHa peakuyst
BBISIBJIEHNS] aKTUBHOCTH Ielo4YHON pocaTasbl, pa-
Hee MPUMEHSIBLIASICS APYTUMH WCCIETOBATENSIMHA TS
upeHTU(UKaIUK IEPBUYHbBIX IIOJIOBBIX U 9MOPHOHAIIb-
HBIX CTBOJIOBBIX KJIETOK MJIeKonmuTatomux. OCHOBBIBa-
sICb Ha JINTEPaTypHBIX U COOCTBEHHBIX JAHHBIX, MBI
mpefrnoaaraeM OOIIHOCTh CTPYKTYPHOUW WM (DYHKIAO-
HaJBHOHM OpraHM3aliy CTBOJIOBBIX PE3E€PBHBIX KIIETOK
6ecrono pa3MHOKAIOIINXCS SKUBOTHBIX M KIIETOK I10-
JIOBOI1 JINHUY.

TEPMUWHOJIOTI'A
OOLIENPUHATOrO YHUBEPCAIBHOI'O ONpeAeIeHUs
TepMHHA ‘‘CTBOJIOBas KieTkKa elle HeT — 3ITUM

yTBEPXKJACHNEM HauyMHAETCsl KHUTA MO OHOJIOrUH
cTBOJIOBBIX KieTok (Stem cell biology. 2001. P. 1).
CTBOJIOBbIE KJIETKN paccCMaTpPUBAIOTCS KaK CIOCO0-
Hble K CaMOOOHOBIIEHUIO U AudPEepeHlUpPOBKE B
CeLMaJN3UpOBaHHbIE KJIETKU; B 3aBUCUMOCTH OT
MOoTeHIuana UUTOAU(PEepeHINPOBKU pa3IUYalOT
TOTUNOTEHTHbIE, IUIFOPUIIOTEHTHBIE, MYJILTHIIO-
TEHTHbIE, OJINTONIOTEHTHbIE U YHUIIOTEHTHbIE CTBO-
noBele kietku (Weissman, 2000; Glossary ...; Stem
cell information). [IpunsaTas B HacTosIEee BpeMs Tep-
MHHOJIOTHSI pa3paloTaHa IJIaBHbIM 00pa3oM Hccie-
[OBaTEISIMU CTBOJIOBBIX KJIETOK MJIEKOMUTAIOIIUX U
He YHH(UIMPOBaHA AaXke NMPUMEHHUTENBHO K HUM.

Tak, TOTUMOTEHTHBIE KJIETKHU OMPEAIISIOT 100 Kak
cnocoOHbIe AU PEPEHIUPOBATHCI BO BCE KIIETOY-
HbI€ THUIbI OpraHW3Ma MIIEKOMUTAIOIINX, BKIIOYAs
KJIETKU 9KCTpasMOpHOHaNbHbIX TKaHei (Glossary ...),
au00 Kak cnocoOHbIe cpOpMUPOBaThH LENbIH Opra-
HU3M - B TAKOM CIIy4ae TOTHIIOTEHTHOCTH HE CBOW-
CTBEHHA HUKAKWUM CTBOJIOBBIM KJIETKaM IO3BOHOY-
HBIX U IPUCYIIA UL 3UTOTE U KIIETKAM CaMbIX paH-
Hux 3apoppimeit (Stem cell information; Smith, 2001,
2006). B To e BpeMs B OMONOTAU pa3BUTHUSI TEPMUH
“TOTUIOTEHTHOCTh HKCHONB3YETCS ML OOO3HAUECHUS
MOTEHI[MaIa KIIETKH WU €€ TIOTOMKOB ITPOAYIMPOBAThH
Bce Tumbl KieTok (Developmental ...; Gilbert, 2006;
Seydoux, Braun, 2006). OpHu ucciefgoBaTeny noniara-
FOT, YTO TMIOTEHIMAJ TOTUIIOTEHTHOCTH TIOJIEPKINBAET-
Cs KIJIETKaMU >KEHCKOHM IojioBoi juHum (Weissman,
2000; Seydoux, Braun, 2006; Strome, Lehman, 2007);
ApYTHe CUYNTAIOT KIETKHU TOJIOBOH JIMHUY JINIIb TUTIO-
punoreHTHbIMU (Hogan, 2001; Smith, 2006). Onpepne-
JIeHWEe TUTFOPUIIOTEHTHBIX CTBOJIOBBIX KJIETOK eIle
6oJiee IPOTUBOPEUNBO: ITO JMOO KIETKH, CTIOCOOHBIE
[aTh MHOTYE, HO HE BCE, KJIIETOYHBIE TUIbI OpraHnu3Ma
(Developmental ...; Winslow, 2001), mu00 KieTK# BcexX
Tpex 3apofbIeBbIX JUCTKOB (Stem cell information),
7160 Bce THIBI KJIETOK MMIIJIAHTHPOBAHHOT'O 3MOPHO-
Ha ¥ Pa3BUBAIOIIETOCS OPTraHMW3Ma, 32 NCKITFOUCHUEM
KJIeTOK Tpodobinacta u tianents! (Glossary ...), au-
00 BCe THUIbI KJIETOK 9MOPHOHA, BKIIIOUas 9KCTPasM-
OpuoHanbHble (Smith, 2006). MyabpTHIOTEHTHBIE
KJIETKH MOTYT J]JaTh MHOTO KIIETOYHBIX TUIIOB, OJIATO-
MOTEHTHBIE — HEMHOTHUE THIBI KJIETOK, 8 YHUTIOTECHT-
Hble — EIWHCTBEHHBLIN TuN auddepeHIMPOBAHHBIX
kieTok (Glossary ...).

KynpTuBrnpyemble aMOpnoOHaATBHBIE CTBOJIOBBIE
KJIETKH MJIEKOMUTAIOIINX, CIOCOOHBIE MPU Ompefe-
JICHHBIX YCIOBUSX MU e peHIUPOBATHCS B IOTOBbIE
KJIETKH W BO BCE THIIbI COMAaTUUYECKHUX KJIETOK TeJa,
MPUHATO paccMaTpuBaTh KaK IUTIOPUIIOTEHTHBIE
(Smith, 2001, 2006; Glossary ...), XOTsl HEKOTOpPbIe
aBTopsbl (Reddy et al., 1992; Pesce et al., 1999) nHa3bI-
BaIOT MX TOTUNOTEHTHBIMH. MBI pasfiesiseM omnpefe-
JIeHUe TOTUINOTEHTHOCTH, PUHATOE B OMOJIOTUY pa3-
BHTHSI, ¥ KOHIENIUIO MOIePKaHUs TOTATIOTEHTHO-
CTH KJIETKAMU K€HCKOM MMOJIOBOM JUHUM (CM. BBIIIIE).
Bo3mozkHOoCTh audppepeHIuPOBKE 3MOPHOHATBHBIX
CTBOJIOBBLIX KIJIETOK B 3KCHCKHE IIOJIOBBLIE KIIETKHU
(Hiibner et al., 2003; Daley, 2007; Kerkis et al., 2007),
[0 HallleMy MHEHUIO, CBUAETEIBLCTBYET O TOTHUIIO-
TEHTHOCTH.

CTBOJIOBBIE KJIETKU OECHO3BOHOYHBLIX ¢ Oecro-
JTBIM pa3MHOKEHHEM, CIIOcOOHbIe NudepeHInpo-
BaThCs U B NTOJIOBbIE, U B COMAaTHYECKUE KIETKHU BCEX
THNOB, TPAJUIUOHHO MMEHYIOT TOTHIOTEHTHBIMU;
CTBOJIOBBIE XK€ KJIETKH, JalOIIKe IOJI0BbIE U MHOTHE,
HO HE BCE, THIbl COMAaTUYECKNX KJIETOK OpraHmu3Ma,
WHOTJIa Ha3bIBAIOT MYJIBTUIIOTEHTHBIMU. Tak, apxeo-
LUATBHI TYOOK W HEOONacThbl TypOEIUIIpUI CUUTAIOT
TOTUNIOTEHTHBIMH, TOTJ]a KaK OOJbIINE NHTEPCTHULH-
aJpHble KJICTKH KHUAAPUH — MYJIbTUIOTCHTHBIMA
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(cMm. Huxke). PaccMaTpuBaeMmble HaMM CTBOJIOBbIE
KJIETKH O€ClO3BOHOYHBIX, 00ECIEeUnBAIOIIIE TIOJI0-
BOe U 0ecrosioe pa3sMHOXEHHE, Mbl UMEHYEM 3[1€Ch
CTBOJIOBBIMH PE3EpPBHBIMU KieTKaMH. MBI mojara-
€M, UYTO CIOCOOHOCTh TaKuX KJIETOK K AucdepeHnn-
POBKE B XEHCKHUE IOJIOBbIE KIIETKHU N03BOJISET pac-
CMaTpUBaTh UX KaK TOTHUIIOTEHTHbIE — BHE 3aBUCH-
MOCTH OT IIMPOTHl CIEKTpa HUX COMaTHYECKHX
[IPOU3BOJHBIX.

Bo wu3bexaHue Hegopa3yMeHHUH cCileAyeT 3ame-
TUTb, YTO M3 HAIErO PACCMOTPEHUS UCKIIIOYEHbI
CTBOJIOBblE KaMOMaJIbHbIE KJIETKH, OOECIeUUBaIO-
e (pU3NOJOTMYECKOe U pernapaTuBHOE OOHOBIIE-
HUe TKaHell M XapaKTepusyloluecsd HecnocoOHO-
CTBIO K [ucdepeHIpoBKe B MOJIOBBIE KJIETKH,
OTpaHUYEHHBIM MOP(OreHETHYECKAM OTEHINATIOM
(MyJBTH-, OJIUTO- WM YHHUIIOTEHTHOCTBIO), HECIIO-
COOHOCTBIO K OOIIMPHBIM MHUTpalUsiM U acCUMMET-
PUYHBIM MUTO30M, KOTOPOMY HEKOTOpBIE HCCIIENO-
BaTenu, Hanpumep Bomsnept (Wolpert, 1988), npu-
[arOT OOJIBIIOE 3HAYECHUE.

CITOCOBHOCTD CTBOJIOBBIX PESEPBHBIX
KIIETOK BECITIO3BOHOYHDBIX
INPPEPEHUMPOBATBHCA B ITOJIOBBIE
1N COMATUYECKHUE KIIETKN

ApxeonuTsl TYOOK croco6HBI AuddepeHInpo-
BaTbCS B TFaMETOT€HHbIE M COMATHYECKUE KJIETKHU
(Simpson, 1984; Miiller, 2006) u paccmaTpuBaroTcs
KaK TOTHIOTeHTHbIe KneTku (Miiller, 2006). Huku-
TuH (1974) 3KcrepuMeHTalbHO JOKa3aj, YTO OJHO-
POIHBIE KJIIETOUYHbIE arperaTbl, CQOPMUPOBAHHbBIC U3
M30JIMPOBAHHBIX SIPBIIIIKOBBIX aMeOOIUTOB (apXeo-
LUTOB) NMPECHOBOHON ryoku Ephydatia fluviatilis L.,
CIOCOGHBI K Pa3BUTHIO B OPTAaHU3M T'YOKH.

Bonbime mHTEpCTHIMANBHBIE KIETKHA THAPHI U
ApYTUX MpefcTaBuTeNell KHAIapuil MPOAYIUPYIOT U
MOJIOBBIE KIIETKH, U HEKOTOPbIE, HO HE BCE, THIIBI CO-
MaTHYECKHX KJIETOK, OCKOJIbKY 3IU- U racTpojep-
MallbHbIe KIJIETKM CHOCOOHBI K MUTOTHYECKON pe-
npopykuuu (Campbell, 1974; Thomas, Edwards, 1991;
Bode, 1996), u noToMy OTHECEHbI K MYJIbTUIIOTEHT-
HbIM KJeTkaM (Mochizuki et al., 2001). ITo Hamum
TaHHBIM, TOHUAIIbHBIE KJIETKA W PAaHHAE OOUUTHI TH-
pouaa O. longissima OTAMYUMBI OT OOJBIINX MHTEP-
CTHIMANIBHBIX KJIETOK JIMIIL Gojiee KPYIMHBIM pa3Me-
pom (Axmaguena, 2008; Akhmadieva et al., 2005).

Heo6nacTbl pa3MHOXaKOIIUXCS OECIOIBIM yTEM
MJIaHApU U APYTUX TypOeIuIsipuii, CiocoOHbIe ud-
(pepeHIIpOBaTHCS U B MOJNOBBIE, 1 B COMaTUYECKHUE
KJIETKH BCEX TUTIOB, IPUHSITO PACCMaTPUBATh KaK TO-
THMOTEHTHBIE KiIeTkn (Agata, Watanabe, 1999; Shi-
bata et al., 1999; Peter et al., 2001; Orii et al., 2005).
Heo6nacTe! manapun 6ecnionoi pacel G. tigrina Mo-
TYyT CTAaHOBHUTKCS TOHUATBHBIMH KJIETKAMU: OfTHA W3
oco0eill Tako# packl, pa3MHOKABIIENCS HMCKIIOYH-
TEJbHO MyTEM apXUTOMUH B TeueHue 6onee 40 net, B
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pe3yibTaTe CHOHTAHHOW CEKCyaln3alii OTJIOXKUIA
KOKOHBI; THUCTOJIOTHYECKOE W YIbTPACTPYKTYpPHOE
WCCIIeJOBaHNE 3TOW MJIAHAPWUU TOKA3aJI0 Haludyue
rOHaJ|, TOHMAJILHBIX KJIeTOK 1 oonuToB (Isaeva et al.,
2005).

B uHTEpHE KOTOHMATHLHBIX KOPHETOIOBBIX PaKO-
o6pa3sHbIXx P. polygenea wm P. gracilis cTBOJIOBBIE
KJIETKHA (POPMUPYIOT paHHUE 3a4aTKU OJacTO300M-
noB, mupepeHIUPYSICh 3aTeM BO BCE THITHI COMATH-
YeCKNX KIIETOK Pa3BUBAIOIIETOCs MyTeM OJiactore-
He3a OpraHu3Ma, U MUTPUPYIOT B pa3BHUBAIOIIMIACS
SINYHUK, cTaHOBsICh ooronusmu (Mcaesa, llykaniox,
2007; Isaeva et al., 2004; Shukalyuk et al., 2005) CtBo0-
Bbl€ KJIETKM KOJIOHMAIBHON MHTEPHBI KOPHETOJIOBBIX
110 CBOMM HOTEHIUSIM IOTOOHBI HeoOacTaM INIaHa-
pHiT; MBI paccMaTpUBaeM TaKHWe KIETKN KaK TOTHIIO-
TEHTHELIE.

OO0beauHeHne COCYIUCTBIX CUCTEM KOJOHUM ac-
uupuu Botryllus schlosseri MOXeT BeCTU K 3aMelie-
HHIO TTOJIOBBIX M1 COMAaTUYECKHX KIIETOK OJHOM U3 KO-
noHuit kieTkamu Apyroii (Pancer et al., 1995; Stoner,
Weissman, 1996; Stoner et al., 1999; Weissman, 2000;
Laird, De Tomaso, 2004/2005). ¥ KoJOHHaIbHBIX ac-
UUAWA TTOJNIOBbIE M COMAaTUYecKe KIeTKU AuddepeH-
UPYIOTCS W3 MUPKYJIUPYIONMX KIETOK Kposu (Pancer
et al., 1995; Stoner, Weissman, 1996; Stoner et al., 1999).
OcraeTcsi HeU3BECTHBIM, pa3fieNbHbI JIU JIMHUU T1O0JI0-
BBIX 1 COMaTMYECKHUX KIJIETOK y OOTPWUINL WJIN OHH
BO3HMKAIOT U3 €JUHOW MCXOJHOHM MOMYJISIUUA CTBOJIO-
BBIX KJIeTOK (Stoner et al., 1999; Brown, Swalla, 2007),
MMO3TOMY CTBOJIOBBIC KJIETKH aCIWIUI paccMaTpUBa-
FOTCA Kak IUopH- (Sunanaga et al., 2006) wim ToTHIO-
TeHTHBIE (Stoner et al., 1999; Laird, Weissman, 2004).
HepaBno nokaszana guddepeHuupoBKa reMoO1acToB
Botryllus primigenus B >XKeHCKW€ TIOJIOBbIE KIIETKH, TPH-
YyeM TNEepBUYHBIE TOJIOBbIE KIETKU MOP(OIOrHnYecKH
HEOTIUYMMBI OT reMobOacToB (Sunanaga et al., 2006).

CAMOOBHOBIIEHUE CTBOJIOBbBIX
KIIETOK BECITO3BOHOYHBIX

OO6mrast yepTa CTBOJIOBBIX, IEPBUYHBIX MOJIOBBIX
U TOHUAJIBHBIX KIIETOK — CAMOOOHOBIIEHHE MyTEM MU-
TOTUIECKON PENPOAYKINHI B TEUCHUE JITTUTEIILHOTO Tie-
pHUofia WM HA TIPOTSDKEHWW BCEW SKW3HU OpraHm3Ma
(Houston, King, 2000; Stem cell biology, 2001; Hogan,
2001; Winslow, 2001). Hanpiumep, 607b111€ HHTEPCTH-
[UabHbIE KIETKU THAPHI W APYTUX NpefcTaBUTENeH
KHHJIApUi — CTBOJIOBbIE KJIETKH, HEMPEPHIBHO HAXOMS-
IIFEeCss B MATOTHUYECKOM ITUKIIE; CHUCTEMA CTBOJIOBBIX
KJIETOK THAPOMIOB BKITFOYAET TaKKe CIOCOOHBIE K MU-
TOTUYECKON PENPOAYKIMN KIETKHU 3MHU- U TacTPOfiep-
Mbl (Campbell, 1974; Thomas, Edwards, 1991; Bode,
1996). Ins BeIsiBIEHUs nposudepanul UHTEPCTULHU-
aJbHBIX KieToK rufphl (Teragawa, Bode, 1990), Heo6-
nactoB mnockux yepsel (Gschwentner et al., 2001; Peter
et al.,, 2001) 1 cTBOJOBBIX KJIETOK KOJbYAThIX YepBEH
(Kozun u ap., 2007) 6pu1 UCTIOIBL30BaH OPOMIE30KCH-
YPUAVH, aHAJIOT TUMHAIMHA, BKIrovaromuiics B JTHK B
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¢aze ee cunresa. Peakuus BoisiBnenus PCNA cny-
KUT MapKepoM TMpojudepanuy KIETOK MO3BOHOY-
veIX (Hall, Woods, 1990; Mueller, Wullimann, 2003).
Takas peakuus Oblja MpUMEHEHA TaKXKe ISl UACH-
Tuukanun HeoOnacToB mnanapuil Dugesia japonica
(Orii et al., 2005).

M5! npoBenn IMMYHOXVUMHYECKUN TECT JJIsl BbI-
SBJIEHUSI TPOJU(PEPUPYIOIINX KIETOK KOJTOHAATHLHOTO
KOPHETOJIOBOTO P. gracilis U KOJIOHUATHLHOTO THAPOU/IA
0. longissima c npuMmenenneM anTuTen K PCNA MbImm.
EnuHCTBEeHHBIME KIIE€TKaMH MHTEPHBI P. gracilis, mpo-
SIBJISTFOLLIIMY MHTEHCUBHYIO TIO3UTHBHYIO pEaKLHIO, OKa-
3aJIICh CTBOJIOBBIE KJIETKH MOYKYIOIINXCS CTOJIOHOB
(Mcaega, lllykamtok, 2007; Shukalyuk et al., 2005). ITpn
poBefieHun 3Toit peakimu y 0. longissima HaOIIOganu
HanboJiee MHTEHCUBHOE OKPAIIIBaHNe OONBIIIX HHTEP-
CTUIMANBHBIX U TOHUAJIBHBIX KJIETOK, XOTS OKpallliBa-
JICh TaKXe pPEenpOAyLHUpYIOIHecs M- U TacTpoAep-
ManbHbIe KITleTKH (AxmamueBa, 2008; Akhmadieva et al.,
2005).

BhIcokasi akTUBHOCTB TEJIOMepasbl, 3allUIIAFOIIEN
XPOMOCOMBI CTBOJIOBBIX KJIETOK OT HEIOPETUTAKAIINH,
BBISIBJICHA B KJIeTKax remmyl ryook (Miiller, 2002), a
TaKXe B KJIETKaX 3MOPHOHOB, TOHAJT M PAHHUX MOYEK
KOJIOHHaIbHOM aciunuu B. schlosseri (Laird, Weissman,
2004).

OBIIAA MOP®OJIOI'MA U ITOABUXKHOCTD
CTBOJIOBBIX U TOHNAJNBHBIX KIIETOK
BECITO3BOHOYHBIX

Mopdonornuyeckoe CTpPOEHHE CTBOJOBBIX pe-
3epBHBIX KJIETOK HCCIEOBAHHBIX IpECTABUTEINECH
Porifera, Cnidaria, Platyhelminthes, Arthropoda mu
Chordata nmeeTt o61ue YepThl: OTCYTCTBHE MOP(O-
JOTHYECKNX TPU3HAKOB LUTOAU(DPPEpEeHIMPOBKY;
BBICOKOE SIJIEpPHO-IIUTOINIa3MaTUYECKOE OTHOLIEHHE;
KPYIHOE SIIPO C AUCHEPCHBIM XPOMATHHOM; KPYITHOE
SIAPBIIIKO ¥ KOMIIAKTHYIO 0a30(DMIbHYIO IUTOIIA3-
My, COlepKalllyl0 MHOTOYNCIIEHHbIE CBOOOJIHbIE PU-
60COMBbI, MHTOXOHJPHH, a TaK¥kKe OKOJOsIEpHbIC
repMUHaJIbHbIE TpaHynbl. ITogoOHas mopdonorus
XapakTepHa TaKKe JJIsl TOHUAJIbHbIX KIeTOK U3y4YeH-
HBIX 6ECIIO3BOHOYHBIX.

Becnonoe pa3smHOXKeHMe ry0oOK BKiIrOuaeT dpar-
MEHTAIMI0, TOYKOBaHME M TeMMYJ000pa30oBaHKe
(UBanosa-Kazac, 1977; Simpson, 1984); nomuHupyro-
Wi TUT KIIETOK B MMOYKax — apxeonuTsl (Miiller, 2006).
IToukoBanue ObIO OOHAPY:KEHO U Yy TYyOKH
0. malakhovi (Ereskovsky, 2006). I1o HaiuM 1aHHBIM, B
noukoBaHuu O. malakhovi akTUBHOE ydacTHe IPUHHU-
MalOT MHUTPHUPYIOIIUE apXeOUUThbI, MOP(OIOrnIecKH
MofoGHbIE ONMMCAHHLIM paHee y APYruX BUJOB T'yOOK
(Axmamuena, 2008).

Y rugpel U APYTUX TpefcTaBUTeNell KHUIapui
OOJTBIIINE MHTEPCTUINABHBIE KIETKHU CIIOCOOHBI aK-
TuBHO Murpuponathb (Campbell, 1974; Thomas, Ed-
wards, 1991; Bode, 1996). UnTepcTunuanbHble U ro-

HUAJIbHbIE KJIETKU KOJIOHUAILHOTO Tuapouna Obelia
longissima o0nafarT yJIbTPACTPYKTYpHOIl MOpgo-
JIOTHEN, TUIUYHOH [JIsl CTBOJIOBBIX U IOJIOBBIX Kile-
TOK KHHfIApHii; B MOYKyromiencs koinonun O. longis-
$imMa MHOXECTBO KPYIHBIX HHTEPCTUIUAIBHBIX KJle-
TOK MUTPUPYIOT K MecTaM (popMHpOBaHHUS IMOYEK
(Axmapmuena, 2008; Akhmadieva et al., 2005).

Heob6macTtel m roHmanbHble KIETKH IUIAaHAPUH
G. tigrina (Isaeva et al., 2005) umerot Mmopgonoruye-
CKO€ CTpOeHMe, TOJOOHOE ONIMCAaHHOMY paHee APYTu-
MU aBTOPaMH; HEOOIACThI TypOeNIsipuil CIOCOOHBI MU-
IpUpPOBaTh K PAHEBOI IIOBEPXHOCTH U MeCTaM (popmu-
poanusi roHap (Rieger et al., 1991; Auladell et al., 1993;
Agata, Watanabe, 1999; Shibata et al., 1999).

KononnanbHast opraHm3anusi HEKOTOPBIX Tpef-
CTaBUTENEN KOPHETOJOBbIX pakooOpa3Hbix (Crusta-
cea: Cirripedia: Rhizocephala) Bo3HukaeT Ha mapa3u-
THUYECKON CTaguU UX KU3HEHHOTO KKJIA 3a CUET Oec-
nosoro pasmHoxenus (KacesiHoB u fip., 1997a, 0;
Hcaesa u ap., 1999, 2008; Mcaena, lllykamntok, 2007;
Hgeg, Liitzen, 1995; Takahashi, Liitzen, 1998), ognako
mporiecc 6iacToreHe3a yOegUTEeNbHO MPOJAEMOHCTPH-
POBaH JIMIIL HA HEMHOTHX BUAaX KOPHETOJIOBbIX. MbI
OOHAPYKIWIN CTBOJIOBBIC KJICTKH Ha JHJOMApa3uTUIe-
CKOII CTainy KN3HEHHOTO [IUKJIA KOJIOHUAITLHBIX TPefI-
CTaBUTEJIEN KOPHETOJIOBBIX P. polygenea, P. gracilis n
Th. isaevae (McaeBa u nip., 2003, 2008; Ucaesa, Illyka-
oK, 2007; Isaeva et al., 2001, 2004; Rybakov, Shukaly-
uk, 2004; Shukalyuk et al., 2005, 2007). Baytpu kaxmoi
paHHE! TMOYKYU CTOJIOHA HaWJIeHbl HemuddepeHImpo-
BaHHBIE CTBOJIOBBIE KJIETKH, TAKUE K€ KIIETKA MATPH-
PYIOT BHYTpH cTOJIOHA. CTBOJIOBBIE KJIETKH KOpPHETro-
JIOBBIX PAaKOOOPA3HBIX OOJIAIAFOT BCEMU MEPEUNCIICH-
HBIMH BBIIIE MOP(OJIOTHIESCKAMHI YepTaMu, OOIIIMHA
Q711 CTBOJIOBBIX M TOHHAJIBHBIX KJIETOK JIPYTUX HCCIe-
TOBaHHBIX KUBOTHBIX C 6€CHOIIBLIM Pa3MHOXKECHUEM.

T'emoOmacTel KonoHuwanbHOU acuupuu Botryl-
loides leachi v npyrux npencraBuTeNeil acuuanil pac-
CMaTpUBAIOTCS B Ka4eCTBE NpefroiaraéMblX TOTH-
MOTEHTHBIX W TUTIOPUIIOTEHTHBLIX CTBOJIOBBIX KJle-
Tok (Burighel, Cloney, 1997; Cima et al., 2001;
Sunanaga et al., 2006). I[Toka3zaHo, 4TO Ipy OOBEAUHE-
HMM THCTOCOBMECTHMBIX KOJOHMI acuuauid B. schlos-
seri BO3MOYKHO 3aMellleHUE TTOJOBBIX H COMAaTHIECKUX
KJIETOK OIHOM U3 KOJIOHUY KJIETKAMHU APYTOi 3a CYET
MUPKYJIUPYIOIMIAX B COCYJUCTON CHCTEME CTBOJIOBBIX
kietok (Pancer et al., 1995; Stoner et al., 1999; Weiss-
man, 2000; Laird, De Tomaso, 2004/2005; Laird et al.,
2005); ogHaKO CTBOJIOBbIE KJIETKU acuufuil pona Bot-
ryllus mo cnx mop He 6GbUTM MOP(POTOTUIECKH ONMICAHBI.
Mpb1 06HapYXXWIN CTBOJIOBbIE KIIETKN KOJIOHHAIIBHOM
acuupaua B. tuberatus: HequdepeHIMPOBaHHbIE CTBO-
JIOBBIE KJIETKW, CIIOCOOHBIE K MUTPAINH, HAWJEHbI B
PaHHUX MOYKAX U COCYUCTON cucTeMe KOnoHun (AX-
MaaueBa u ap., 2007). CTBonoBbIe KNETKU B. tuberatus
Mopdosornueckn MogoOHbI remobmactaMm B. leachi
(Cima et al., 2001) u apyrux ucciefOBaHHbIX IIpefcTa-
putenen acuuauii (Burighel, Cloney, 1997).
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MopdodyHKInoHaIbHAs OpraHU3anus MepBUY-
HBIX MTOJIOBBIX U TOHUATIBHBIX KJIETOK BCEX UCCIENO-
BAaHHBIX IIpefCTaBUTEIell MHOIOKJIETOUYHBIX XKUBOT-
HBIX IMEET Te K€ YEPThl, UTO U CTBOJIOBbIE PE3EPB-
Hble KIIETKH Pa3MHOXAIOIIMXCS OEClONbIM MyTeM
0€CII03BOHOYHBIX: BBICOKOE SIE€pHO-IUTOIIa3MaTu-
YyecKoe OTHOUIEHUe, KpymHoe SApo ¢ Auddy3HbIM
XPOMATHHOM U OOJIBIINM SAPBIILIKOM, 0a30(pUIBHYIO
LUTOIJIAa3My, BKJIIOYAIOLIYIO CTPYKTYpUPOBAaHHBIE
repMuHajbHble TpaHyibl. [lepBuuHble NOJIOBBIE
KJIETKH KUBOTHBIX, KaK U3BECTHO, BO3HUKAIOT BHE Oy-
RylIell TOHAJbI U 3aTeM MUTPHUPYIOT B Hee Kak IIyTeM
aKTHBHOI aMeOOUHON MOABMXKHOCTH, TaK M 3a CYET
MACCHBHBIX ~ MOP(OTrEHETHYECKNX  IepeMeIleHNI
(Wylie, 1999; Matova, Cooley, 2001; Kunwar, Leh-
mann, 2003; Travis, 2007).

IF'EPMMHAJIBHBIE TPAHYJIbI KJIIETOK
[TIOJIOBOM JIMHNN

H3BectHO, uTtO nuddepeHIpoBKa NEPBUIHBIX
MOJIOBBIX M 3aT€M TIOHUAJIBHBIX KJIETOK B raMeTbl
CBsi3aHa C (PyHKIMOHUPOBAHUEM CIIENNAIU3APOBaH-
HOI 00JIaCTH IXUTOIUIA3Mbl, HA3bIBAEMOI T€pMUHAb-
HOH (IIOJIOBOM WM 3apOAbINIEBO) miua3smMoi. KoHn-
Lennus npeopMrpoBaHHON 3apOBIIIEBOI IIa3Mbl
(Keimplasma, germ plasm) ¢ geTepMUHaHTAMHU N1OJIO-
BbIX KJIETOK, NIepealolelics OT IOKOJIEHUsI K IIOKO-
JIEHUIO U oOeclednBalolell HellPpePbIBHOCT I10JIO0-
BOY JIMHWY C HACJIEJOBAaHINEM KOMILJIEKCa BUAOCIICL-
(puunbIX npuU3HAKOB, OblLIa pa3BuTa BelicMaHoM
(Weismann, 1882, 1893).

ITonoBas nna3ma BKIIIOYaeT repMUHAJIbHbIE pa-
HyJbI (IIOJIOBBbIE JI€TEPMUHAHTBI) B BUjle OOOraleH-
Horo PHK rpanysnsipuoro wnu puGpuiiasipHOro ma-
Tepuaja (He OKPY>KEHHOro MeMOpaHOH), KOTOPBIA
MOKET CIYXHUTh YIABTPACTPYKTYPHBIM MapKepoM,
MO3BOJSIIOIIAM UAEHTU(PUIMPOBAT KIETKH IIOJIO-
BOW JINHUM U IPOCIEIUTh UX CYAb0Y B XO[le Pa3BUTHS
opranu3mMa. OCHOBHbIE KOMIIOHEHThI T€pMUHAIBHBIX
rpanyn — 6enku, MPHK, Hekopupyromue PHK (Sey-
doux, Braun, 2006). 'epMuHanbHbIE TpaHYIbI, pac-
cMaTpuBaeMble KakK CHenupuieckue OpraHesbl
KiIeTok mnojoBoil nmHum (Saffman, Lasko, 1999;
Amikura et al., 2001; Seydoux, Braun, 2006; Lim, Kai,
2007; Strome, Lehman, 2007), uMeHylOTCsl TaKxXe Y
Pa3NINYHBIX SKUBOTHBIX MOJISIPHBIMU FPaHyJIaMH, Tep-
MUHaIbHBIMH, XPOMAaTOUIHBIMH, IIEPUHYKJICAPHBIMU
WJIY TTIOTHBIMHU TeJIaMH, MaTepruaioM nuage (00Jako
— ¢panyy3.), THTEPMUTOXOHAPUATLHBIM LIEMEHTOM,
oocomamu 1 T.10. (Amzenmranr, 1984; Mcaesa, Pe-
yHoB, 2001; Mahowald, 1971, 2001; Beams, Kessel,
1974; Eddy, 1975; Ikenishi, 1998; Saffman, Lasko,
1999; Wylie, 1999; Houston, King, 2000; Matova,
Cooley, 2001; Chang et al., 2006; Seydoux, Braun,
2006; Strome, Lehman, 2007). IlpucyrcrBue repmu-
HaJIbHBIX (IE€PUHYKJICAPHBIX) I'PaHYJl — 3BOJIOLMOH-
HO KOHCEpPBATUBHBIN MPU3HAK JJIs1 KIETOK IOJIOBOI
JMHAN MHOTOKJIETOYHBIX XXMBOTHBIX. Takue crenu-
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(puueckme opraHesnbl ObIIIN HaliieHbl paHee Oonee
yeM y 80 BHAIOB, IO KpaiHEe#ll Mepe, BOCbMH THUIIOB
>kuBoTHBIX (Eddy, 1975). CtpykTypa 3TUX opraHel
CXOJHa, HO OHU MOTYT OBbITh MPEJCTaBIEHBI B KIIET-
Kax pa3HbIX OPTaHM3MOB U Ha PAa3HBIX CTAIUSX >KU3-
HEHHOT'O 1IMKJa J100 HEMHOTUMH KPYIIHBIMU IpaHy-
namu (Tejaamu), TUOO 0OJIAYKOM (nuage) MeJKOMC-
nmepcHoro Marepuana. B mpomecce oorenesa
repMUHAJbHBIE TeJblla MpeodpaxkaroTcs MopgoIo-
TUYECKH, HO HE MCUEe3al0T B JKEHCKHX MOJIOBBIX KIIET-
Kax Ha MPOTSIKEHUH BCETO >KU3HEHHOTO LUKJIIA: TaK,
y Apo30¢uibl BO BpeMsi MUT'PALUU IOJSPHBIX Kile-
TOK TIOJISIPHBIE T'PAaHYJbl MOCTETICHHO 3aMENal0TCs
MaTtepuanoM nuage. HempepsIBHOCTD HacinegyeMoro
[0 MAaTEPUHCKOW JIMHWKA MaTepuaja 3apOojbllIeBOI
MJ1a3Mbl B XKM3HEHHOM IUKJIE YCTaHOBJIEHA JITISl IPO-
30c¢punbl, narymkud u Hemartopsl (Mahowald, 1971,
2001; Ikenishi, 1998).

Benku, nokanm3oBaHHbIE B TpaHyJax MOJIOBOUN
IUTa3Mbl, BOBJIEYEHbI B JIETEPMHUHAIMIO KJIIETOK MOJIO-
BOU JIMHWW, a KOJUPYIOIIME WX TeHbI 3BOJIOMUOHHO
KOHCEPBATHBHBI y Pa3JIMUHBIX WUCCIEOBAHHBIX MPEN-
craButeliell Metazoa — OT r'yGOK A0 MIIEKONUTAOIINX
(Knenos u nip., 2007; Ding, Lipshitz, 1993a, b; Ikenishi,
1998; Saffman, Lasko, 1999; Houston, King, 2000; Mato-
va, Cooley, 2001; Mochizuki et al., 2001; Chang et al.,
2006; Seydoux, Braun, 2006; Strome, Lehman, 2007).

Hackonbsko n3Bectno, oorateie PHK 1 PHK-cBs-
3BIBAIOIUMU OEJIKaMU T€pMUHAILHbIE TPAHYJIbI BbI-
TOTHSIOT (DYHKINHY JIOKAJIN3AIAN, IPOTEKINH 1 KOH-
Tpong Tpancsuun MPHK (Saffman, Lasko, 1999; Ex-
tavour, Akam, 2003; Leatherman, Jongens, 2003; Saitou
et al., 2003; Seydoux, Braun, 2006; Hayashi et al., 2007;
Lim, Kai, 2007; Strome, Lehman, 2007). [IpegnonaraeT-
Cs1, YTO TepMUHATBLHBIE TPaHYJIbI (DYHKIMOHUPYIOT KaK
CTIETNAIN3NPOBAHHBIN PETYIISITOPHBINA IEHTP, TPEAOT-
BpaIIalOIIil 3KCIIPECCHIO TEHOB COMAaTUYECKON ud-
(pepeHIMPOBKY, TOAAEPKUBAIOLINIA  “TOTHIIOTEHT-
HOCTb T€HOMa~ KIJETOK MoJjoBoil JuHuM (Seydoux,
Braun, 2006) u “3amminaroiydii ©X OT COMAaTHYECKON
cyns0b1” (Strome, Lehman, 2007).

HenaBHo B coMaTHUeCKHX KIIETKAaX HAIEHbI IUTO-
Ia3MaTudeckue Tenbla (processing bodies, P-bodies),
OCYIIECTBIISTIOMUE (DYHKIMW TPAHCISIAA W PAcCMaT-
pHBaeMble Kak CTPYKTYPHO-(DYHKIMOHAIBHBIN BapH-
aHT FepMHHANBHBIX (MEpHHYKIeapHbIX) rpanyna (Ke-
HOB U Jip., 2007; Seydoux, Braun, 2006; Kotaja et al.,
2006).

I'EPMUWHAIJIBHBIE I'PAHYJIbI CTBOJIOBBIX
KIIETOK BECITO3BOHOYHBIX
C BECIIOJIBIM PASMHOXEHWEM

FepMI/IHaJII)HbIe rpaHyJjibl B CTBOJIOBBIX KJIETKax
0€CIO3BOHOYHBIX, KU3HEHHBIN IUKI KOTOPBIX BKIIO-
yaeT 0ecrnosioe pa3MHOXKEHNE, ObIII OOHAPYKEHBI pa-
HEE JINIIb y TUAPbI 1 HHaHapHﬁ. BHCKTpOHHO-IUIOTHbIe
Tesa, HOOOHbIE WM MICHTHYHbIC TePMUHAIBHBIM Ipa-
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HyJaM KJIETOK IMOJIOBOW JIMHUM, HAaWIeHbl B OOJIBIINX
MHTEPCTULIMATILHBIX KIIeTKaX TuApbl Pelmatohydra ro-
busta (Noda, Kanai, 1977; Mochizuki et al., 2001) u He-
o6nacrax nnanapuit (Hori, 1982; Rieger et al., 1991;
Auladell et al., 1993; Agata, Watanabe, 1999; Shibata
etal., 1999). Hucno u pa3mep repMuHaJIbHbBIX FPaHyJI
(“nmotHbBIX Ten”) P. robusta ymMeHbIIaeTCsl IO Mepe
nuppepeHIUPOBKH COMATHIECKUX KIETOK (KHUI00-
JIACTOB) U3 MHTEPCTULIUATBHBIX KIJIETOK U, HA0OO0POT,
BO3pacTaeT Ha HayaJbHBIX 3Tanax ooreHesa (Noda,
Kanai, 1977). ITogoOHBIM 006pa3oM repMHHAJIbHbIE
(“xpoMaTousiHbie”) Tena HeoOIacTOB IUIaHAPHIA HUC-
4ye3aloT B npolecce AudgepeHInpOBKHA B cOMaTHIe-
CKHE KJIETKH, YTO PacCMaTPHUBAETCS KaK CBUIETENb-
CTBO UX (DYHKIIUH, CBI3aHHOM C NOAAEPXKAHUEM TOTH-
moteHTHOCTH (Shibata et al., 1999).

B muronnasme apxeouutoB ryoku O. malakhovi mbl
0OHapy>KIIN HEOOJIbIINE TePMUHAIBHBIE TPAHYJIbI TU-
OMYHON Mopposorny, pacnonararonmecs: BOIU3U
spepHoit obosouku (Axmanuena, 2008). Haiinennblie
HaMy B OOJIBIIMX MHTEPCTULMAIBHBIX KJIETKaX ¥ OOTrO-
HUAX Tugponpa O. longissima 37M€KTPOHHO-TIJIOTHBIE
repMHHAJIbHBIE Tella CXOHbI I10 CBOEH YIBTPACTPYKTY-
pe ¢ “INIOTHBIMU TEJIaMU’~ MOJIOBBIX ¥ HHTEPCTALANb-
HbIX KJIeTOK P. robusta (Noda, Kanai, 1977), oouuToB
Hydra carnea (Honegger et al., 1989) u ipyrux npepncra-
uteneil kanpapuii (Thomas, Edwards, 1991). Takwne
repMUHAJIbHBIE TPaHYJIbl OKa3aluch OOIIMMY KaK My
OONBIINX MHTEPCTULMANBHBIX KJIETOK, TaK U FOHUAIIb-
HBIX KJIETOK W oomutoB O. longissima (Axmanuena,
2008; Akhmadieva et al., 2005). B seobmacTax u rosu-
aJbHBIX KJIETKAX 1aHapuu G. tigrina HalieHbl FEPMU-
HaJlbHBIE TpaHyJbl (‘“XpOMaTOHfIHbIE Tella””), KOTOphIe
pacrionararoTcs BOMU3U SIEpHON 00O0JI0YKH, 4acTO B
KOHTaKTe C TIOpaMH SAePHOi 0O0IOUKH, U OKPY>KEHBI
muToxoHApusaMu (Isaeva et al., 2005).

B muromasmMe sMOpHOHANBHBIX U CTBOJIOBBIX Pe-
3epBHBIX KJIETOK MCCIIEIOBaHHBIX HAMU BHUIOB KOpHE-
TOJIOBBIX PaKOOOpa3HbIX BBISIBIEHbI T€pPMUHANIbHbIE
rpaHyJbl, MOP(MOIOTNYECKH CXOAHbIE C TaKOBBIMU
KJIETOK IMOJIOBOI JIMHUH APO30(UIIbI U APYTUX MHOTO-
KJIETOYHBIX XMBOTHBIX. B 4YacTHOCTH, CTBOJIOBBIE
KJIETKA KOPHEroNoBbIX P. gracilis XapakTepu3yloTcs
MIPUCYTCTBAEM T'€PMUHANBHBIX TeNl TUNUYHON YiIb-
TPaCcTPYKTYPHOII MOPposIOTnn; y APOOSIIMXCsS SMOpH-
OHOB P. polygenea Bce Wi GONBIIMHCTBO GJIACTOMEPOB
copiepaT KpyIHble repMHUHaNbHbIE FpanyJbl ( Mcaesa,
Ilykamtox, 2007; Shukalyuk et al., 2005, 2007).

T'emoOsacThl KOMOHUANLHON acuuauu B. primige-
nus He cofiepkaT 3JIEKTPOHHO-IIIOTHOrO MaTepuana
U CKOIUICHUI MUTOXOHJPUN, TAKUE OPTaHEIbI MOSIB-
JIOTCS M03Xe B AU epeHIUPYIOMINXCS OOTOHUSIX
u oonuTax (Sunanaga et al., 2006). B nuronnasme He-
KOTOPbBIX CTBOJIOBBIX KJIETOK PAHHUX NOYEK acCUUU
B. tuberatus Mbl Halmu HEOOJbIINE 3JEKTPOHHO-
IUIOTHBIE TEJbIA, CXOAHbIE HE C KPYIMHBIMU T'E€PMHU-
HaJILHBIMU I'PaHyJaMH IPYTUX OECIIO3BOHOYHBIX, a C

IAUCIIEPCHBIM MaTEpUAJIOM nuage, HEPEIKO BCTpeya-
FOLIUMCS Y MO3BOHOYHBIX (AXManueBa u fp., 2008).

Takum 06pa3oM, CTBOJIOBbIE pe3epBHBbIE KIETKHU
BCEX MCCIIECOBAHHBIX HaMU Pa3MHOXKAOIIMXCcs Oec-
MOJBIM NYTEM IMpeACTaBUTENEH T'yOOK, KHUAAPHU,
TypOeIISIpHii, YTEHUCTOHOTHUX ¥ XOPIOBBIX XapaKTe-
PU3YIOTCS] IPUCYTCTBUEM T'€PMUHAIBHBIX IPaHyI.

OKCITPECCUA 'EHA vasa 1 POOCTBEHHBIX
I'EHOB B ITIOJIOBBIX N1 CTBOJIOBBIX
KIIETKAX

BenkoBblil MPOAYKT TeHa vasa ApO30(uiIbl U ero
romosioroB — PHK-xennkasa, npunagnexamast K ce-
MEWCTBY OEJIKOB, COIEPKALIMX KOHCEPBATHUBHBIC IO-
crefoBatenabHocT DEAD-00Kca, — KOMIOHEHT repMu-
HAJBHBIX TPaHYJl W YHUBEPCAIBHBIN MapKep KIIETOK
noJioBoil uaun Metazoa (Saffman, Lasko, 1999; Raz,
2000; Extavour, Akam, 2003; Chang et al., 2006; Juliano
et al., 2006). benku cemeiictrea DEAD BoBieueHbI B
CIUTAiiCUHT, S[€PHO-IUTOIIA3MATUYECKUIA TPAHCIOPT,
MHULIANUo TpaHcasauud u perpapanuto PHK y Beex
sykaput (Raz, 2000); 6eIKOBbII NPOAYKT I'eHa vasa He-
o6xomuM it POPMUPOBAHUS W MOAAEPKaHUS CTPYK-
TYpHO# OpTaHU3aliy MOJISIPHBIX (TepMUHAIBHBIX) Ipa-
HYJ ¥ TIPEIIONIOKUTEITLHO — ISl COXpaHEeHUST TOTHIIO-
TEHTHOCTH KieTok monoBoil juaun (Houston, King,
2000; Raz, 2000; Seydoux, Braun, 2006; Strome, Leh-
man, 2007). Y pa3MHO>KAOIIMXCS JHUIIb MOJIOBBIM IIy-
TeM SKUBOTHBIX SKCIIPECCHSI TOMOJIOTOB I'eHa vasa orpa-
HUYEHA JIMHUEH TTOJIOBBIX KJIETOK B XOfIe BCEr0 pa3Bu-
THS - OT paHHero sMOpuoHa [0 rameroreHesa (Raz,
2000; Mochizuki et al., 2001; Sunanaga et al., 2006). 13-
OupaTebHas IKCIPECCHs] vasa-NofoOHOro reHa Haifie-
Ha B KJIETKAaX IOJIOBOW JIMHUN KHuUpapuu Nematostella
vectensis (Extavour et al., 2005), y pakooGpa3Horo (am-
cunionp) Parhyale hawaiensis (Extavour, 2005), B mep-
BHYHBIX IOJIOBBIX KJIETKAX M UX MPEIIeCTBEHHNKAX-
6nacromepax acuupuu Ciona intestinalis (Fujimura,
Takamura, 2000; Takamura et al., 2002) 1 B OOT€HHBIX
kJeTkax yesopeka (Castrillon et al., 2000; Stoop et al.,
2005). I'espl, MO CTPyKType ONM3KO POJCTBEHHBIE
vasa, HaWjieHbl y BCEX MCCIAEJOBAHHBLIX MHOTOKJE-
TOYHBIX KUBOTHBIX (OT T'YyOOK W KHHIAPHii 10 TTO3BO-
HOYHBIX); MpoAyKT aTux reHoB (PHK wm/mmm Gemox
Vasa) ToKanu30BaH B FTepMUHAIILHBIX TPaHyJIax KIETOK
TIOJIOBOM JIMHWW TIPEJICTABUTENICl HEMaToON, HACEeKO-
MBIX, TypOeIUISIpuil, METHHKOYEITIOCTHBIX, TO3BOHOY-
HbIX. benok Vasa paccMaTpuBaeTcsl Kak OffH U3 KITIO-
YEBBIX IETEPMUHAHTOB CY/IbOBI 3THX KieToK (Hay et al.,
1988; Ding, Lipshitz, 1993a, b; Ikenishi, 1998; Saffman,
Lasko, 1999; Shibata et al., 1999; Castrillon et al., 2000;
Houston, King, 2000; Matova, Cooley, 2001; Mochizuki
etal., 2001; Carré et al., 2002; Seydoux, Braun, 2006). An-
TUTENa K 6eNKy Vasa pearupyroT 1 ¢ IOJISIpHbIMU TPaHy-
JaMH, W ¢ MaTeprajoM nuage fpo3ocpunsl (Hay et al.,
1988), 9TO CBUIETENLCTBYET O (PYHKIMOHAILHON UIEH-
TUYHOCTH 3TUX CTPYKTyp (Mahowald, 2001). ITpucyt-
cTBre Vasa-nojo6GHOro 6eKa B TepMUHAIILHOM TTa3Me
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Pa3IMYHBIX SKUBOTHBIX — CBUIETEIILCTBO KOHCEPBATH3-
Ma KJIIETOYHBIX ¥ MOJIEKYIISIPHBIX MEXaHIN3MOB (pOpMU-
POBaHUS U OJIIep>KaHNs FepMUHAIIBHOM T1a3Mbl (Saff-
man, Lasko, 1999; Raz, 2000; Houston, King, 2000; Carré
et al., 2002; Extavour, Akam, 2003; Juliano et al., 2006).

Y cmocoGHOro K NOJU3IMOPHOHUM HACEKOMOTO
Copidosoma floridanum BTOpI4HbIE SMOPUOHBI pa3BU-
BaIOTCsA MO0 B IOJTHOLEHHBIX IMYMHOK, a 3aTeM B (hep-
THJIBHBIX OC, TMOO B IMYMHOK-COJIJAT, BBIMOIHSIOLIMX
3ammTHble (pyHKuuK. Ha cragun yetbipex GiacTome-
POB OJIUH U3 HUX Vasa-NO3UTHBEH U JaeT Hayanuo mep-
BUYHBIM IIOJIOBBIM KJIETKAM — UIMEHHO TaKHE 3apOfibl-
I CTaHOBATCS (hepTUIbHBIMU MMaro. Kacra comnpar,
He MMEIOIINX MOJIOBBIX KIETOK, Pa3BUBAETCsS U3 3apO-
ABbIILIE, JTUIIEHHBIX 3KCIPECCHU FOMOINIOra IeHa vasd,
WY TIOCNIe 3KCHEPHMEHTAIBHOIO YHUUTOXKEHHST Vasa-
HO3UTHBHOIO 0JaCTOMEPA, YTO 0Ka3bIBaeT BOBJIEYE-
HHE TPOJyKTa TOMOJIOra Te€Ha vasa B A€TE€PMUHALUIO
KJIeTOK nos10Boit iuHuu U kact y C. floridanum (Donnell
et al., 2004; Corley et al., 2005).

IIpucyrcrBue Vasa-mogoO6HOro 6enka nokas3aHo He
TOJIBKO B KJIETKAX IOJIOBOY JIMHHM, HO U B OOJIBIIIAX UH-
TepCTHLHANIBHBIX KJIeTKaX ruapskl P. robusta (Mochizu-
ki et al., 2001) n Heobnacrax turanapwmii (Shibata et al.,
1999), noaToMy IPOAYKT POACTBEHHBIX Vasa T€HOB MO-
>KeT OBbITh MOJIE3€H KaK MOJIEKYJISIPHBII MapKep CTBO-
JIOBBIX KJIETOK OECMO3BOHOYHBIX, Pa3MHOXKAFOIIIMXCS
6ecrionbiM myTeM (Shibata et al., 1999; Mochizuki et al.,
2001). Y acuupuu B. primigenus 3KCIpeccust vasa-no-
TOGHOTO reHa HalijieHa B OOTOHMSX, OOIUTaX 1 IepBUY-
HBIX TIOJIOBBIX KJIETKaX, MOP(OIOTHUECKN HEOTIIHIH-
MBbIX OT TeMo0acToB (Sunanaga et al., 2006). Dkcnpec-
CHsI TEHOB, POJICTBEHHBIX Vdsd, HAWIEHA W B CTBOJIOBBIX
KJIeTKaxX KoJab4aThIx yepeit (Kosun u np., 2007).

Y KOpHETroJIOBBIX pakooOpas3HbIX P. polygenea n
Clistosaccus paguri Mbl OOHAPY>KHUJIN 3BOJIOLMOHHO
KOHCepBaTHUBHbBIE TeHbI ceMeticTBa DEAD, B wactHO-
CTHU Vasa-miofgo0HbIe TeHbI, 10 CTPYKTYpe OIM3KO0 pof-
CTBEHHbIC TAaKMM Y€ T'€HaM APYIUX WICHUCTOHOIHX.
Jlokamm3amusa PHK vasa-nomoOHOro reHa HaieHa muc-
KJTFOUUTENBHO B TAMETOTCHHBIX M CTBOJIOBBIX KJIETKAX,
a Tak>Ke B TEPMUHAIBHBIX TPAHYJIaX BCEX UM OOJBIINH-
cTBa OJIaCTOMEPOB pPaHHUX 3MOPHOHOB P. polygenea
(Mcaesa, lllykantok, 2007; Shukalyuk et al., 2007).

Wrak, y ninaHapuii, THAPHI 1 KOJIOHHAIBHOT'O KOP-
HETOJIOBOTO pakooOpa3Horo P. polygenea moka3aHo
MPUCYTCTBHE IPOAYKTA POACTBEHHLIX VAsd TEHOB HE
TOJIBKO B KJIETKaX IOJIOBO¥ JIMHAHU, HO U B CTBOJIOBBIX
pe3epBHBIX KieTKax. Y miaHapuii (Shibata et al., 1999)
u KopHeronoBoro P. polygenea (Shukalyuk et al., 2007)
HaliieHa n30upaTesbHas JOKaIu3ays NPOAYKTa 3TUX
FEHOB B F€pMUHANBHBIX rpaHynax. Takum oOpas3om,
nofep:kanue MoppoyHKINOHATLHON OpraHu3alin
CTBOJIOBBIX KJIETOK BOBJIEKAET B Pa3BHUTHE 3BOJNIONU-
OHHO KOHCEpBaTHBHbIC MEXaHU3MbI, OOLIME AT pas-
MHOXKAIOLUXC OEeCloNIbIM IyTeM IIpefcTaBUTeNel
MHOTOKJIETOUHBIX YKUBOTHBIX.
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POJIb MUTOXOHPUM B BUOTEHE3E
TEPMUWHAIJIBHBIX I'PAHYJI

XapakTepHasi OCOOEHHOCTb CTPYKTYPUPOBaHHbBIX
repMUHAIIBHBIX TPaHyJl Y pa3HOOOPa3HbIX MPEACTaBU-
TeJiell MHOTOKJIETOYHBIX >KUBOTHBIX — X KOHTAKT C
MuToxoHApusMu (AizeHmrant, 1984; caesa, Pe-
yHOB, 2001; Matova, Cooley, 2001; Carré et al., 2002).
Y mpo3o¢uiibl, IIaHAPUI U JISTYLIKK B TpaHyJiax 3a-
POMBIIIEBbIX IETEPMUHAHTOB BbISIBIEHA PUOOCOMHAs
PHK MHUTOXOHAPHAIBHOIO IIPOUCXOXK/ECHUS U HEKOTO-
pble Apyrue MpOoAyKTbl MUTOXOHJIPHAJIBLHOTO IreHOMa
(Ding, Lipshitz, 1993a, b; Kobayashi et al., 1993, 1998,
2005; Kashikawa et al., 1999). 'epmuHanbHbIe rpaHyJibl
00BbIYHO OKpYyKeHbl nojaucomMamu (Mahowald, 2001);
MOKa3aHo, YTO y 3MOPUOHOB APO30(PMIbI MOIUCOMBI
BKJIIOUAIOT pUOOCOMBI, “NOOOHbIE MUTOXOHAPUATIL-
HBIM™ TIO Pa3MepHBIM XapakTeprcTrkam (Amikura et al.,
2001; Kobayashi et al., 2005). MuToxoHapranbHas pu-
6ocomuas PHK crmoco6Ha BoccTaHOBUTH 0OGpa3oBa-
HHE TMOJIIPHBIX KJIETOK Y SMOPHOHOB APO30(HIIbI 11O-
cie yapTpaduonetoBoro obmydyennus (Kobayashi,
Okada, 1989), Torna kak OTCyTCTBHE 3KCTPaMUTOXOH-
npuansHO# prbocomHoi 16S PHK (MuTOXOHIpHATH-
HOTO MTPOMCXOXKJIEHNUS) BEET K NOAaBIeHUIO (POPMHU-
poBanus kieTok nojoBor nuHum (lida, Kobayashi,
1998). IToka3ano, uto y narymku Xenopus 16S PHK
MIPUCYTCTBYET BHE MUTOXOHJPHII TONBKO B TpaHyjax
nonosoyt masmel (Kobayashi et al., 1998). IIpepnona-
raeTcs, 4TO MPOAYKTHI W SIIEPHOTO, 1 MUTOXOHPU-
aJIbHOTO T€HOMa CYIIECTBEHHBI [IJIs1 CTPYKTYPHOH Op-
raHm3anud ¥ (PyHKIMOHUPOBAHMS [E€TEPMUHAHTOB
nostoBont Tra3Mbl (Kobayashi et al., 1993, 1998, 2005;
Ding, Lipshitz, 1993a, b; lida, Kobayashi, 1998; Iken-
ishi, 1998; Kashikawa et al., 1999).

IIpucyrcTBre MUTOXOHApPUATILHON (OOJNBIION U Ma-
noit) pubocomuoit PHK BbISIBIEHO Takke B XpoMaTo-
UIHBIX Tenax HeoOmacToB TypOemmsapuil (Sato et al.,
2001). ITpucyTrcTBre MUTOXOHAPUATIHLHON pUOOCOMHOM
PHK BHe MHUTOXOHJpHIi, B acCOUUalMi C F€pMUHANIb-
HBIMH TpaHyJaMH, y>Ke OOIIENpHU3HAHO; CTAaHOBUTCH
OYEBH[IHBIM, YTO MUTOXOHJpHAJbHAsl PUOOCOMHAs
PHK u gpyrue mpoayKThl MUTOXOHIPHAIIEHOTO T€HOMA
BOBJIEYEHbI B (DOPMUPOBAHNE JIMHUH MOJOBBIX KIIETOK
Pa3IMYHBIX MHOTOKJIETOUHBIX KUBOTHBIX (lkenishi,
1998; Saffman, Lasko, 1999; Houston, King, 2000; Kloc
et al., 2000; Mahowald, 2001; Amikura et al., 2001; Ma-
tova, Cooley, 2001; Leatherman, Jongens, 2003; Sey-
doux, Braun, 2006). Bonee TOoro, MUTOXOHApPUATILHAS
pudocomuas 16S PHK Hafiiena B sigpax criepMaToro-
HHEB, CIEPMATOLUTOB M CiepMaTH/ MJIEKONUTAIOIIHIX
(Villegas et al., 2002). TpancnopT OONBIIONH U MalOA
cyopenuan pubocomuoit PHK u3 mutoxonnpwmii B rep-
MUHAJIbHBIE T'PaHyJbl YK€ HE IMOABEPraeTcs COMHe-
HUFO, HO €r0 MEXaHW3M CUATaeTCs GecpeneIeHTHRIM 1
3aragounbiM (Ding, Lipshitz, 1993a, b; Amikura et al.,
2001).

Hamm ynbTpacTpyKTypHbIE HAOIIOJEHUS MUTO-
XOH[pU#l B TEpPMHHAJIBHOW ITa3M€ TOHUAJBHBIX H



90 NCAEBA u mp.

CTBOJIOBBIX KJIETOK BBISIBIISIIOT 3TOT MEXaHU3M Nepe-
MEIIeHNsI MUTOXOHJPUATBHBIX MPOU3BOIHBIX B TePMH-
HaJbHBIE TpaHysIbl. OGHAPYKEHO pa3pylIeHne HapyXK-
HOIT MeMOpaHbl MUTOXOHJIPUIL, BBIXOJI MaTepraja Mu-
TOXOHJPUANBHOTO MATpPHKCA B IUTOIUIa3My W €ro
mpeoOpa3oBaHre B T€pMUHAILHBIE TPAHYILI B TOHU-
aJIbHBIX KJIeTKax MOpckoro exa (Reunov et al., 2000),
TpenaHra u Kam6ans! (PeyHoB 1 fip., 2004). [Tony4ensl
VIABTPACTPYKTYPHBIE CBUIETEIBCTBA MUTOXOHAPUAITH-
HOT'O TIPOMCXOXKJCHUSI TePMUHAIBHBIX TPAHYJ (XpoMa-
TOUJIHBLIX TeJ) B TOHUAJLHBIX KJIETKaxX M HeobjacTax
mia"apuu G. tigrina — Npeo0pa3oBaHAE MUTOXOHPH-
aJbHOTO MaTPUKCA C KpUCTaMU BHYTPEHHEH MEMOpaHBI
B repMuHajbHble Tena (Isaeva et al., 2005). MuToxoH-
IpHuaibHbIE TPON3BOJHbBIE, TUIIICHHBIE HAPYKHON MEM-
OpaHbl, HO elle cofiepxKalliie KPHUCTbl BHYTpPEHHEH
MeMOpaHbl, — OObIYHAs KapTHHA, HabltofaeMasi B rep-
MHHAJIBHOM TIJIa3Me CTBOJIOBBIX H TOHHANBHBIX KJIETOK
WCCIIeIOBAaHHBIX HAMU MIPEICTaBUTENIEH Pa3HBIX TaKCO-
HOB, B 4acTHOcTH TyOoku O. malakhovi u tugpousna
0. longissima (AxvanueBa, 2008). OcBoOoXeHne Ma-
Tepraia MUTOXOHIPUAITBEHOTO MATPUKCA B TEPMUHAITh-
HOI TJ1a3Me — CIOCO0 BKJTIOUEHNSI MUTOXOHIPUATBHBIX
MIPOU3BOJIHBIX B TEPMUHAIbHBIE TPAHYJIbI, OTIOCPENYIO-
W y9acThe MPOAYKTOB MATOXOHIPUAIBHOTO TeHOMa
B OMOTeHEe3¢ MaKpPOMOJIEKYJIISIPHOTO KOMILJIEKCA TePMU-
HaJbHBIX pAerepmuHaHTOB (Mcaea, Peynos, 2001;
Isaeva et al., 2005). MbI mpepnonaraeM, 4To CyLIEeCTBY-
€T MePEHOC MOJICKYJISIPHBIX KOMIIOHEHTOB T€pMUHAITb-
HBIX TPaHyJl B S[PO, MPOTPAMMUPYIOIINI MOAIepsKa-
HUE TOTATIOTEHTHOCTH 1 (PYHKIMOHUPOBAHIE MOJIEKY-
JSPHBIX ~ MH(OPMAIMOHHBIX TIOTOKOB, KOTOpBIE
CBSI3BIBAIOT SIPO, MUTOXOHJIPHHY Y TeépMUAHANIBHBIE TPpa-
HymbI (Isaeva et al., 2005).

DKCHOpT MUTOXOHApUaILHON prubocomuoit PHK
13 MUTOXOHJIPHIA B TOJISIPHBIE TPAHYJIbI Y AP030¢u-
Jbl 3aBUCUT OT aKTUBHOCTH SJIEPHBIX T'€HOB oskar,
vasa u tudor (Saffman, Lasko, 1999; Matova, Cooley,
2001; Amikura et al., 2001). bemok Vasa nim ero romMo-
JIOT, W3BECTHBIII KOMIIOHEHT T'€pMHUHAJBHBIX TpaHyll
Pa3HBIX XUBOTHBIX, OOHAPYKEH M B MUTOXOHJPHAITH-
HOM MaTpPUKCE KIIETOK MOJIOBOI JIMHIN SMOPUOHOB Xe-
nopus (Watanabe et al., 1992). ITogoOHbIM 06pa3om Ge-
JIOK, KOUPYEMBIH SIIEPHBIM T€HOM {udor, IPUCYTCTBY-
€T W B NOJSIPHBIX TPpaHyJiaX, 1 BHYTPH MUTOXOHJPUI
paHHHUX 3apopplnedl apo3ocpunbl (Ding, Lipshitz,
1993a). KpoMe 5THX OEJIKOB ITOJIOBBIE NETEPMUHAHTHI
BKJTFOUAIOT MHOTHE JIPYTHE KOMIIOHEHTHI, KOTUPyeMbIe
spepHbiM reHoMoM (lkenishi, 1998; Saffman, Lasko,
1999; Houston, King, 2000; Matova, Cooley, 2001). O6-
pa3zoBaHNe TepPMIHAILHBIX (MIEPUHYKIIEAPHBIX, XpOMa-
TOUJIHBIX) TeJl — TOCTATOYHO CIOKHBIN Mpotiecc cOop-
KM O€JIKOBBIX KOMITIIEKCOB, oOanarormx PHK-cBs3b1-
BaFOIIMMHU CBOICTBAMHU M CHOCOOHBIX CHENUhUIECKH
B3aUMOJIEHCTBOBATH JAPYT C IPYTrOM U C PA3HbIMHU THUIMA-
mu PHK (Knenos u ap., 2007; Ding, Lipshitz, 1993a, b;
Williamson, Lehman, 1996; Ikenishi, 1998; Matova,
Cooley, 2001; Strome, Lehman, 2007).

Iloppep:kanue NpeaCyIIECTBYIOEH CTPYKTYp-
HOH M (pyHKIMOHAJIBHON OpraHN3alyy AeTepMHUHAH-
TOB FEpMUHAJIBLHOM IJIa3MBbl, BEPOSITHO, OIIPENENSIET-
Cs NPEBHUMU KOHCEPBATUBHBIMU ME€XaHU3MaMU, 00-
IUMH 7SI BCEX MHOTOKJIETOYHBIX XHBOTHBIX. MBI
moJiaraeM, 9TO CBO€OOpa3HbI KOMIUIEKC OEIKOB 1
PHK repMuHanbHBIX TPpaHyll — peryJIsATOPHbBIA HEHTP
MaKpOMOJIEKYJIIPHON OpraHu3aliy, BKIIOYarOIINN
CTPYKTYpbl MaTepuHcKoro HaciegoBanusi (Mcaesa,
Peynos, 2001; Isaeva et al., 2005).

AKTUBHOCTH HEJIOYHOUN ®OCPATAZEI

OMIMpHYecKr HaWIeHHBIM MapKepoM TEPBUYHBIX
MOJIOBBIX ¥ SMOPHUOHAJIBHBIX CTBOJIOBBIX KJIETOK MIIEKO-
MUTAFOIUX 11 VIVO U i Vitro CTaj BbISIBISIEMbII TUCTOXU-
MUYECKM BBICOKHMI YPOBEHb AKTUBHOCTH ILEJTOYHOM
¢ocataszer (Chiquoine, 1954; Mintz, 1959; Merchant-
Larios et al., 1985; Talbot et al., 1993; Lacham-Kaplan,
2004). Bobicokasi aKTMBHOCTB IEJIOYHON (pocaTasbl
HalifleHa TakKe B KyJbTHBUPYEMBIX 3MOpPHOHAIBHBIX
CTBOJIOBBIX KJleTKax nTuil (Pain et al., 1996) u pu16 (Hong
et al., 1998). lllenounas ¢ocarasa BbISIBIEHA U B OOT0-
HUAJIBHBIX KJIETKAX YeJIOBeKa C TIOMOIIbI0 UMMYHOTHU-
CTOXMMHIYECKOH peakuuu (Stoop et al., 2005).

Bricokuil ypoBeHb aKTHBHOCTH IIIENIOYHOI (pocpa-
Ta3bl HAOJIOAETCS TOJIBKO B IIUTOMJIa3Me CTBOJIOBBIX
KJIETOK MCCIIEIOBAaHHBIX BUIOB KOJIOHUAIBHBIX KOPHE-
TOJIOBBIX; TIPY 3TOM BCE OCTalbHbIE KJIETKH U TKaHU
SHJIONAPa3UTUYECKOl HHTEpPHbI KOPHETOJIOBBIX HE
MpOSIBISIIOT NofoOHOM akTtuBHOCcTH (McaeBa m fip.,
2003; Hcaesa, lllykanrok, 2007; Shukalyuk et al., 2005).
B 6nacTomepax apoosiuxcs 3apoasiiieii P. polygenea
BBICOKAsT aKTUBHOCTH IIIEIIOUYHOMH (hocaTazbl JOKATh-
HO BBISIBISIETCS B TepMHHANBHBIX TpaHynax (Vcaesa,
Hlykamtok, 2007; Shukalyuk et al., 2005). [Tpu ructoxu-
MUYECKON peakluy Ha LIeJI0uHyo ¢ocdaTazy HaOko-
laeTcss MHTEHCUBHOE OKpAIMBaHUE WHTEPCTUIHATh-
HBIX ¥ TOHMAJBHBIX KJeTOoK ruppoupa O. longissima
(AxmammeBa, 2008; Akhmadieva et al., 2005), a Takke
PaHHUX OYEK 1 YACTH MOMYJISAINY TeMOIUTOB (BEPOSIT-
HO, CTBOJIOBBIX KJIETOK — I'eMOOJIacTOB) acuyauu B. tu-
beratus (Axmaguesa u gp., 2007).

Cnenucduyeckass KHUPIUYHO-KpacHasi oOKpacka
CTBOJIOBBIX PE3EPBHBIX KJIETOK UCCIIEOBAHHBIX HAMU
KOJIOHHAJIbHBIX TIpEJCTaBUTENEN KHUAAPUIl, YJIE€HH-
CTOHOTHUX U XOP/IOBBIX IO IIBETY X HHTEHCUBHOCTH IO-
NoOHa TaKOBOW KyJIbTHBUPYEMBIX 3MOPHOHAIBHBIX
CTBOJIOBBIX KJIETOK MBIIIH, HCIONb30BAHHBIX B Kaye-
CTBE CTaHJAPTHOIO “‘3TajioHa’.

PEITPOOYKTUBHAA CTPATEI'UA,
BKIIIOYAIOIIASA BECITIOJIOE
PASMHOXEHHNE

PenponykTuBHas crpaTerusi B IIMPOKUAX paMKax
9BOJIIOIMOHHO-9KOJIOTMYECKOr0 NOAXO0a TOHUMAET-
csl KaK KOMIUJIEKC aJlalTUBHBIX NMPU3HAKOB M 4YEPT
OMOJIOTUN pa3MHOXKEHHS U pa3BHUTHs, 3aTparuBaro-
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IIAI YPOBHM OpPraHU3aluu OT CyOKIJIETOYHOTO U KJe-
TOYHOT'O IO BUIOBOI0 U 6bmoneHoTHIecKoro (Kachs-
HOB, 1989; Kasyanov, 2001). Biacrorenes 1 KoJIOHHAIb-
HOCTb TIpeficTaBUTENENl KOPHETOJIOBBIX paKOOOpa3HbIX
BOBJICKAIOT PAVKAILHYIO, SBOIFOIMOHHO BTOPHUYHYEO,
NIEPECTPOUKY UCXOTHOU PENPOAYKTUBHON CTPATETHH Pa-
KOOOpPAa3HBIX B CBSI3U C TIEPEXOJIOM K Mapa3uTUIECKOMY
00pa3sy xku3HU. [{7151 THa YWieHUCTOHOrMX OeCnomnoe pas-
MHOKEHHE U TeM 60Jiee KOIOHUAIBHOCTH COBEPIIIEHHO
HETUNWYHBIL: JIMIIL Y HEKOTOPBIX HACEKOMBIX BCTpeya-
eTCsl TIONMMAMOPHOHNS, CBSI3aHHAS JIMOO C Tapa3duTH3-
MoM, 6o ¢ xkuBopoxaeHueM (MBaHosa-Kazac, 1977,
1981). MeTamopdo3 tTurmmuHbIx st Cirripedia TMUMHOK
BEJIET K yTpaTe MHANBUAYAIILHOCTH OJWHOYHOTO Opra-
HHI3Ma, €r0 CHCTEM OPraHOB M CErMEHTAlMH Y JININHOK
sKEeHCKoro mnoina. Metamopg03 TUIMHOK MY3KCKOT'O TO-
Jla peaynupyeT ux erle 60iee — IO COCTOSIHUS TIOMyJIsi-
LMY CTIEPMATOTEHHBIX KJIETOK, KYJIBTUBUPYEMBIX B KEeH-
CKOM OpraHmsMe (MHave rOBOps, Mapa3UTHPYIOIIUX B
SKEHCKOM OpraHm3Me mapasnra). B urore y KopHeromo-
BBIX PaKOOOpPAa3HbIX HAOIONAETCS TOHOXOPH3M C TIpe-
[EJILHO BbIpaXKEHHOHN (hOPMOI MOJIOBOTO IUMOpdU3Ma
— KapJIMKOBBIMH CaMIIaMH, PEAYIIMPOBAHHBIMH /IO TIOJIO-
BBIX KJIETOK; TAKOT'O VIIPOIIECHUS HET Y APYTUX MHOTO-
KJIETOYHBIX 3KUBOTHBIX (KacksiHOB 1 fip., 1997a,6 —1999;
Kasyanov, 2001).

ITpucyTcTBUE repMUHAIBHBIX TEN (C CEIEKTUBHON
nokanuzayueii PHK rena, popcrBeHHOro vasa) BO
BCEX WM OOJIBIIMHCTBE OIaCTOMEPOB ApPOOSIIUXCS
SMOpPHUOHOB KOPHETOJIOBOrO pakooOpazHoro P. poly-
genea O3HaYaeT PafluKAIIbHYIO TIEPECTPONKY WCXOITHO-
'O TUIIA PAHHETO PA3BUTHUS WICHUCTOHOTUX KMBOTHBIX,
TAIWYHOTO U /7151 Beett BeTBU Ecdysozoa, — 3BONFOIMOH-
HBII CKAaYOK OT AETEePMUHUPOBAHHOTO MO3AaMIHOTO
ApOoOGIIeHNs C paHHUM BbIIEJIEHHEM TI0JIOBOTO 3a4aTKa
(mpedopmaryn) K peryJassTHBHOMY Pa3BUTHIO C SIIATe-
HE30M.

IIpocneputh cyap0y 3apOAbIIEBLIX JUCTKOB IO-
cile MeTaMop(03a KOPHEr'0JIOBbIX HE NIPECTaBIISET-
cs1 Bo3MOXHBIM (MBanoBa-Kazac, 1979; KacbsiHOB 1
ap., 1998). ITonbITKM COOTHECTH COCTABHBIE YaCTH PaH-
HUX IOYeK Ipu OnacToreHes3e APYruX KOJIOHUAIBHBIX
>KMBOTHBIX C 3apOABIIIEBBIMU JIUCTKaMH B aMOpuore-
Hes3e TakxKe He KaxyTcs yenemnbivu (MBaHoBa-Kasac,
1977). B niponiecce GracToreHes3a y pa3MHOXKAOIAXCS
OecroibIM IyTeM OeCHO3BOHOYHBIX, KaK MBI IOJara-
€M, PeLIaloUIyI0 POJib UTPAOT TOTUIIOTEHTHBIE CTBO-
noBble KiaeTKu. OOHapyXKeHue B paHHUX IOYKaX acly-
puii B. tuberatus HenuepeHIUPOBAHHBIX CTBOJIOBBIX
KJIeTOK (Axmanuena u fip., 2007; Axmanuesa, 2008) oT-
BEYaeT Ha BOIIPOCHI, CBA3aHHbIE C MPEIOIaraBIIIMCs
paHee pa3BUTUEM NTPOU3BOIHBIX BCEX TPEX 3apOfibIIIe-
BBIX JIICTKOB U3 OTHOTO JIUIIIb SMUTETNATHLHOTO CIIOST —
aTPUABHOTO SMUTENNS — IPU NaJuIeaIbHOM OYKOBa-
nun 6otpusung (MBanosa-Kasac, 1978; Berrill, 1961).
KononnanbHble KOPHETONOBBIE PakooOpa3Hble U ac-
uupun popa Botryllus oKa3bIBalOTCsl BCTPOCHHBIMU B
OOIIHIA PSi MHOTOKJIETOYHBIX KMBOTHBIX, PEMPOAYK-
THBHAs CTpaTerus KOTOPBIX BKIIOYaeT Oecrosoe
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Pa3MHOXKEHUE, peaIUu3yeMO€ 3a CYET CTBOJIOBBIX pE-
3€PBHBIX KJIETOK.

B 3akmrouenue noaseneM uroru. Mrak, cTBoJO-
BbI€ PE3€pPBHBIE KIIETKU PAa3MHOXKAIOIIUXCS OECIo-
JIBIM IIyTEM XHUBOTHbIX CTOJIb Pa3JUYHbIX TAKCOHOB,
KakK I'yOKY, KHUIapHy, IJIOCKUE YEPBY, YIEHUCTOHOTUE
7 XOPAOBBIE, O0AfJal0T 3BOJIIOIMOHHO KOHCEPBATUB-
HbIMU Ye€pTaMu, IPEAIONOXKUTEIbHO CBSI3aHHBIMH C
HOfiepKaHUEM UX TOTUIOTEHTHOCTH. Y HCCIENOBaH-
HBIX OECHO3BOHOYHBIX C OECHOJBIM PAa3MHOKEHHEM
CTBOJIOBBIE pe3epBHbIE KJIETKN CIOCOOHBI iuddepen-
LUpPOBATHCS B FaMeThl U NMOJOOHBI KJIETKaM IMOJIOBOI
muann. [1ogo6HbI nX 0611ast MOP(OIIOTHS, BKITFOYAFO-
asi yJIbTPACTPYKTYPHBIN YPOBEHD (IIPUCYTCTBHE Iep-
MHUHAJIBHBIX TEN); 3KCIPECCHS IE€HA, POJCTBEHHOIO
vasa; aKTUBHOCTB ILEJOYHOH (pochaTasel U crocoO-
HOCTb K MUTOTHYECKOH penpoaykuuu. IlepsudHble 1o-
JIOBBIE U CTBOJIOBBIE PE3EPBHbIE KJIETKU KOJIOHHAb-
HBIX 0ECIIO3BOHOYHBIX CIIOCOOHBI K OOIIMPHBIM MUTpa-
[HsIM B IIpefiesiaX OpraHu3Ma ¢ KOHEYHOM JIOKaIn3auueh
B FOHAJAX WM MeCTax OECIONOro pa3sMHOXKEHUS, a Y
OJIMHOYHBIX OPTaHU3MOB, CIIOCOOHBIX K OECIIOJIOMY pas3-
MHOZKEHHIO (TypOeIlIsipuii), — K PaHEBOH MOBEPXHOCTH
HOCTIE IEIEHUS] WX NOBPEKNICHNUSL.

IlepBuyHbIEe MONOBBIE U TOTUIOTEHTHBIE CTBOJIO-
BbI€ KJIETKU 00Jaat0T MHOTUMHU OOIIUMEI MOP(OII0-
TUYEeCKIMH 4YepTaMH W BOBIIEKAOT (PYHKIUHU POX-
CTBEHHBIX T€HOB; ITPEAIOIaraeTcs X 3BOJIIONMOHHAS
n oHToreHetmueckas cBsi3b (Weissman, 2000; Ex-
tavour, Akam, 2003; Hayashi et al., 2007; Travis, 2007).
OOm11e cBONCTBa 3TUX KJIETOYHbIX JUHUI OTpakaroT
X ofIee MPOUCXOXKJECHNE OT TOTUIOTEHTHBIX KIle-
TOK panHero 3apopbima (Weissman, 2000). Mb1 Tak-
K€ OTMETUJIN o0Iue 4epTbl MOpgOQyHKIMOHATh-
HOIl OpraHW3aliy KJIETOK IMOJIOBOM JIMHUM W TOTHIIO-
TEHTHBIX CTBOJIOBBIX KIIETOK Pa3MHOXKAIOIIMXCS
6ecroJIbIM yTeM MHOT'OKJIETOYHBIX XKMBOTHBIX (Mcae-
Ba u fip., 2007; Shukalyuk, Isaeva, 2005a,b). KneTku no-
JIOBOW JIMHWH, KaK U CTBOJIOBBIE PE3E€pPBHBIE KIIETKH
SKMBOTHBIX C OE€CIOIBIM Pa3MHOKEHUEM, TPOUCKOJIST B
paHHEM 3MOpHOTeHe3e OT TOTHIIOTEHTHBIX OJacToMe-
POB WJIN WX IPOM3BOJHBIX, COXPAHUBIINX TOTATIOTEHT-
HOCTb. MBI MOJIaraeM, 4YTO 3BOIIOIMOHHO X OHTOI€HE-
THIECKN POJICTBEHHBbIE KIIETKH PAHHUX 3MOPHOHOB,
MIEpBUYHBIE TIOJIOBbIE W TOTHIIOTEHTHBIE CTBOJIOBBIE
KJIETKU OTHOCSITCS K MOMYJISAIMSAM PE3EPBHBIX KIIETOK,
CIIOCOOHBIX peajn30BaTh MOJHYIO MPOTPaMMy pa3BH-
. KOHUenys pe3epBHbIX, “OTIO0XEHHBIX KIETOK
(set-aside cells), coxpaHsrOIIUX IUPOKUI MOpdoreHe-
TUIECKUIA TIOTEH-IINAJI, peaJT3yeMbIi TOCIIe METaMOP-
¢o3a, pazpaborana [1aBUICOHOM ¥ IPYyTUMH aBTOPAMHA
(Davidson, 1991; Davidson et al., 1995; Peterson et al.,
1997; Jenner, 2000; Collins, Valentine, 2001) npumeHu-
TEJbHO K SKUBOTHBIM C HETIPSIMBbIM JIMYNHOYHBIM pa3-
BuTHEM. BaskHOE OT/IMYHE CTBOTIOBBIX Pe3€PBHBIX KJle-
TOK GECHO3BOHOYHBIX C GECMONIBIM PAa3MHOXKCHAEM —
CIOCOOHOCTH K AU (PEepeHIIMPOBKE HE TOIBKO B COMa-
TUYECKNe, HO U TOJIOBbIE KJIETKH, T.€. HEOTPaHUYEH-
HBIIT MOpP(OTeHEeTHIECKUI TOTEHI[NAJ, TOTUIOTEHT-
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HOCTBh. Takue KieTKu 6€CrO3BOHOYHBIX ¢ OECIONBIM
Pa3MHOKEHHUEM, IOTEHLIMAIBLHO CHOCOOHBIE peau-
30BaTh BCIO IIPOrpPaMMy 3MOPHOHAIBHOIO Pa3BUTHUS U
OnacroreHesa, 6JIM3KM O CBOUM NTOTEHIMSIM 3MOPHO-
HAJIBHBIM CTBOJIOBBIM KJIETKaM MIIEKONHUTAOIIUX, Ofi-
HaKO IOCIIE{HUE MIPEACTABIISIOT COOOH NCKYCCTBEHHbIE
CHCTEMBI KJIETOK, KYIIbTUBIPYEMBIX BHE Opranusma. Y
Napa3uTUIECKUX KOPHETOJIOBBIX CTBOJIOBBIE KJIETKHU
“KyNIbTUBUPYIOTCS B IUTATEIBLHOM cpefie TeMOTMMQbI
POJICTBEHHOT'O OpraHM3Ma XO35MHA, a Y CBOOOITHO K-
BYIIHX OECIIO3BOHOYHBIX — B COOCTBEHHOM OpraHU3MeE.
IlonoBble W TOTUIOTEHTHBIE CTBOJIOBBIE KIIETKU —
MIPUBUJIETUPOBaHHbIE, “XUIHbIE KIIETKH, CIIOCOOHBIE
BbIKMBATh NPU TOJIOJAHUH 32 CUET “KaHHMOamu3ma’
(Kerszberg, Wolpert, 1998) u cklOHHbIE K “‘TTapa3uTU3-
My~ (Pancer et al., 1995; Laird, de Tomaso, 2004/2005).

Takum 06pa3zoM, IMeroIIuecs B INTEpaType U Ha-
I COOCTBEHHBIE JaHHbIE CBUETEIBCTBYIOT 00 3BO-
JIOLMOHHOM KOHCEPBAaTU3ME U OOIIHOCTHU UCCIIENO-
BaHHBIX MOP(O(PYHKINOHATHHBIX XapaKTEPUCTHK
CTBOJIOBBIX PE3EPBHBIX KJIETOK Pa3MHOXKAOIIMXCS
GecrnonbIM myTeM Metazoa (OT TyOOK M KHUAapuil 10
XOPJOBBIX) U KIJIETOK MOJIOBOW JUHUU. Y OECIO3BO-
HOYHBIX >KMBOTHBIX C OECHONBIM pa3MHOXEHUEM
CTBOJIOBbIE KJIETKHU CIIOCOOHBI AU hepeHInpoBaTh-
Cs U B IIOJIOBBIE, I B COMAaTUYECKHUE KIIETKHU, TEM Ca-
MBbIM IPEACTABIIAS COOON UCTOYHHUK KIIETOYHOI'O Ma-
Tepuajia ISl peanu3anuy KU3HEHHOW CTpaTeruu,
BKJTFOUAFOIIEN TOJIOBOE M GECHoioe pa3MHOKEHHE.

Buvinoanenue aceii Haweli pabomut 6via0 6bL He-
B03MONCHO 0€3 02POMHO20, HEOUEHUMO20 8KAaod,
HENnOCpeOCmBeHH020 YHACMUL U NOCMOAHHOU NOO-
depicku Baaoumupa Jleonuoosuwa Kacvanosa, axka-
oemuxa PAH, oupexmopa HUncmumyma b6uonozuu
mopa [IBO PAH, nayunoz0 audepa cO30aHHOL UM
aabopamopuu ambpuoaouu UM, pyxosooumens
gedyuiell Hay4HoU WKOAbL, Mpauyecku noubuLe20
1 oxkmabpsa 2005 200a.
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Morphofunctional Organization of Reserve Stem Cells Providing
for Asexual and Sexual Reproduction of Invertebrates

V. V. Isaeva®’, A. V. Akhmadieva?, Ya. N. Aleksandrova“, and A. I. Shukalyuk®

¢ Institute of Marine Biology, Far Eastern Branch of the Russian Academy of Sciences,
ul. Pal’ chevskogo 17, Vladivostok, 690041 Russia
b Severtsov Institute of Ecology and Evolution, Russian Academy of Sciences, Leninskii pr. 33, Moscow, 119071 Russia
e-mail: vv_isaeva@mail.ru

Abstract—Published and original data indicating evolutionary conservation of the morphofunctional organi-
zation of reserve stem cells providing for asexual and sexual reproduction of invertebrates are reviewed. Stem
cells were studied in representatives of five animal types: archeocytes in sponge Oscarella malakhovi
(Porifera), large interstitial cells in colonial hydroid Obelia longissima (Cnidaria), neoblasts in an asexual race
of planarian Girardia tigrina (Platyhelmintes), stem cells in colonial rhizocephalans Peltogasterella gracilis,
Polyascus polygenea, and Thylacoplethus isaevae (Arthropoda), and colonial ascidian Botryllus tuberatus
(Chordata). Stem cells in animals of such diverse taxa feature the presence of germinal granules, are positive
for proliferating cell nuclear antigen, demonstrate alkaline phosphatase activity (at marker of embryonic stem
cells and primary germ cells in vertebrates), and rhizocephalan stem cells express the vasa-like gene (such
genes are expressed in germline cells of different metazoans). The self-renewing pool of stem cells is the cel-
lular basis of the reproductive strategy including sexual and asexual reproduction.

Key words: asexual reproduction, stem cells, germinal granules.
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