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B 0630pe npuBeaeHa coBpeMeHHasl KjilaccuuKalus 3BOJIOLMOHHO KOHCEPBAaTUBHBIX KOUJIMH-COIEPKa-
IIMX SIEPHBIX TeJISI COMAaTUYECKHX 1 MOJIOBBIX KJIETOK, OCHOBAaHHAsl HA OCOOCHHOCTSIX MX MOJIEKYJISIPHOTO
cocCTaBa U XxapaKTepe BbIMOJHsIeMbIX UMU (yHKIIUI. PaccMOTpeHbl OCHOBHBIE oTinuus Tesen Kaxana u te-
JIell TMCTOHOBOTO JIOKYca, MTPUHUMAIOIINX yJacThe B OMOTeHe3e CIUIaiiCOCOMHBIX MaJIbIX SIACPHBIX U ST~
preiikoBbix PHK, 1 B mpouieccunre 3'-KoHia npeaiiectBeHHUKOB MmatpuuHoii PHK rucrtoHoB, cooTBeT-
cTtBeHHO. [Toka3zaHo, 4TO CyIIeCTBEeHHBIN BKJIAJ B UCCIIEIOBaHIE Pa3HOOOPAa3si KOWJIMH-COIEePsKAIIAX Te-
Jiell BHECIM padoThl MO M3YYEHUIO apXUTEKTyphl amraparta mnpoieccuHra PHK B siapax oouuToB psima
MoJieJIbHBIX OpraHu3MoB. [IpuBeaeHbI faHHBIE 00 0OCOOEHHOCTSIX MOJIEKYJISIPHOTO COCTaBa KOUJTUH-COEP-
JKaIlUX TeJiel] B SiapaxX pacTylIUX OOLMTOB (TaK Ha3bIBAa€MbIX 3aPOJIBIIIIEBBIX My3bIPbKax) MO3BOHOUYHBIX, B
TOM uncie aMuOUit 1 TITULL.
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KOMITAPTMEHTAJINU3ALIUA AOPA
N BHYTPUANEPHDBIE TEJIbLA

cuu reHoB (Zimber et al., 2004; Kumaran et al., 2008;
Ferrai et al., 2010). CTpykTypHasi opraHu3a1us 1 pe-
TYJISILIMSI KJTIOUEBBIX BHYTPUSIIEPHBIX IIPOLIECCOB, Me-
XaHU3Mbl (POPMUPOBAHUS SIACPHBIX JOMEHOB (KOM-
NapTMEHTOB), JWHAMUKAa MaKpPOMOJEKYISIPHBIX
KOMILIEKCOB B MPOCTPAHCTBE KJIETOUHOIO sapa U
noaepXaHue TJIACTUYHOCTU apXUTEKTYPHI SIACPHO-
ro armnapara, a Takke Mmpeoopa3oBaHUsI SIASPHBIX 10-
MEHOB B XOJI€ Pa3BUTUS IIPEICTABIISIOT aKTyaJlbHbIE
po0IeMbl COBPEMEHHOM KJIETOYHOM OMOJTOTHUN.

Snpo mpencTaBasieT co00il CTPYKTYpPHO 000CO0-
JIEHHYIO 4acTh KJIETKM, B KOTOPOU COAEPXKUTCS TeHe-
TUYECKUI MaTepual U peaqusyloTcsi CKOOPAMHUPO-
BaHHbBIC B IPOCTPAHCTBE U BO BpeMEHU ATaIlbl 1udde-
PEHLIMAJILHOM 3KCIpeccuu TeHOB. s KJIETOYHOro
spa XapakTepHbI CJI0OXHAasl BHYTPEHHSISI CTPYKTYPHO-
(byHKIIMOHAIbHAS! KOMITApTMEHTAIU3a1l1sl U BbICOKAs
JIUHAMWYHOCTb TPOUCXONSIIMX B HEM IPOLIECCOB
(Dundr, Misteli, 2010; Dundr, 2012). KomnaptMeH-
Taau3alus sjIpa IMO3BOJISICT YBEJIMUUTL 3P PEKTUB-
HOCTb MOJIEKYJISIPHBIX MPOILIECCOB 3a CUET CO3JaHUs
MUKPOOKPYXXEHHUSI, B KOTOPOM KOHILIEHTPUPYIOTCS
TOJIBKO CIelMaTIu3upoOBaHHbIe (DAKTOPbl U KOMIIO-
HeHThl (Dundr, Misteli, 2001; 2010; Kumaran et al.,
2008). OcHOBHbBIE KOMITAPTMEHTHI KJIETOYHOTO siapa
BOBJIEUEHBI B peain3alliio reHeTuYecKoii nHdopma-
LIMU, YTO OMNpeaessieT BO3MOXHOCTb ObICTPOTO OTBE-
Ta Ha BHEIITHUE BO3AEUCTBUSI U PETYJISILIUIO 3KCIIpeC-

15t onrcaHus IPOCTPAHCTBEHHOW KOMITApTMEH -
TaJau3alliu BHYTPUSIAECPHBIX TIPOIIECCOB UCTTOIB3YIOT
TaKye TEPMUHbBI, KaK BHYTPUSAEPHBINA KOMITAPTMEHT,
BHYTpUSIEPHas CTPYKTYpa U BHYTPUSIIEPHOE TeJIblIe
(vnu opraHesia). BHyTpusinepHble Teablia — 3TO re-
TepoTreHHasi TpyIllia He OKPYXXEHHbIX MeMOpaHamu
CTPYKTYp, KOTOPbIE MOXKHO OTJIMYUTD IPYT OT JIpyTa U
OT HYKJIEOTJIa3Mbl Ha OCHOBAaHUM UX YJIBTPACTPYKTY-
pbl U HAJIMUUSL OMNPeNeeHHbIX MapKEePHbIX KOMIIO-
HeHTOoB (Zimber et al., 2004; Spector, 2006). [Toxmep-
JKaHUEe CTPYKTYPHOM HEJOCTHOCTU BHYTPUSIIEPHBIX
TeJsiell o0eceurnBaeTcsl 3a CYeT BPEMEHHbBIX B3aMO-
JNeUCTBUI MeXTy O€TKOBBIMU U PUOOHYKIIEOTIPOTEU -
HOBBIMHN KOMIUJIEKCAMU, a OTCYTCTBUE OI'PaHHUYMBa-

Coxpawenus: MaPHK — manbie snepusie PHK; MaPHIT — ma-
Jible siiepHble pruboHyKiaeonpoTerHbl; MIIPHK — manbie sia-
poiikoBele PHK; npe-MPHK — npeniectBeHHUKM mMaTpuy-

Hoii PHK; I1C — nonas cdepa; NI — mnoTtHeii map; TIJT —
TeJiblle TUCTOHOBOTO JloKyca; TK — tenbie Kaxana; scaPHK —
cnenuduuHble i Tenel Kaxana (anria. — “small Cajal body-
specific”’) manbie PHK.
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2013). TepmuHbl “mOoMeHBI” U “CTPYKTYphl” B KOH-
TEKCTe SAEPHOIl KOMIApTMEHTaIU3allu 4acTo YIT0-
TpeOJISIIOTCS. B Ka4YeCTBE CMHOHMMOB M BKJIIOYAIOT B
cebs moHsTHe “Tesblia”. I3sMeHeHne pa3mMepa JoMeHa
3aBMCHUT OT CKOPOCTE BXO/a U BbIXO/Ia U3 HETO ero pe-
3UJICHTHBIX MOJIEKYJI, KOTOpEIE, B CBOIO O4Yepeldb,
onpenensiorcss (PyHKIMOHAIBHBIM COCTOSTHUEM MO-
JIeKyJ1 BHYTpM U BHe nomeHa (Dundr, Misteli, 2010).

OcHOBHOI (byHKIIMEH SIASPHBIX JOMEHOB CUMTA-
IOT YCKOpPEeHUE OMOKATATUTUYECKUX ITPOLECCOB ITy-
TeM KOHIIEHTpallu1 cyocTpaToB, (DEPMEHTOB U YAEP-
JKaHUSI TPOMEXYTOUYHBIX TIPOAYKTOB MOJICKYJISIPHBIX
peakiuuii BHYTPU OTPAHUYEHHOTO IIPOCTPAHCTBA
(Kumaran et al., 2008; Novotny et al., 2010; Rajendra
et al., 2010; Dundr, 2012). fInepHble Teablla MOTYT
TakXXe BJIMSATb Ha KOHLEHTpaluio (hakTOpOB B HYK-
JleoTia3Me MyTeM MX yIAepsKaHWsI VI BEICBOOOXKIC-
HUSsI, TIOBBIIIAsI CIEUU(MUIHOCTD SIIEPHBIX TpOLieC-
coB (Matera et al., 2009; Rajendra et al., 2010; Dundr,
2012). BmecTe ¢ TeM, KOHKpeTHBIE (DYHKIIUU MHOTHUX
BHYTPUSIAECPHBIX CTPYKTYP, B TOM YKUCJIE SBOJTIOLIMOH-
HO KOHCEPBATUBHbIX, A0 CUX MOP HE YCTAHOBJICHDI.

KOWJIINH-COAEPXAIINE TEJIBLHA AJEP
COMATHUYECKHUX KIIETOK

Ha ceromHsIIHMiA IeHb LIIMPOKO U3y4aloT TeTepo-
TEHHYIO IPYIITy BHYTPUSIAEPHBIX TeJIELl, OObEeIUHEH-
HBIX HaauureM Oenika KounuHa. C 1999 roga Bce Ko-
WIMH-COAEPXKAIIMe TeJlblla ObLIO TPEAIOKEHO pac-
cMaTpuBaTh KaK OOWH TUI SIACPHBIX TeJlel — TeJIell
Kaxana (TK) (Gall et al., 1999; Gall, 2000). Onnako
JalbHEMIIEe UCCIeIOBAaHNS U3MEHUIN YCTOSIBILIME-
ca npencransieHus. CorjlacHO COBPEMEHHBLIM ITIpe/-
CTaBJIEHUSIM, KOUJIMH-COJepKallie BHYTPUSIIEPHBIE
TeJlblla COMAaTUYECKUX KIIETOK IIPEICTaBICHBI IBYMSI
OCHOBHBIMM TUIIaMU: TeJibllaMu Kaxaja u TesblamMu
rucroHoBoro jokyca (TTJI) (Liu et al., 2009; Nizami
et al., 2010a; Nizami et al., 2010a). I[Tomumo 3TOTO
OoXapakTepU30BaHbI SIIE€pHBIE TeJblia, IOJ0OHBIE
TenblaM Kaxana, HO OTIMYHBIE OT HUX MO CBOEMY
MOJIEKYJIIPHOMY COCTaBY U MPearnojaraeMbiM (hyHK-
musM. K Takum TenpliaMm B 4aCTHOCTU OTHOCST “He-
KaHoHM4Yeckue Teabna Kaxama”, xapakTepHble IS
pACTYIIIMX OOLIMTOB HEKOTOPHBIX BUAOB IITHUII, U TaK
Ha3bIBaeMble “>KeMUYyXUHBI” (aHIJI. “pearls”),
dopMupylonecss B sApax OOLMTOB amMpuOuii
(Khodyuchenko et al., 2012; Nizami, Gall, 2012).
OTae/nbHO CJeAyeT BBIACIUTh KOMILIEKCHBIE KO-
JIMH-COJIepXKalllyie TeJblia, IIPUCYTCTBYIOIINE B SIIpax
OOLIUTOB HACEKOMBIX, MOJIEKYJISIPHBIA COCTaB U
CJIOXKHAS JOMEHHAsl OpraHu3alusl KOTOPBIX JeTallb-
Ho ommcaHbl (Bogolyubov, Parfenov, 2008; Bogoly-
ubov et al., 2009). OcoOblit MHTEpPEC IMPEACTABISIIOT
TakKXXe KOWJIMH-TIO3UTUBHBIE SIAEPHBIE Teablia U H0-
MEHBI B paHHUX SMOpPUOHAX MO3BOHOYHBIX M OECITO-
3BOHOYHBIX. B HacTosieM 0630pe MBI paccMaTpuBa-
€M OCHOBHBbIE oTiinuus Tenelr Kaxana v teiel rucro-
HOBOTO JIOKYCa COMaTU4YeCK1X KJIeTOK. B mociaenHux
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pasaenax MpUBEAeHb 0COOEHHOCTU MOJCKYJISIPHOTO
coCTaBa KOMJIMH-COJIepXKalllUX TeJiell B siApax pacTy-
IIUX OOLUTOB XKWBOTHBIX, B TOM 4uciie aMmGpuouili u
OTUII.

Teavye Kaxana

Tenpa Kaxana ObIIM BHEpBbIE OIMMCAHBI B
1903 rony C. PamoHoM-u-KaxaioMm B siapax Helpo-
HOB MO3BOHOYHBIX U Ha3BaHbl “100aBOYHBIMU TEJIb-
HamMu” (aHII. — “accessory bodies”) n3-3a ux 4yacToi
acconuanuu ¢ sgaperukamMu (Cajal, 1903, uut. mo:
Galletal., 2004). [To3guee, B 1969 roay B xone uccie-
JIOBaHUSI COMaTUYECKUX KJIETOK MJIEKOITUTAIOIIUX Ha
YABTPACTPYKTYpHOM ypoBHE A. MoHHepoH u B. bep-
Hap oxapaKTepU30BaJIM BHYTPUSIAEPHbIE CTPYKTYPHI,
colep:Kallyie dJICKTPOHHO-TUIOTHBIE CKpYyYeHHBIe
HUTU, W Ha3Badd MUX “CKpyYeHHBIMU TeJbllaMu”
(aarn. — “coiled bodies”) (Monneron, Bernhard,
1969). B paHHMX HCCIeIOBAaHUSX SIIEp OOLUTOB aM-
uodwuii I. Keanan cTpyKTyphbl cheprdeckoit popMbl,
KOTOphle HazBaiu “cepamu” (aHri. — “spheres”)
(Callan, Lloyd, 1960). B ssapax pacTyIiiyux OOLUTOB
HACEKOMBIX ObUTA OOHAPYKEHBI CXOAHBIE IO MOP(HO-
JIOTUM CTPYKTYphlI, Ha3BaHHBIE “Binnenkoper” wan
“BHyTpeHHUE Teiblia” (aHrI. — “endobody”) (Bier,
1967 uumt. mo: Bellini, 2000). B stapax npoxKeii Takke
ONMCaHbl XapaKTepHble “simepHble Tembma” (Ver-
heggen et al., 2002). OcHOBBIBasiCh Ha OOHAPYXXECHUU
BO BCEX 3TUX SIAEPHBIX OpraHe/lax HOBOTO MOJIEKY-
JISIPHOTO MapKepa — OeJika kouwnnHa (Andrade et al.,
1991; Raska et al., 1991), Jx. Toyut npemyioxXusr o0b-
€IVUHUTb BCE MepevYuCIeHHbIE BbIIlIE CTPYKTYphl B
onuH tun tenen (Gall et al., 1995; Gall et al., 1999;
Gall, 2000). B yecTb MepBOOTKPHIBATES U TSI YIIPO-
1LIEHUsI HOMEHKJIATypbl ObLIO MPEAI0XEeHO Ha3blBaTh
ux tenbliamu Kaxana (anri. — “Cajal bodies”). Bme-
CTe C TEM, COBOKYITHOCTb JJaHHBIX aHaJIN3a MOJIEKY-
JIIPHOTO COCTaBa KOWIMH-COAEpXKallluX Tejell B
KJIeTKaX pa3HbIX TKaHEeU 1 Yy pa3HbIX OPraHU3MOB CBU-
JIETEIbCTBYET O TOM, UYTO Mbl MMEEM JeJI0 CKopee C
OOJIBIION TPYMIION OTIWYHBIX MO CBOUM (DYHKIIWSIM
SZIGPHBIX OpraHelI, MO3TOMY MX WIAECHTU(DUKALUS U
00beAMHEHNWE B OIWH TUI TeJiell HA OCHOBAHUM €IU-
HUYHOTO KOMITOHEHTA TIPEICTABJISIIOTCS HEKOPPEKT-
sbiMu (Nizami, Gall, 2012; Morimoto, Boerkoel, 2013).

Ha wmopdosornyeckoMm ypoBHE KaHOHWYECKUE
TK coMaTn4ecKux KJIETOK MJIESKOIIMTAIOIINX IIped-
CTaBJISIOT cO0OI chepryecKre BHYTPUSIAEPHBIE TO-
MeHBbI pa3mepoMm oT 0.1 mo 1 mxMm. X KoTu4ecTBO B
sIpe BapbUpyeT OT OJHOI CTPYKTYpHI OO OecsTKa
(Gall, 2000; Machyna et al., 2013). TK moxHO0 oTHe-
CTH K BBOJIIOLIMOHHO KOHCEPBATUBHBIM SIAEPHBIM Op-
raHeJjuiaM, IOCKOJBKY CXOOHBIE C HUMH SIAEpHBIC
Teablla ObUIM OOHAPYKEHBI Y IIPEACTaBUTENIEd MHO-
I'MX KJIACCOB XXMBOTHBIX, B TOM YHCJIE Y MJICKOITUTAIO-
1ux, aMmbuouil, MTUL], HACEKOMBIX, a TAKXXe y pacTe-
Huii (Gall, 2000; Cioce, Lamond, 2005). HecmoTps
Ha DBOJIIOLIMOHHYI0 KOHcepBaTMBHOCTH TK, »3Tu
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FLASH

. He3peJibie SLBP
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KOMIIJIEKC GubpuLIapuH CUMIIIEKUH
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TIJI
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JIOCTaBKa K M PHIT
TeJoMepaM \_/

MPOLECCUHT 3'-KOHIIa
npe-MPHK rucroHoB

Puc. 1. CpaBHurenbHas cxema tesel; Kaxana v Tesel] riCTOHOBOTO JIOKyca COMaTUYeCKHUX KJIETOK KMBOTHBIX. (a) Tenbue Ka-
xana (TK) npuaumaet yyactue B Mogudukaimu criaicocoMmubix MaPHK (metunupoBanuu (M) u riceBIOypUANHUIUPOBA-
Hum (V)) u coopke maPHII, cozpeBanuu msamrPHII, onipenesnsier 1octaBKy TeJlIoMepa3HOTro KoMILIeKca K Tejiomepam. (0) Tesib-
e ructoHoBoro Jiokyca (TTJI) yyacTtByeT B iMHaMuKke pakTopoB npoieccunra 3'-konia npe-MmPHK rucronos. TTJI acconu-

HMPOBAHO C KJITaCTEPOM I'€HOB I'MCTOHOB.

SIISpHBIC TeJIblIa HEeJIb3sI OTHECTU K YHUBEPCATbHBIM
SIIepPHBIM OpraHesiaM. B oTjimume oT siIphIlIeK, KO-
TOpBIE XapaKTEPHBI IJIsI MOMABSIONIETO OOJILIINH-
CTBa aKTMBHO Mpoaudepupylommx KieTok, TK He
BCEraa IPUCYTCTBYIOT B SIIPE KJICTKU.

C (dbyHKILIMOHANbHOM TOUKM 3peHUs Teibla Kaxa-
Jla — 3TO BHYTpUSIJIEpPHbIE OpTaHeJibl, MIPUHUMAIO-
IMe yJdacTue B OMOreHe3e CIIailCOCOMHBIX MaJlbIX
aaepHbix PHK (MaPHK) u mManbix siApbIIIKOBBIX
PHK (MsamPHK), koTopbie HeoOXoaUMBI IJIsSI OCY-
1LIECTBJIEHUS] CIUIAiCUHTa MPEellIeCTBEHHUKOB MaT-
puunoit PHK (nmpe-mPHK) 1 panHero nponeccuHra
pudocomuoit PHK (pPHK) (puc. 1a) (Gall et al.,
1999). 3akmounTeNbHBIE 3TAMbl CO3PEBAHUS CILIali-
cocoMHbix MIPHK u cbopka KOMITJIEKCOB MasbIX
simepHBIX puboHykiaeonporenHoB (MsIPHIT) mpowuc-
xomaT umeHHo B TK (Gall et al., 1999). Kpome Toro,
TK y4yacTByIOT B cOOpKe M TpaHCIIOPTE KOMILJIeKca
TeJloMepasbl — OOpaTHOU TPaHCKPUIITA3bl, PETYJIM-
pytonieit muHy Tenomep (Venteicher et al., 2009).

Monekyaapusiii cocmae meney Kaxana

Benok komwmn. Hecmotpst Ha To, uto TK ormmuca-
HBI 0oJiee cTa JIET Ha3al, X TOYHBI MOJEKYISIPHBIN
cocTtaB M (PYHKIMU N0 KOHIA He m3BecTHHI (Gall,
2000; Cioce, Lamond, 2005; Morris, 2008; Morimo-
to, Boerkoel, 2013). K Haubonee creuuduIHbIM
KoMItioHeHTaM TK MOXHO OTHecTH 0elO0K KOWJIWH,
KOTOPBIM JIOJITO€ BpeMsl CUMTAIM MapKepHBIM Oell-
koM TK (puc. 3a); nmpu 3ToM (pyHKIIMM KOWJIMHA B
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coctabe TK momHOCTBIO He pacKphiThl. KowmanH
npeacTaBaseT codboit pocdornpoTenH, CIOCOOHBIN K
onuromepusanuu (puc. 2) (Carmo-Fonseca et al.,
1993; Bellini, 2000; Liu et al., 2009). N-KoH1ieBO
IOMeH Oejka TpeOyeTcsl IJisl B3aMMOJIEUCTBUSI OT-
JIETBbHBIX MOJIEKYJI Oejika KOWJIWHA JIPYyr C APYyrOM
(Hebert, Matera, 2000). IlepBble cTO aMUHOKHUCIIOT
N-koHIla OejlKa KOWJMHA TakXXe OTBEYaloT 3a €ro
cBsi3biBaHMe ¢ ogHonenodeuHoit JJHK u momn(G) u
nonu(U) PHK-romononumepamu in vitro, a Takxke 3a
B3aMMOJIEiCTBUE C sIepHBIM OeikoM Noppl40
(anra. — “nucleolar phosphoprotein 140 kDa”) (Bell-
ini, Gall, 1998; Hebert, Matera, 2000). ITo mociemHuM
JaHHBIM KowauH obnamaeT PHKa3HoI akKTHBHOCTHIO
B otHolieHU MIPHK U2 u TERC (anri. — “telom-
erase RNA component”) (Broome, Hebert, 2012).

B HanMeHee KOHCEpBAaTUBHOM LICHTPAJIbHOM J10-
MeHe OeJlKa KOMJIMHA PacIioioKeHbl CUTHANBI sSIep-
Holi jJokanu3zauuu U RG-6orateiii fomeH (puc. 2),
CcTeneHb METUJIMPOBAHUS apTUHUHOB B KOTOPOM pe-
TyIUpYeT CBSI3BIBaHME KowianHa ¢ OeakoM SMN
(aHri. — “survival of motor neurons”) (Hebert et al.,
2001). DTo B3amMOmEMCTBHE HEOOXOAUMO KakK JIS
PEKPYTUPOBAaHUS B KOWJIMH-COIEpKalllde Tesblia
MaPHII, tTak v [ist peryasiiuu o0Iero yucjia Kou-
JH-coaepxkammx teaen B ssape (Hebert et al., 2001;
Shpargel et al., 2003; Xu et al., 2005). ¥poBeHb doc-
(hopunmpoBaHUs KOWJIMHA O OCTaTKaM CEpUHA TaK-
K€ OTHOCHUTCSI K (paKTOpaMm, BIUSIOIIMM Ha (pOpMU-
poBanue TK (Shpargel et al., 2003). [Tomumo 3TOrO
CYIIECTBYET TPEANOJIOXEHNE O IPYTOil MOCT-TpaHC-
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Homo sapiens

1 90 350 476 576

N | N c
| 393 420
Xenopus tropicalis

1 54 85 187 256 334 368 417 517

N L[ Il c
Gallus gallus

1 85 411 441 500 600

N M c

Puc. 2. Cxema noMmeHHO#1 opraHu3aluy 6esika kounuHay Homo sapiens, Xenopus tropicalis v Gallus gallus domesticus. I1okazaHbl
KoHcepBaTuBHbIe N- 1 C-KOHIIeBbIe JOMEHBI, a Takke RG-maphbl (BepTuKaibHbIe 0Tpe3kn), ¢opmupytonire RG-gomeH.

KOWJIMH TreMUH 2

COBMeELIECHUE
DAPI

> 4

MaPHK U7

Puc. 3. Tespua Kaxama u Tenblia THCTOHOBOTO JIOKYCa COMAaTMYECKUX KJIETOK NTUIL. (a) JIBoitHOe MMMyHOMIyopeclieHTHOe
OKpalllMBaHUe KJIETOK JuMdo0baacToMbl Kypulibl JMHUM MDCC-MSBI ¢ nomoliblo aHTUTEJ OIPOTUB KOUJMHA U aHTUTE]
npotuB remuHa 2. Ctpenkamu rmokasano tesblie Kaxana. (6) UmMyHodIyopeciieHTHOe OKpallluBaHUE KJIETOK KypPUIIbl IMTHUT
MDCC-MSBI1 c nomouisto antutes npotus 6eska FLASH. (B) @iyopecueHTHast in situ Tubpuau3anysi CoMaTU4eCKUX KJIETOK
muHu MDCC-MSBI1 ¢ 3oHm0M K MaPHK U7. [on0BKU cTpeioK yKa3bIBalOT Ha TeJiblia TMICTOHOBOTO JIOKyca. MaciiuTtabHble

muHeKkn — 10 MKM.

JISIIMOHHOM MOIM(UKALIMY KOWJINHA — CYMOWJIMPO-
BaHMU. TakK, B KYJIBType KJIETOK MJICKOITUTAIOIINX
moKa3zaHa KojJoKaim3auus oeyika kowmHa u SUMO-1
(a"rn. — “small ubiquitin-like modifier 1”) B TK u
ouonHdopMaTUYECKM AOKa3aHa BO3MOXKHOCTbH Ta-
Kot MoguduKalu 1151 KOWJIMHa KpbIchl (Navascues

et al., 2008). KomnuH pacTeHmni1 TakkKe B3aUMOJIEIi-
CTBYET C BUPYCHBIMU OeJIKaMU, TAKUMU KaK TpaHC-
MOPTHBIN Oe0K TopaeuBupyca, mpusiekas ux B TK
(Cemaiuko u ap., 2012).

Mausie ssnepubie PHK u cBA3aHHBIE ¢ HUMM O€JIKH.
TK oGoraiieHsl KOMIIOHEHTAMM aIlllapaToB CILIaii-

OHTOTEHE3 TomM 45 Ne6 2014



TEJBbUA KAXAJIA 1 TEJIbLHA TMCTOHOBOTI'O JIOKYCA

cunra nnpe-MPHK u riponeccunra pPHK u, BMecTte ¢
TeM, He SIBJISIIOTCSI CaliTaMu OCYLIECTBIEHUSI 3TUX
npoueccoB (Carmo-Fonseca et al., 1992; Gall et al.,
1999; Cioce, Lamond, 2005). K 06s13aTe TbHBIM KOM-
noHeHTaM TK oTHocsT craiicocomubie U-0oratbie
MsaPHK, ¢dopmupytoiive BmMecte ¢ Sm-6enkamu (OT
aHria. — “Smith antigen”) vactunel MaPHIT (U1, U2,
U4, U5, U6), a Takxke 6e10Kk SMN, KOTOpBIil coO-
COOCTBYeT mHOOABIIEHUIO SM-0EJIKOB B KOMILIEKC K
MsiPHK (Carmo-Fonseca et al., 1991; Hebert, Mat-
era, 2000; Will, Luhrmann, 2001; Sleeman et al.,
2001, Sleeman 2007). [Tocne peumnopTa 13 LIUTO-
nia3Mel B sapo MIPHIT nanpasnsiorcs B TK, rme
MIPOUCXOASAT 3aKJIIOYUTEIbHBIC 3Talbl CO3pPEBaHUS
MaPHK (puc. 1a), a umeHHO Moaudpukanmnu (IceB-
noypuauHuianpoBanne u  2'-O-MeTUIMpoOBaHUE)
OIpeieIeHHBIX OCHOBAaHUI, BEHIOOP KOTOPHIX IMMPOUC-
xomut npu ydactum scaPHK (anrm. — “small Cajal
body-specific RNA”, cneuudpuunas gig TK Manas
PHK) (Kiss et al., 2002; Jady et al., 2003). 3aBepia-
forue starnbl coopku MIPHII Takke ocyinecTBiisi-
orcsa B TK: Tak, Tam mpoucxomut cOopKa TpOMHOM
MmsaPHIT-yactumel, a mmenno U4/U6-US5 maPHIT
(Stanek, Neugebauer, 2006; Stanek et al., 2008).
IIpencraBnsieTcst BaXKHBIM, YTO B KJIETKaX, B KOTOPBIX
B HopMe TK He oOHapyxuBaioTcs (Harpumep, Iep-
BUYHbIE (UOPOOJIACTHI), X (DOPMUPOBAHUE MOXKHO
MHOYIPOBaTh OjokupoBaHuem cbopku MsaPHII.
Kpome Toro, mokaszaHo, 4To He 10 KOH1Ia COOpaHHbIe
msaPHIT nakammmBatrorcs B TK, 9yTo mo3BosisieT orpa-
HUYUTh WX KOHIIEHTpAllMIO B HyKJeorasMe. Tak,
WHTUONpPOBAHME Pa3HBIX CTaguii COOPKM TPOMHOMN
MsaPHII-yacTuisl mpuBOOUT K YAEp>KaHUIO TTPOMeE-
XytouHbix KommoHeHTOB B TK (Stanek et al., 2008).

benok SMN npuHamIekUuT 60IbIIIOMY MaKpPOMO-
JIEKYJISIPHOMY KOMILIEKCY, KOTOPBI COCTOUT U3 Ca-
moro SMN u remuHoB (reMuHsl 2, 3, 4, 5,6, 7, 8)
(Kolb et al., 2007). IeMuHBI IIPEUMYILIECTBEHHO KO-
nokanusytores ¢ 6enikom SMN B TK u nuromiasme,
I OHU aCCOLIMMPOBAHBI C SM-KOPOBBIMH O€IKaMU
n U-6orateiMu MsIPHK (puc. 3a). IlokazaHo, 4to
BBIKJTIOUEHME TeHa, Komupylomero Oeaok SMN,
MPUBOAUT K MHTMOUPOBAHUIO COOPKU KOPOBBIX Sm-
OenKkoB, IT0 KpaliHeit Mepe, Ha ogHoi n3 MIPHK —
MmsaPHK U1 (Fischeret al., 1997). IToMumo 3TOrO0 He-
3aBUCHMOE YMEHbIIIeHIE YpoBHeM 0eakoB SMN, re-
MUHa 2, reMrHa 3 1 reMuHa 4 1omasiisieT coopky U
maPHII, camkas apdexktnBHOCTL cOopku PHIT-ga-
CTUII B HECKOJILKO pa3 (Shaw et al., 2008). Kommiekc
SMN conposoxnaer MaPHII Bo BpeMsa mx TpaHC-
noprta B sapo, a 3atem u B TK. [1pu atom myTtanium B
reHe TaHHOTO OeJIKa y YeJI0BeKa IPUBOIST K BO3HUK-
HOBEHUIO ayTOCOMHO-PELIeCCUBHOIO 3a00I¢BaHUST —
CITMHAJIBbHOW MBIIIIEUHOUW aTpoduM, TP KOTOPOM B
TK orcyrctBytor MaPHIT (Lefebvre et al., 1995; Tapia
et al., 2012). Iemunbl u 6en1ok SMN Takxke MOTYT
BXOJUTH B COCTaB IPYIUX BHYTPUSIASPHBIX TeJIEll, Ha-
3BaHHbIX rembl (aHmI. — “gemini of Cajal body”,
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onusHelnsl TK), KoTopble JIOKaqM3YyIOTCS B HEIIO-
cpeacrBeHHoi 6;m3oct oT TK (Liu, Dreyfuss, 1996).

Conemuduanbie a1 Tenen Kaxama maasie PHK. B
coctaBe TK Takxke OoOHapy>keH HOBBI TMI MasbIX
Hekonupyomux PHK, cnenudndHbix UMEHHO ISt
tenen Kaxanma (anrin. — “small Cajal body-specific
RNAs”, scaPHK, crneuudwununas miaas TK wmanas
PHK). Takoe Ha3zBaHME OHU IIOJYYWIM Oaropapsi
TOMY, YTO HAaKaIUIMBAIOTCS B BBICOKMX KOHIIEHTPALIM-
sax B TK xkierok TkaHe# xkuBoTHBIX (Darzacq et al.,
2002). PHK, xapakrtepHbie mis1 TK, BxoasaT B KJiacc
msamiPHK 1 urpaior BaxkHyio pojib B MOAM(pUKAIINN
mgaPHK Ul, U2, U4, U5 u Ul2, onpenensiss caiiThbl
METWJIMPOBAHUSI pUOO3bl WM CalThl (DOPMUPOBAHUS
TCEeBAOYPUIMHA BO BpeMsi OKOHYATEILHOIO CO3peBa-
Husg MaPHK. Ha ocHoBaHMM HYKJICOTHMIHOM TOCIIE-
JIOBaTEJIbHOCTU U OCOOEHHOCTE BTOPUYHOM CTPYKTY-
pol Bce MamnPHK monpa3nesnsitoT Ha 1Be KaTeropuu:
rpymma MImPHK, conmepskamniass KoHcepBaTUBHBIN
C/D-yuactok, n rpynna MmsinPHK, conmepxaiast
koHcepBatuBHBIN H/ACA-y4acToK, KOTOpBIE Y4acT-
BYIOT B 2'-O-MeTUIMPOBAaHUU PUOO3HI U TICEBIOYPU-
JIUHUJIMPOBAaHUM, CcooTBeTcTBeHHO (Makaposa,
Kpamepos, 2007). boapmuncTBo scaPHK cTpykTyp-
HO M (PyHKIMOHAIBbHO HeOoTINMIMMBI OT MsmPHK,
OCYIIECTBJISTIOIINX HAMpPaBJICHHYI0 MOAU(UKAILIAIO
pPHK B sapbiiike. OcHOBHBIM oTanuueM MsinPHK
ot scaPHK siBiisieTcst Hanmauye y mocieHuX KOPOTKOTO
motuBa — CAB-nomeHa (aHri. — “Cajal body box™) —,
KOTOpBIiT oTBedaeT 3a jJokanuzauuio scaPHK B TK
(Richard et al., 2003; Venteicher et al. 2009). Tak, Ha-
npumep, scaPHK wmnekonuraromux, Drosophila n
pacTeHU# comepxKaT ABe KOMUU 3BOJIOIMOHHO KOH-
cepBatuBHOil CAB-nmocnenoBarenpHOCTH UGAG.
Oco60ro BHUMaHMS 3aCITyKMBAET TOT (PAKT, 4TO IIPU
UCKyccTBeHHOM  goOasiaeHuun CAB-gomeHa K
MamIPHK Ttakass KOHCTpyKLYsI HaYMHAeT HaKaIlIv-
Bathbcs B TK (Richard et al., 2003).

IlepBoii onucanHoit scaPHK 6b11a scaPHK US8S;
cpenu npyrux takxke usBectHbl scaPHK U85, U§7,
U88 u U89, conepxkarue 6okcel C/D u H/ACA u
OTpeNesIIolne CalThl METWIMPOBaHUS PUOO3bI U
¢dopmupoBanusa ncespoypununa y MaiPHK U4 u U5,
scaPHK U90 u U91, conepxaiue 6okc C/D u onpe-
JIeISIoIMe CalThl  METUJIMPOBaHUSI pPUOO3BI Y
MssPHK U1 u U4, a takke scaPHK U92, conepxa-
mast 6okc H/ACA u onipenesoniasi caiiTel (hopMu-
poBaHusi nicesgoypuauHa y MaPHK U2 (Jady and
Kiss, 2001; Carmo-Fonseca, 2002; Xie et al., 2007;
Machyna et al., 2013). PaccmaTpuBast Bompoc o Map-
KepHbIX KoMnoHeHTax TK orMeTnM, 4TO UIMEHHO Ha-
gquuue scaPHK omnpenenser ocHoBHyo poab TK B
omoreHe3e crraiicocoMmHbXx MIPHK, otinmyaronyro
UX OT APYIMX W3BECTHBIX KOWJIMH-COAEPKAIINX
BHYTPHUSAEPHBIX OpraHesLI.

benku saapeimek. MHorue OelKM, TakMe Kak
Noppl140, GARI1, Nap57, uykneonmud, NO38, ¢puod-
pWUIapUH, a TakXke pa3jiduyHble Oa3alibHble TpaH-
CKPUITIMOHHBIE (PAKTOPBI U HECKOJIBLKO KMHA3, BXO-
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IISIT B COCTaB, Kak syaphiiika, Tak 1 TK (Bellini, 2000;
Zatsepina et al., 2003; Cioce, Lamond, 2005). Cpenu
HMX, K Hanboee BaxXHbIM KoMIIoHeHTaM TK MoxHO
OTHECTH OeNoK (pmOpMIUTIapWH, KOTOPHIN BXOOUT B
cocraB omnpeneaeHHbIx M PHIT 1 scaPHIT u HeoO-
XOOUM IS HaIlpaBJI€HHOIO 2'-O-MeTUJIMPOBaHUS
MmsaPHK (Galardi et al., 2002; Jady et al., 2004). B TK
TaKXKe JIOKAIU3yeTcsl TICEBIOYPUANHCHUHTA3a TUCKE-
puH (NAP57), koTopasi y4yacTByeT B MPOLIECCUHTE
pPHK n MaPHK u BxomuT B cocTaB HEKOTOPBIX
mamPHIT u scaPHIT (Jobert et al., 2013). B cocraBe
TK obHapyXuBalOTCsI OCHOBHOI (haKTOp COOPKU pU-
OOCOMHBIX CyOYacTHUIl, IanepoH HYKIeOo(hO3MUH
(anrn. — “nucleophosmin” wiau B23, unu NO38), n
6esiok Nopp140, B3auMoaeiicTBYIOIINIA ¢ KOMJTMHOM
(Bellini, 2000; Kiss et al., 2002; Okuwaki, 2008).
Noppl40 MoxeT cBOOOOHO TIEPECIABUTATHCS MEXKIY
LUATOIUIa3MOM, siapbelkoM 1 TK, a MyTaliuu B reHe,
KoaupylomeMm 6e1oK Noppl40, BIUSIOT Ha JIOKAIU-
3anunio kousnmHa u popmupoBanue TK (Hebert, Mat-
era, 2000).

Jpyrue komnonentsl Tenen Kaxama. Eme omHum
PHII-koMmiekcoM, KOMIIOHEHTHI KOTOpPOro oOHa-
pyxuBatTcsd B coctaBe TK, siBiaseTcss rofloaH3UM
TCABI (anrn. — “telomerase Cajal body protein 1),
KOTODBIN CBSI3bIBAE€TCSI C aKTUBHBIM TeJIOMEPa3HbIM
KomIuieKcoM, cocrosiimuM 13 TERT (anrmn. — “telom-
erase reverse transcriptase”), TERC (anrn. — “telom-
erase RNA component™), 0ejika IUCKeprUHa U aCCOLIU-
UPOBaHHBIX ¢ AUCKepuHoM OenkoB NOP10 (aHmi. —
“nucleolar protein 10”), NHP2 (anri. — “nonhistone
protein 2”) u GAR1 (aHra. — “glycine/arginine—rich
domain containing protein 17) (Zhu et al., 2004;
Venteicher et al., 2009). TCABI1 crieumnduuHO CBSA3bI-
BaeTcs co scaPHK, onpeneinsist HakorieHUe TeJiIoMe-
pasHoro komruiekca B TK, roe, mo-Buanmomy, ocy-
LLIECTBJISIIOTCS 3aBEPIIIAIOIIME ITAIlbl ET0 CO3PEeBaHUS
(puc. 1a). Pan manHbpIX yKa3eiBaeT Ha To, yTo TCAB1
TakKXXe CIOCOOCTBYET HaIpaBJICHUIO TEJIOMEPa3HOTO
KOMILIeKca K TeJloMepaM, TaK KaK UCTOIeHHE 3ara-
ca 6enka TCABI HapymaeT cBI3bIBaHHUE TEIIOMEPA3hI
¢ tenomepamu xpomocoM (Venteicher et al., 2009).
I[Mpu HapymeHUsix B reHax, KOIUPYIOIIUX KOMIIO-
HeHThl Tejiomepa3Horo komruiekca (TERT, TERC,
nuckepuH, NOP10, NHP2), y yetoBeka BO3HUKAIOT
3a00JieBaHusl, TaKWe KakK TPeXIeBpeMEHHOE cTape-
Hue u/mnu nuckeparol (Morimoto, Boerkoel, 2013).

Anamsupys coctaB TK y pa3HBIX OpraHm3MoB,
OTMETUM, 4TO Yy Arabidopsis B Tenblax, mogooHbIXx TK
(DCLI1-conepxalliux Teabliax), ObLIM OOHAPYKEHBI
oenkm cemeiictBa Dicer DCL1 m DCL3, orBeyaro-
mue 3a mnpousBoactBo miPHK (anri. “micro-
RNA”) u siPHK (anr1. — “small interfering RNA”)
coorBeTcTBeHHO (Pontes, Pikaard, 2008). JlanHEbIe
TeJiblla HE coliepXKaT KOWJIMH, aCCOLIMUPOBAHBI C Si/-
pBIIIKAMU, U TIPEANOJOXUTEIBHO CIYyXXaT MECTOM
ouoreHe3a KopoTkux peryisitopHbix PHK B sape.
WNHTEepecHO OTMETUTh, UYTO Y XKUBOTHBIX COOTBET-
ctByromue 3tamnbl 6uoreHe3za miPHK u siPHK (pac-

XOJIYEHKO, KPACHMKOBA

HieTJIeHe npeainecTBeHHuKa ¢ moMolnbio PHKazsr
Dicer) npoucxoasT B LIUTOILIa3Me.

P naHHBIX CBUIETEILCTBYET O HAJIMUMU B COCTaBE
TK momi(A)+-PHK. JletictBurensHo, momi(A)+-PHK,
npencraBieHHasgs MPHK u, mo-Bumumomy, MPHK-
nogobHoit Hekonupyrouiein PHK, ooHapyxkeHa B TK
JUIUIOTEHHBIX ~ MUKPOCIOPOLIMTOB  JIMCTBEHHUIIBI

(Kotowerzo et al., 2009; Smolin’ski, Kotowerzo,
2012). BmecTe ¢ TeM, B UCCIeJOBaHUSIX HA COMaTHU-
YeCcKUX KJIeTKaX MJIeKOIUTAIOIIUX C UCITOJIb30BaHU -
€M TPAaHCMHCCUOHHOM 3JIEKTPOHHOU MUKPOCKOIUU
nonu(A)+-PHK B TK ob6HapyxeHa He Obuia (Visa
et al., 1993). BeposiTHO, Tako€ OTJIMYME MOXHO O0b-
SICHUTb pazinuusaMu Mexay TK pacTeHuid 1 )KMBOT-
HBIX, WK paspeliarolieii cnocoOHOCThIO METOoa,
He TI03BOJISIIOIIETO BBISBUTh MUHUMAaJIbHbIE KOJIM-

yectBa nmonn(A)+-PHK (Kotowerzo et al., 2009).
Paccmatrpusast coctaB TK, ormeTnm, 9To s yda-
CTUsI B KOHKpeTHBIX mpoleccax TK coaepxaTt Habo-
pbl KOMIIOHEHTOB — MOJIEKYJIIPHbIE MOIYJIH, OCY-
HISCTBIISTIONINE oIpeaeeHHyIo pyHKino. Kak moka-
3aHO B psijie paboT, TIPU NCUE3HOBEHUU U3 1IEJIOCTHOTO
TK MOJeKyIsIpHOTO MOAYJSI B pe3yJIbTaTe SKCIEPU-
MEHTAJIbHOTO BBLIK/IIOUEHHSI OOHOTO U3 €ro KOMIIO-
HEHTOB, OCTaJbHble MOAYIU (OPMUPYIOT OCTATOY-
HOE TeJIblIe U TIPOJOJIKAIOT BBIMOIHSThH YacTh (DYHK-
ouii TK. Ilpeamonaraercs, 4To B 3aBUCUMOCTH OT
(bU3MOTOTNYECKOTO COCTOSIHUSI, TWUMa TKaHU U
BHEIIHUX Bo3AercTBui Moayn TK MoryT ro-pasHo-
my komomHupoBatbesa (Tucker et al., 2001; Lemm
et al., 2006; Matera, Shpargel, 2006; Xie et al., 2007).

Tloddepaucanue yesocmnocmu meney, Kaxana

benok xomnuH mprU3HaH OCHOBHBIM KOMITOHEH-
TOM, obecrieynBarouM 1egoctHocTh TK. Uccneno-
BaHUE MbIllIel, MyTaHTHBIX 0 TeHY KOWJIWHA, TTOKa-
3aJIM, YTO Y TAKMX XMBOTHBIX B SIIpaX COMaTUIECKUX
KJIETOK He OOHapy:XuBaioTcs KaHoHmYeckue TK.
BmecTto HMX B siipe (popMUpyeTcsi HECKOJIBKO BUIOB
“OCcTaTOYHBIX Tejel”, coaepxKalux GpudpuiapvH,
Nopp140, msimtPHK 1 scaPHK, Ho He cmocoOHBIX
aKKyMyJIMpoBaTh cruiaiicocomHbeie MIPHK; mpwu
3TOM >KMBOTHEIE 00JIaJal0T CHMKCHHBIMU KM3HE-
CIIOCOOHOCTBIO M CIIOCOOHOCTBIO K Pa3MHOXEHUIO
(Tucker et al., 2001). ¥ pacteHuit, a iMeHHO y Arabi-
dopsis thaliana, ¢ myTauyeii o KowinHy ncbl (aHrm. —
“no Cajal bodyl”) He BBISIBI€HO 3HAYUTEIbHBIX Ha-
PYLIEHUI pocTa; TeM He MEHee, B KJIETKax TaK1X pac-
TEHUI OTCYTCTBYIOT MOP(OJIOTUYECKU BhIpAXKEHHBIE
TK (Tucker et al., 2001).

B skcnepumenTtax Ha Drosophila melanogaster c
HYyJIeBBIMU MyTaHTaMU MO TeHy KOWJIWHA “OocTaTo4-
Hble TeJIblla”, B KOTOPBIX OTCYTCTBYET HEOOXONUMBIH
koMmmmoHeHT TK — scaPHK U85, BuIIBISIOTCS TOJIBKO
B OOLIMTAX, HO He B coMaTuueckux kieTkax (Liu et al.,
2009). AHanmu3 MyTaHTHBIX 10 TeHY KOUJIMHA OpraHU3-
MOB (Ap030(MJIBI, MBIIIIN 1 apabUAOIICKCa) ITOKAa3all,
4TO, HECMOTPS Ha Pa3IMYHYI0 TTPUPOLY MYyTallUi T10
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TeHy KOMJIMHA, B KaXXIOM CiIy4dae OeJIOK KOWJIMH OBIT
HeoOXoauM 1Ji1 HopMaibHoro gopmupoBaHusi TK,
HO He ObUI KPUTUYEH JIsi BbDKMBAHUSI OpraHu3Ma
(Nizami et al., 20106). Ocob60oro BHUMaHMS 3aCTyK1-
BalOT pe3yJIbTaThl 3KCIIEPUMEHTOB C HYJEBBIMU MY-
TaHTaMU I10 TeHy KowinHa Ha Drosophila, B Xxole Ko-
TOPBIX OBIJIO TOKa3aHO, YTO, HECMOTPS Ha OTCYT-
ctBue TK, yposenr scaPHK B sape MoxkeT OBITH
HOPMaJIbHBIM, @ TTOCTTPAHCISILIMOHHbIE MOAU(DUKA-
muu MaPHK (MeTunmmpoBaHue 1 IICeBIOYPUAMHIIIN -
pOBaHME) MOTYT OCYIIECTBJISITCSI ITOJDKHBIM OOpa-
3oM (Deryusheva, Gall, 2009). I1To MHEeHIIO aBTOPOB,
MmexaHu3m momudukanmu MaPHK He orpanuueH
TK, a paccpenoToueH 1o Bcei Hykiaeoruiasme. C Ipy-
roii TOUKM 3peHusi, B HopMme BHyTpu TK co3peBaHue
MsaiPHK u coopka MmssPHIT ocymiecTBisiroTcs B iecsiT-
KU pa3 3¢ eKTUuBHee, 4eM B HykJeoriazme (Novotny
etal., 2010).

Hpyrue cymectBeHHble KoMITOHEeHThHl TK Takke
HEOOXOAUMBI JJIs TIOAJAEPKaHUSI UX 1IEJIOCTHOCTH.
Tak, B 3KCnepyMMEHTaxX IO MCTOIIEHUIO KJIETOK Ha
oenku hTGS1, SMN unu PHAX ¢ nomomsio PHK-
uHTepdepeHIMU ObLIO OOHAPYXXEeHO HapyllleHre CO-
3peBannsg U-6orateix MaPHK Ha stame mo Bxoma
koMmiuiekca U MaPHK — Sm-6enku B sigpo. Ilpen-
CTaBJISIETCSl BaXKHBIM, YTO MpPU OTCYTCTBUU JaHHBIX
OenkoB B gapax He dopmupyioresa TK, a konanH n
crutaiicocomHubsle MIPHII octarotrcst pacripeneneH-
HBIMM IIO 1IpY B BUJI€ MHOTOYHMCIIEHHBIX HEOOIBLINX
cKoTieHU#. B MpOTHUBOIOJIOXXHOCTh 3TOMY, KOMIIO-
HeHTl C/D msamPHIT coGupaioTcsi B oThnebHbBIC
(OKyChl, YaCTMYHO KOJOKAIU3YSICh C KOWJIMHOM
(Lemm et al., 2006). O6006111ast IpUBeIeHHbIC TaH-
HbIE JIUTEPATYpPbl, OTMETUM, YTO MCUE3HOBEHUE OT-
JIETbHBIX KOMITOHEHTOB U3 cocTaBa TK He HapyIaeT
noiaHocTeio ¢opmupoBanne TK B sape. OmHako,
dopMupylonrecss “ocTtaTouyHble” CTPYKTYpPhI CITO-
COOHBI BBITTOJIHATH JIMIIb YacTh ¢GyHKIMil TK, dyto
MOATBEPKIAET MOAYJIbHYIO OpPraHU3aI1I0 3TUX sIIep-
HBIX TeJell.

Hunamurxa u mexanusm chopmuposanus meney, Kaxana

Kak u MHOrMe apyrve BHYTpUSIIEPHBIE JOMEHBI,
TK — oyeHb TUHAMWYHBIE TEJIblIa, KOTOPHIE CIIOCO0-
HBI IEePeIBUTaThCs, CIMBAThCS APYT C APYTOM U OT-
mermiaTbess (Carmo-Fonseca et al., 1993). B mpo-
ctpaHcTBe sgapa TK 1nbo accoummpoBaHbI ¢ XpoMa-
TUHOM, JHMOO CBOOOAHO  pacrojiaralorcs B
Hykieoriazame (Morris, 2008; Machyna et al., 2013).
Yucio Tenen B siape U UX pa3Mephl 3aBUCST OT TUIIA
KJIETOK M CTaIuM KaeTouHoro nukia (Andrade et al.,
1993). Ilpu 3TOM B «BUAUMOM» cocTosiHUU TK mipu-
CYTCTBYIOT HE BO BCeX KJIeTKax; Harpumep, B 5—10%
opIcTpo pacTymmx Kietok inHnua HelLa yenoseka TK
OTCYTCTBYIOT B JII00OM MOMEHT usMepeHus. bosee
TOrO, B SIIpax KJIETOK C HU3KOU TPaHCKPUTILIMOHHOM
aKTUBHOCTHIO, TAKMX KaK TJIaAKas W cepaedHass My-
CKynaTypa, iepMa M 3MuaepMa, NapeHXUMHbIE KJIeT-
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k1 cene3eHKM, TK He HabmomaroT. BepostHo, Hamm-
yre TK 3aBucut ot ypoBHs akcnpeccuu MsIPHIT u
ckopoctu mpotteccuHra MPHK, tak kak uucio TK
OBICTPO U3MEHSETCS B OTBET HAa U3MEHEHUE CKOPO-
ctu TpaHckpunuuu (Gall et al., 1999; Sleeman et al.,
2001; Cioce, Lamond, 2005; Lemm et al., 2006; Mor-
ris, 2008). BaxxHo ormeTutsb, uyro TK yBeanumuBaiorcs
B pasMepax M KOJIMYECTBE MPU CBEPXIKCIIPECCUU
o6enka SMN B KieTKax yesoBeka iuHuu Hel a, BeposiT-
HO, B OTBET Ha yBermmdeHue npousBoacTsa MaPHII. Ha
MOJIEJIN CTUMYJISILIMU KJIETOYHOTO pocTa 6e3 MpoJu-
depau, ¢ UCNOIB30BAHMEM TE€MATOIMTOB TMETyXa
nocJje MHBEKIUI 3CTporeHa, OblJI0 IMoKa3aHo yBEIN-
YyeHUe ypOBHS KomnuHa u KonndectBa TK B sapax.
OnHako, yBenuueHue obiero yuciaa TK B sape Kop-
pEJIMPOBAJIO C YMEHbIIIEHUEM UX JUHEWHBIX pa3Me-
poB (Ochs et al., 1995).

Kaxk u mto6as npyras sipepHast cTpykrypa, TK 06-
MEHMBAIOTCSI CBOUMU KOMIIOHEHTaMU C OKpyXalo-
et HyKJIeoIIa3Moi, 1 CKOPOCTH OOMeHa IINPOKO
BapbUPYIOT IS pa3HbIX 0e1KoB. Hanmpumep, moHbIi
OOMEH KOWJIMHA C HYKJIEOTLIa3MOM MPOUCXOIUT B TE-
JyeHure HecKoJbKuX MUHYT (Dundr et al., 2004).

OtHocutenpbHO MexaHu3Ma (opmupoBaHuss TK
MpPEeMJIOXKEHO JBE OCHOBHBIX TMIOTE3bl: TUIOTE3a
YIOPSI0YEHHOW COOPKU U TUIIOTE3a CAMOOPraHu3a-
uuu (Hebert, Matera, 2000). Mccaenosanue T. Kari-
3epa ¢ coaBTOpaMu IoKa3ajio, YTO pa3jInyHble KOM-
noHeHTel TK (6enkm xownuH, SMN, wmaPHII,
M PHIT, scaPHII) npu nMMoOuiIuzanum Ha Xpo-
MaTUHE MOTYT HE3aBMCUMO BbI3bIBaTh (DOpPMUpPOBaA-
HUE HOPMaJIbHO (PYHKIIMOHUPYIOLIUX TEJEll, TAKUM
o0pa3oM TOJ/epXKHBasi MOMEJb CaMOOpraHu3aluu
TK (Kaiser et al., 2008). OnHako pe3yabraThbl IpYTUX
HUCClIeOBAaHUM 1€MOHCTPUPYIOT, UTO TOJIBKO OT/IEJb-
Hble KOMITOHEeHThI, a UMeHHO scaPHK u mamPHK
clryxkar 3aTpaBkoit misi coopku TK mpu ummoomnnu-
3allMM Ha OIpele/IeHHbIX cailTax BHYTPM sipa, 4To
noJaepKuBacT ruroTe3y gpopmupoBanus TK myrem
yropsiioueHHo# (uepapxuueckoii) coopku (Rajen-
dra et al., 2010; Shevtsov, Dundr, 2011; Machyna
et al., 2013). ns ycTaHOBIECHHUSI TOYHOTO MEeXaHM3Ma
dopmupoBanust TK in vivo HeOOXOOAUMBI TOMOJHU-
TeJIbHbIE UCCJIeIOBAHUSI.

MoxXHO 3aKIIOYNTh, YTO Teiblia Kaxama mpen-
CTaBJISIIOT COOOU 3BOIIOLIMOHHO KOHCEpPBaTHMBHBIE
JIUHAMUYHbIE BHYTPUSIIEPHbIE Tejblia, NMPUHUMAK0-
e ygacTue B omoreHes3e cruiaiicocoMHbIx MIPHK
u MamPHK, nuHaMuke KkoMmruiekca TejioMepasbl U B
OTBeTe Ha cTpecc.

Tem;ue CUCMOH0B020 N0KYCa

CornacHO COBpeMeHHOU KilacCH(pUKAIINUA, KO
BTOPOMY THUITY KOMJIWH-COIEPKAIINX SACPHBIX TEJEIT
COMATUYECKHUX KJIETOK OTHOCSIT TeJIblia THCTOHOBOTO
nokyca (TIJI) (puc. 16). IlepBoe onucaHue CTpyK-
Typ, NPUKPETUICHHBIX K 00beIMHEHHBIM B KJIaCTEPbI
reHaM T'MCTOHOB, puHamiexuT I. KammaHy u coas-
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topam (Callan, Lloyd, 1960; Gall et al., 1981; Callan
et al., 1991). ABTopsl onucaau Tejblia, GoOpMHUPYIO-
Iecs: B JIOKyCaX T€HOB TMCTOHOB Ha XpOMOCOMaXx
THUIA JIAMITOBBIX 1IeTOK Notophthalmus viridescens n
Xenopus laevis (Gall et al., 1981; Callan et al., 1991);
OJHAKO 3TU TeJbla JOJTOoe BpeMs HE OTIMYaId OT
aykineoruiasmMatndeckux TK (Gall et al., 2004). Bro-
CJIECTBUM TeJIblIa TMCTOHOBBIX JIOKYCOB OBLIA OIU-
caHbl TOBTOpHO Y Drosophila 1 B KJIeTKax 4ejloBeKa,
3aJ0JIT0 OO0 TOTO, KaK MX HAyYMJIMCh YETKO OTINYaATh
ot TK (Nizami et al., 2010a). Tak, moka3zaHo, 4TO B
JIUTUIOUAHBIX KJIeTKax yenaoBeka na TITJI hopmupy-
oTcs B (pase G1 KJIIETOYHOTrO IUKJIA OKOJIO OOIBIIIOTO
KJ1acTepa 'eHOB T'MCTOHOB Ha xpoMmocoMe 6p21 (Bon-
giorno-Borbone et al., 2008; White et al., 2011). B ¢a-
3e G1/S nosaBIsIIoTCsT HEOOJIbIINE JOIIOIHUTEIbHBIE
TIJI okos0 MEHBIIIETO KjIacTepa TeHOB TMCTOHOB Ha
xpomocome 1g21.

IlepBoie paznuuus TK u TIJI oOHapyxwiu mpu
aHajM3e TKaHEell HAaCEeKOMBIX, B KOTOPHIX BBISIBUJIU
JIBa OTJIMYHBIX MO CBoeMy cocTaBy Tuma Tejen (Liu
et al., 2006a). CpaBHeHHE MOKa3aja0, 4YTO OAHO U3
HUX, Ha3BaHHOE KaHoHn4YeckKuM TK, comepkano ge-
ThIpE OCHOBHBIX KommoHeHTa TK I103BOHOYHBIX:
MsasPHK U2, scaPHK U85, SMN u ¢ubpuiiapuH.
BTopoe Tesnblie mpeacTaBisuio COO0M CTPYKTYPY, CO-
nepxanryio MaPHIIT U7, koTopas Bcera 6pli1a acco-
LIMHUPOBaHA C KJIACTEPOM T'€HOB TMCTOHOB, YTO U I103-
BOJIMJIO JATh €f COOTBETCTBYIOIIEE Ha3BaHUE — TEJIbLIC
ructoHoBoro Jiokyca (Liu et al., 2006a). B manbHeii-
meM TK u TTJI Takke cTajii pacro3HaBaTh KakK OT-
JIeIbHBIC BHYTPUSIIEPHbBIC TeIblia B KieTKax Danio re-
rio, panHux ooumtax Xenopus laevis n X. tropicalis,
oouutax Columba livia, sMOpHMOHAJIBHBIX CTBOJIOBBIX
KJIeTKaX 4eJ0oBeKa U HEKOTOPBIX KJIETOUYHBIX TMHUSIX
(Nizami et al., 2010a; Khodyuchenko et al., 2012;
Machyna et al., 2013).

MOﬂeKyﬂﬂprla cocmae meaey, 2uCnoOHOBbIX JI0KYCo6

TTJI comepkaT KOMIOHEHTHI, YYaCTBYIOIIIE B
WHULIMALIMU TPaHCKPUIIIMU U 3'-TIPOLIECCUHTE
npe-MPHK rucroHnoB, moBbimas 3¢p@OeKTUBHOCTH
9KCIPECCUN PETUIMKAIIMOHHO 3aBUCUMBIX T€HOB TH-
ctonoB (puc. 10). Ilpe-MPHK opranmsoBaHHBIX B
KJIaCTePhl TeHOB THCTOHOB COIEPXKUT 3'-HeTpacaupy-
€MbIli paliOH C KOHCEPBATMBHOM CTPYKTYpOM THIIA
“IeTnsI—cTe0esb”, KOTOpast OTpe3aeTcsl Mepen IKC-
MOPTOM B LIUTOIIa3My; ipu 3ToMm npe-MPHK permm-
KallMOHHO-3aBUCHUMBIX TEHOB T’MCTOHOB HE TTOJINae-
Humpyercst (Nizami et al.,, 20106; Morimoto,
Boerkoel, 2013). C 3'-kon11oM Takux nipe-MPHK ru-
CTOHOB CBsi3bIBatoTcst 6eok SLBP (anrin. — “stem-
loop binding protein”), MaPHK U7, nBa cnenudnya-
veix i MIPHIT U7 6enka LSm10 u LSml1l (ot
aHrin. — “like Sm”) u kommiuekc NELF (anrm. —
“negative elongation factor”). B orpe3aHuu 3'-KOH-
neBoro ydactka npe-MPHK rmcroHOB ydacTtByet
MaKpOMOJIEKYJISIPHBIM KOMIUIEKC (aHII. — “histone

pre-mRNA cleavage complex”), B KOTOPBIIA BXOIST
FLASH (anrn. — “FLICE-associated huge protein™),
cumriuteknH, CSTF64 (anTn. — “cleavage stimulation
factor 64”), a Takke cyobenuHUIBI KoMmIuiekca CPSF
(anrn. — “cleavage and polyadenylation specificity
factor”), Bkmouas CPSF160, CPSF100, CPSF30 u
sugonykieasy CPSF73 (Abbot et al., 1999; Liu et al.,
20060; Nizami et al., 201006; Yang et al., 2013).

MHorue u3 nepeyrcaeHHbIX KOMIIOHEHTOB (KOM-
miekc NELE FLASH (puc. 36), SLPB, maPHII U7
(puc. 3B)), a Takke 6eaku NPAT (anri. — “nuclear
protein mapped to the ATM locus”), ZPR1 (aHri. —
“zinc finger protein 1”), HiNF-p (anri. — “histone
nuclear factor P”) u ¢pakTop 3710Hraliiu TPAaHCKPUII-
mun Spt6é BBIABIEHBI B coctaBe TIJI (puc. 16)
(Nizami et al., 20106; Machyna et al., 2013; Morimoto,
Boerkoel, 2013). KommnonenTsl kommiekca CPSF un
6emok CSTF64 mipu 3TOM (DOpMUPYIOT OTIETBHBIC
SJepHbIe JOMEHbI, KOTOpbIE MOJYYMJIM Ha3BaHUS
“Tenpua pacuierieHus” (aHmI. — “cleavage bodies™),
YyacTo Mpuiexalliue K JIOKycaM TIe€HOB TMCTOHOB
(Schul et al., 1999). MyTaliuu reHOB, KOJAUPYIOIINX
KoMmmoHeHTHI TTJI, IpUBOASAT K YMEHBIICHUIO DKC-
MPEeCCUU PEIUIMKALIMOHHO-3aBUCUMBIX TEHOB TMCTO-
HOB U HapylIleHMI0 MexaHu3Mma ¢popmupoBanus TITJI
(NPAT, ZPR1) i1 HenmpaBWJIbHOMY IIPOLIECCUHTY
3'-konna npe-MPHK rucrono (SLPB, LSmI10,
LSm11, NELF), Ho He 3aTparuBaioT pa3BUTHUE Opra-
Hu3ma (White et al., 2011; Morimoto, Boerkoel,
2013). Habmonaemeie otinyus B coctaBe TK u TTJI
CBUJETEJIbCTBYIOT 00 MX MPUHAIJIECKHOCTU Pa3HbIM
1o cBOUM (bYHKIIUSIM TUTIAM SIAEPHBIX TOMEHOB.

Mexanusm popmuposanus meney, 2UCHOHOB020 0Ky CA

Ha cerogHsimHuMi 1eHb NPEIIOXEHO IBE TUIIOTE-
36l (popmupoBanusg TIJI: Momenb nepapXxudyeckKon
(ymopsimodeHHO#) COOpKM M MOIEIb CaMOCOOPKM
(Shevtsov, Dundr, 2011). BoabIIMHCTBO TaHHBIX, MTO-
JIYUEHHBIX Ha KyJIbTypaxX KJIETOK MJIEKOIMUTAIOIINX,
MOAIEP>XKUBAIOT CTOXaCTUUYECKYIO MOJEIb caMocOop-
ku TTJI (Shevtsov, Dundr, 2011). JeiACTBUTENBHO,
npyv MMMOOUIU3ALMU TpaHCKpUIiTa ructoHa H2b
win (HakTOpOB, BOBJIEYEHHBIX B KCITPECCUIO U MPO-
neccunr 3'-konua npe-MPHK rucronoB (NPAT,
FLASH, LSm10, LSm11, SLBP, CPSF73, CPSF100),
Ha oIpeeIeHHBIX JIOKycaX B XpOMaTUHE, B 3TUX paii-
oHax npoucxoaut ¢popmupoBanme TIJI de novo. Uno-
raa psaoM ¢ TakuMmu uHayinupoBaHHbiMu TTJI dop-
MuUpyroTces Takke u otaeibHble TK (Shevtsov, Dundr,
2011). TIJT u TK ¢opmupyiorcss de novo B 32%
TpaHCchEeMPOBAHHBIX KJIETOK yeraoBeka JuHuM Hela;
yacTtoTa (popMUpPOBaHUS TeJell CXOXa C 4YacTOTON
dopmupoBanmst TK o0kojl0 MMMOOMIM30BaHHBIX
oenkoB TK (Kaiser et al., 2008). 3aHoB0 cchopMupo-
BaHHbIe TTJI 1 TK HEOTTMYUMBI OT SHIOTEHHBIX 11O
pa3mepy, ¢opme u cocraBy (Kaiser et al., 2008;
Shevtsov, Dundr, 2011; Machyna et al., 2013).

OHTOTEHE3 Ne 6
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OKCIIEpUMEHTBl Ha MOJEIN KYJbTYPhl KJIETOK
MJIEKOTTUTAIOIINX U IP030(uie TpoaeMOHCTPHUPOBa-
JIV IETEPMUHUPOBAHHBIN MOPSAOK (DOPMUPOBAHUS
TIJI. B yactHOCTM OBUIO JOKa3aHO, YTO B 3aHOBO
dopmupyrommxcesa TIJI cHavana MOSBASIOTCS O€JIKU
NPAT (Mxcy Drosophila) u FLASH, a 3atem maPHII
U7 u SLBP (Machyna et al., 2013). ®ocdopunupo-
BaHue Oeiaka NPAT nmpuBoIuT K MHULIMALIUUA TpaH-
CKpUIlIMU TeHoB TuctoHOB (Morimoto, Boerkoel,
2013). B ciyuyae HOKayTHUpOBaHUS T€HOB, KOIUPYIO-
mux 6enku NPAT mimm FLASH, B saopax KiaeTok
Drosophila TTJI1 ne popmupyrorcs (White et al., 2011;
Machyna et al., 2013). Y Drosophila HeKoTOpble KOM-
noHeHTHI TTJI hopMupyIoT TEIblIa BHE 3aBUCUMOCTH
OT TPAHCKPUIILIMM TeHOB TMCTOHOB. IIpu 3TOM BO
BpeMsI MMTO3a 4acTb KoMrmmoHeHToB TIJI, a uMeHHO
NPAT un FLASH, ocrtaercst accouuMMpoBaHHBIMHM C
xpomocomamu (White et al., 2011). ITo-Buagumomy,
HavayibHBIe 3Tanbl popmupoBanus TIJI mporekaior
0 YIOPSAOUYEHHOMY TUITY COOPKH, IIPU 3TOM KOM-
noHeHTbl NPAT u FLASH cnyxaTt 3aTpaBKoi mjst
dopmuposanust TTJI. B monb3y 3TOTO Mpearnoioxe-
HUS TaKKe€ CBUACTEIILCTBYIOT PE3yJbTaThl pabOTHI, B
KOTOpO#l TIoKa3zaHo, uto ¢dopmupoBaHue TIJI y
Drosophila 3aBUCUT OT HYKJIEOTUIHON IOCIeA0Ba-
TenbHOCTY IMHOM 300 I1.H. B ABYCTOPOHHEM IPOMO-
Tope reHoB ructoHoB H3-H4 (Salzler et al., 2013).
OTa MMHUMaJIbHAas TIOCJIeI0BaTEIbHOCTh BaxKHa IS
dopmuposanus nporo-TIJI, conepxamero NPAT u
FLASH; nns dopmupoBanus nmogHoro TTJI, B cBoro
ouepeib, He00X0oAMa TPaHCKPUIILIUS OCTAIbHBIX Te-
HOB KJ1actepa. [1o MHeHIIO HEKOTOPBIX aBTOPOB, I10-
cine da3el mHMLMaIMM, 3amyckaemMoir NPAT m
FLASH, nansHeiimas coopka nmojiHoro TTJI nmporte-
KaeT 1o croxactudeckomy wmexaHusMmy (Rajendra
et al., 2010; Machyna et al., 2013).

006001125 HaKOMJIEHHBIC JaHHBIC, OTMETUM, YTO B
estom npoiuecc popmupoBanust TTJI moxox Ha Tpo-
Hecc opMHUPOBaHMSI SAPHIIIKA, BO BpeMsl KOTOPOIO
dakTopel mponeccuHra pPHK nHakamnmBarotcs B
caiitax TpaHckpumnuuu mosropoB pJlHK (Machyna
etal., 2013). OgHako IpeacTaBisIeTCsI BaXKHBIM, 4YTO B
OTJIMYME OT SIAPHIIIKA, Yepe3 yke c(hopMUPOBAHHOE
TIJI ve nmpoxoaut HHII-och ¢ aKTUBHBIMU TpaH-
KpunuuoHHbIMU enuHuLaMu (Nizami, Gall, 2012), a
camo TTJI He nipencTasisieT codoii (hadpUKy MO CUH-
Te3y ructoHoBoi nmpe-MPHK (puc. 16).

Takum ob6paszom, TIJI mnpencrtaBiasiior coboit
000CO0JIeHHBIE 3BOIIOLIMOHHO-KOHCEPBATUBHBIE U
YHUBepCcaJbHbIE (32 peIKMM UCKITIOUEHUEM ) BHYTPU -
SIIepPHbIC OpraHeJUIbl, IPUHUMAIOIINE Y9aCTHE B IM-
HaMuKe 1 cOopke (pakTopoB mpoleccrHra 3'-KOHIA
npe-MPHK reHoB rucTtoHOB.

Bzaumoomnowenus meaey Kaxana u meaney
CUCMOHO06020 N0KYCa

B sapax comatmuyeckux kietok TK u TIJI gacto
aCCONMMPOBAHBI IPYT C APYI'OM, IIO3TOMY CIMTACTCA,

OHTOT'EHE3 TomM 45 Ne6 2014

YTO MEXIY HMMHU CYILIECTBYIOT (DYHKIIMOHAJIbHBIE
B3anMooTHoieHUs. TK B QoaIuKyaIsipHBIX KIeTKax
Drosophila n B KyTbTUBUPYEMBIX KJIETKaX MJIEKOIMMU-
TalIIUX BBISIBISIIOTCS oTAebHO oT TIJI, omHaxko,
BCTPEYaIOTCS M TeCHO cBsa3aHHbIe ¢ HUM (Liu et al.,
2009; Nizami et al., 20100). YuutsiBasi, 4To B onipee-
JICHHBIX TUIIaX KJIETOK 1 Ha OIIPeAcIeHHBIX CTaausIX
pa3BUTHUs OpraHM3Ma KOWJIMH BXOIWT B COCTaB HeE
tonbko TK, HO u TIJI, HEeKoTopkIe MCcienoBaTeIn
noJiararot, yTo KomroHeHTsl TK 1 TTJI moryt nHo-
ria CMELIMBATbCA U KOJOKAJIM30BAThCA APYT C IPYy-
oM, I10 KpaiiHeil Mepe, B aKTUBHO IpoJndeprupyro-
mux kietkax (Liu et al., 2009; Rajendra et al., 2010;
Machyna et al., 2013). BeposiTHee Bcero Mexmay IBY-
MsI CTPYKTypaMM CYIIECTBYET TeCHasl B3aMMOCBSI3b.
Tak, B 3KcIlepUMeHTaX C KJICTOUYHBIMM JIMHUSIMU
MJIEKOIIMTAIONINX ITOKAa3aHO, YTO BO BpeMs S-a3bl
KJIETOYHOIO IIMKJIa, KOTJa MAET aKTUBHAsI 9KCIpec-
CHsI TeHOB T’MCTOHOB, MapKepHble KoOMITOHEeHTHI TK 1
TIJI cmocoOHBI KOJIOKATU30BaThCS APYT C APYTOM
(Bongiorno-Borbone et al., 2008; Machyna et al.,
2013).

Ha HavanbHBIX cTagusix ooreHesa y Drosophila B
MUTAIONIMX KJIeTKaX MPUCYTCTBYET ABa TUIla BHYTPU-
SJEPHBIX TeJell: Tejblla, coiepKalllue KOWIWH U
scaPHK (TK), u Tenblia, conepxKaiirue KOMIOHEHTbI
MPOLIECCUHTA TPAHCKPUIITOB T€HOB TMCTOHOB, HO HE
conepxaive kowiuH (TTJI). B TeueHue ooreHesa B
Sapax MUTAIIMX KJIETOK MEPBbIA TUIT TEell hcye3a-
€T, a BTOPOM TUI Tejell HakKarJuBaeT KOWIWH
(Nizami et al., 2010a). B pe3yabrate B siapax nmuraro-
IIMX KJIETOK Ha MO3IHUX cTaausix ooreHesa Drosophila
TEJIbLA, aKKyMYJMpPYIOLIMEe KOMIIOHEHTBI MpPOLEC-
cunra nipe-MPHK rucroHoB, okaspiBaioTcss obora-
IIeHBbI OEJIKOM KOWJIMHOM.

OnHako, HECMOTpPSI Ha MepeKpbIBaHUE KOMIIO-
HeHToB AByX Teiiell, TK 1 TIJI B HacTosiIee BpeMst
paccMaTpuBalOT KaK pa3Hble TUTBI BHYTPUSIAEPHBIX
opraHesu (Nizami et al., 20106; Morimoto, Boerkoel,
2013). TTJI conepxat pakToOpbl, HEOOXOAUMbIE JIST
nponeccunra npe-MPHK rucroHoB, B To BpeMst Kak
TK conepkaT KOMIIOHEHTBI, HEOOXOOUMBIE JIJIST TTO-
CTPAaHCKPUMNIIMOHHON MoAuUKalMU CIUIalcOCOM-
Hbix PHK (puc. 1). B akcnepumenTax Ha Drosophila'y
HYJEBBIX MYTAaHTOB II0 TeHYy KOMJIWHA HapyllaeTcs
HOpMaJIbHOE pacrpenencHue KomrmoHeHToB TK, HO
aTo He 3aTparuBaeT popmupoBaHue TIJI (Liu et al.,
2009). McromeHune 3armaca KOWJIMHA He BIMSET Ha
¢dyukumonuposanue TIJI, B To ke BpeMsI ToKanm3a-
nusa KownmHa B TIJI Hapymiaercs Ipu HeOOCTaTKe
NPAT unu FLASH. KpoMe Toro, B a3KCIieprUMeHTax
o HezaBucumomy popmuposanuio TK u TTJI de novo
B cucteMe in vitro pasHblie Tunbl PHK okazamuich He-
obxonmMmbIMH U1 mHUIManu coopku TIJI m TK
(Shevtsov, Dundr, 2011).
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KOMIINH-COAEPXAIINE TEJIBLHA AJEP
OOLHUTOB

Crenylollnii pasaesl TOCBSIIEH XapaKTepUCTUKE
MOJICKYJISIPHOTO COCTaBa M OCOOEHHOCTSIM (PyHKIIHMO-
HUPOBaHMS KOWJIMH-COIEepXKAIMX TeJell B iapax pac-
TYIIMX OOLIMTOB HEKOTOPBIX MOACIBLHBIX OPraHU3MOB.
MMeHHO TUTaHTCKUE SIapa PacTyLIMX OOLIUTOB (3apo-
I bILLICBbIC Hy3b]pbKI/l) KMBOTHBIX C Pa3/IMYHBIMU TU-
naMM OOreHe3a TMO3BOJUJIM OOHAPYKUTh MHOXKECTBO
Pa3HOOOPA3HBIX MO CBOEMY COCTaBY KOWJIMH-COIEP-
JKalux TeJell.

Kounun-coodepicaujue menvya s0ep 00uumos
MACKONUMAIOUUX

KounuH-conepxaiiye CTpyKTyphbl 3apOAbIIIEBbIX
My3bIPbKOB MJICKOTIUTAIOIIUX TIPEACTaBICHbI SIMI-
PBIIIKOIIOMOOHBIMM TeIbIIaMKU (32 HCKIIOYCHUEM
OOLIMTOB KO3bI) ¥ HEOOJIBIIMMM HYKJIeOIIa3MaThuye-
CKMMU JOMeHaMU (Harmpumep, ooLuThI Kpbichl) (ITo-
yykanuHa u I[Mapdenos, 2006; Kopecny et al., 1996;
Bogolyubova, Bogolyubov, 2013). Aapsiikonono0-
HOe TeJiblie TPEICTaBIISIIOT CO0OU CTPYKTYpY, 3aMe-
IOy (PYHKIIMOHUPYIOLIEE SIAPBIIIKO B OOLIUTAaX
MJICKOTIUTAIOIINX BO BpeMs (ojutnkynoreHesa. Om-
HaKO HU KaHOHUYecKue Teablia Kaxama, HU BbIpa-
XEHHBIE TeJIblIa TUCTOHOBOTO JIOKYCa B SIIpaX OOLIM-
TOB MJIEKOMUTAIONIMX JO CUX MOP HEe OOHAPY>XEHbI
(Bogolyubova, Bogolyubov, 2013).

Kounun-cooepacauwjue menvya sdep ooyumoe ampuouii

B gapax mo3mHMX 0OLIMTOB aM(puOMii oxapakre-
PU30BaHO MHOXECTBO TeJiel] pa3HOi MOpPGOJIOTUHU
(ammudULMpPOBaHHBIE SIAPBIIIKU, TeIblla TMCTOHO-
BOIO JIOKyCa, “KeMYyXWHBI’, OCEBBbIE T'pPaHYJbI,
B-cHyprniocombl), MOJIEKY/ISIPHBII COCTAaB KOTOPHIX B
HacTosllee BpeMs TiaTtebHO u3y4yalT. C OTKPBITHU-
€M HOBBIX KOMIIOHEHTOB BHYTPHUSAEPHBIX TeJIel] Po-
MCXOIUT TTePEOCMBICIIEHME UX BO3MOKHBIX (DYHKIIUIA
B siape. Tak, HanmpuMep, B TeYeHUE MOCISIHUX J1eCsI-
TUJIETUN comepxaliue 6eJI0K KOUJIUH Teblia B iapax
MO3JHUX OOLUTOB a(pPUKAHCKON IIMOPIEBON JIsI-
TYLIKW HECKOJIbKO pa3 IeperMeHOBbIBaIN. Jlonroe
BpeMsI MX Has3bIBaiau “cepamMu’”, IO3XKeE, B CBSI3U C
nuaeHTUGUKaIMe B HUX Oejka KoumianHa, “cdepbl”
o0benMHWIN B ofaHy rpynny ¢ TK comaruyeckux
kiretok (Gall et al., 1999, Gall, 2000), v IuIb HexaB-
HO Ha OCHOBAaHWU BBISIBJIEHUS Psila MOJIEKYJISIPHBIX
KOMITOHEHTOB ObLIIO YCTAHOBJICHO, YTO 3THU TeJiblia B
JIEUCTBUTEIBHOCTU IIpeAcTaBisioT codoit TIJI, He-
CMOTpS Ha TO, YTO OOJIBIIIMHCTBO U3 HUX HE MpU-
KperuieHbl K xpoMocoMmam (Nizami et al., 2010a).
BaxHo OTMETUTBb, YTO B sApaxX TO3MHUX OOLIUTOB
OOJIBIIIMHCTBA paccMaTpUBaeMbIX B pabOTax BUIOB
amMbuUOUl NIPUCYTCTBYIOT U MPUKPEIUICHHbIE K XPO-
mocoMaM TTJI, He oTaMYarIIMecs MO MOJEKYIsIP-
HOMY COCTaBY OT 3KcTpaxpomocoMHbIX Tenen (Gall
etal., 1981; Callan et al., 1991; Callan, 1986). D10
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MO3BOJISUIO aBTOpaM IIpeanojaraTb, 4TO B OOLIMTAaX
“cdepbl” GOPMUPYIOTCS B aCCOLIMALIUU C JIOKyCaMU
T€HOB TMCTOHOB, HO BITOCJICACTBUU OTKPEIUISIFOTCS
OT XPOMOCOM U BHICBOOOXIAIOTCSI B HYKJICOTLIIa3MYy.

KounuH-coaepxkaiiue “cdepbl” UM, Kak OKas3a-
JIOCh Ha CeTOIHAIHNN neHb, T1JI Mo3MHIX 0OIIMTOB
Xenopus B necsatku pas 6osbiie B nuamerpe TITJI co-
MaTHUYECKMX KJIETOK MJIeKonuTaomux (puc. 4a)
(Morgan, 2002; Gall et al., 2004). OHu cocTOsT U3
GUOPMIIIPHOTO MaTpMKCa M YacTO HECYyT Ha IO-
BEpXHOCTM M BHYTPM MaTpHUKCa TaK Ha3bIBacMbIe
“B-cHypriocoMbl” (3KBUBAJIEHThI KJIACTEPOB MHTEP-
XPOMAaTUHOBBIX TIpaHyJ) pasHoro nuamerpa (Gall
et al., 2004; Bogolyubov, Parfenov, 2008). ITomumo
6enka kowtmHa TIJI mo3gHMX ooumToB Xenopus Ha-
karuBatoT MIPHK U7 (puc. 4B), accoliuupoBaHHbIE
oenxu Ms1PHII, 6enok cumruiekuH, 6eaok SLBP, 6e-
Ku sapeimka (¢pudpumnapud, Nopp 140, NO38) u
o6emok WDR?79, accoummnpoBanHsbiii co scaPHK (Ta6-
ymna) (Gall et al., 1995; Abbot et al., 1999; Hofmann
et al., 2002; Venteicher et al. 2009; Nizami, et al.,
2010a). bonbIMHCTBO KOMIIOHEHTOB, BBISIBICHHBIX
B COCTaBe KOMJIMH-coAepxKaluux “cdep” OOLIUTOB
am¢uoOMii, yKa3biBaeT Ha UX IpuHamiIexHocTtb TIJI.
BMmecTte ¢ TeM, B KOWJIMH-COAEpPXKaIlUX TeJIblIaX
MO3IHUX OOLIUTOB Xenopus He OOHAPYKUBAIOTCS Xa-
paktepHbie 119 TK scaPHK, uTo cBUaeTenbCcTByeT O
TOM, YTO OHM HE MOTYT BBIIIOJIHSITh OCHOBHBIE (DYHK-
muu TK (Nizami, et al., 2010a). CienyeT oTMETUTD,
YTO B paHHUX OOLIUTax Xenopus, TakKKe KaK U B paH-
HUX oounTax Drosophila, BBISIBIISISTCSI IBA TAIIA TEJIEL] —
TK u TIJI. OnHako BHOCIEACTBUM KaHOHUYECKHE
TK ucuyesarort, a 6eJ10K KOMJIMH TepepacrpeaeasieTcs
MEXIy OPYTUMM BHYTPUSIACPHBIMM TeJIblIaMU: TakK,
OeJloK KowmianH He HakarummBaeTcss B TIJI panHHuMx
ooLuToB Xenopus, onHako oH oboraiieH B TTJI mo3a-
Hux oonuToB (Nizami et al., 2010a).

Eiie onuH THI KOWJIMH-COAEPXKAILUX TeJlell — TaK
Has3bIBacMble “XeMYYXWHbI” (aHITI. — “pearls”) —
HEIaBHO OMMCAH B sApax paHHUX U OOJIbIINX (MIO31-
HUX) oouuToB Xenopus (X. laevis, X. tropicalis)
(Nizami et al., 2010a; Nizami, Gall, 2012). “2Kemuy-
KMHBI” aCCOLIMMPOBAHBI C XpOMOCOMaMU B JIOKYyCaXx,
B KOTOPBIX ITPOUCXOAUT TPAHCKPUIILIMS C Yy4aCTUEM
PHK-nonumepa3zsr 111 u, mo-BuamMomy, MOTYT UT-
paTh OIpeAeIeHHYIO POJIb B IIPOIIECCUHTE ITPOIYKTOB
tpaHckpuniuu 3toii PHK-nonumepassl (TPHK, 5S
pPHK, xopotkux Hekomupywoiux PHK). OcobeH-
HOCTHA MOJIEKYJISIDHOTO COCTaBa “‘XeMYyxXMH’, a
nmenHo, Hammume scaPHK U85 wm orcyrcTBue
MsasPHK u cumrmieknHa (Tabduia), Mo3BOJIUIN aBTO-
paM OTHEeCTH uX K TeJibliaM, mogooHbeM TK (aHrm. —
“Cajal body like bodies”), HO He PKBUBaJeHTHBIM UM
(Nizami, Gall, 2012). CooTBeTCTBYIOIIME aHAJIOTU B
COMAaTHYECKMX KJIETKAX MOKA HEe OMMCAaHbl, OQHAKO UX
OOHapy:KeH1e MOXHO OXHMIATh B OIVKaiinee BpeMsl.

OI[HI/IM N3 HAMMCHEC N3YYCHHBIX TUITOB KOUJINH-
coacpXKallluX CTPYKTYDP ABJIAIOTCA KOUJINH-TIO3UTUB-
HBIC TEPMHWHAJIBHBIC I'PaHYJIbl, KOTOPbBIC MapKHUPYIOT
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CpaBHeHI/IC MOJIEKYJIAPHOIO CoCTaBa COACPKAIINX KOWJIMH AOCPHBIX TCJICIT B OOLUTax Xenopus 1 B OOLIMTax rony6;1 CH30T0

Tenbla TMICTOHOBOTO “KemayxuHBI” Kownnmun-comepxaiue “mioT-
JIOKyca B MTO3IHUX OOLIUTaX | B pAHHUX OOLIMTaX |HbIE Iapbl” U “Tiojible chepbl” B
Xenopus® Xenopus® no3auux oouutax Columba livia®
Hanuuue Ha xpomocomax Ha Ja Her
JIOKYCOB (hpopMUpPOBaHUS TeJell
PHK + + +
JHK — — —
Kounux + + +
TMI'-kanupoBaHHbBIE
mssPHK + — +
Sm-6enxu MsaPHII + —/+ +
scaPHK — + He omnpeaesieHO
MsaPHK U7 + — —
CUMIUIEKUH + — —
®dakTop crutaiicuara SC35 +/— He onpeneaeHo —
PHK-nonumepasza I1 + — —/+
DdubpumtapuH + + —
benok Nopp140 + He oTrpeneeHO —
benok NO38 + He oIpeaeeHo —
U3 mamPHK — + He OIIpeaeIeHO
WDR?79 + + He OTpe/e/IeHO

4 _ B cootseTcTBUM ¢ qaHHBIMK (Wu, Gall, 1993; Wu et al., 1994; Gall et al., 1999; 2004; Nizami et al., 2010 a, b).

5 _ B coOTBETCTBUY € IAHHBIMU (Nizami, Gall, 2012).
® — B coorserctBuum ¢ nanabiMu (Khodyuchenko et al., 2012).

KOHIIEBBIE XpPOMOMEpPHI XpOMOCOM THIIA JIaMIOBbIX
metok amduodwmit (Callan, 1986; Dedukh et al., 2013).
X MoJIeKynsSIpHBII COCTaB ellle MPEeACTOUT Oompene-
JIUTh, OQHAKO M3BECTHO, YTO TEPMUHAJIbHbIC TPaHy-
bl cogepxat MaPHK v mpenmnonoxureabHO MOIIU
OBI IPMHMUMATH YYaACTHE B AMHAMUKE TSJIOMEPA3HOTO
KOMIIJIeKca.

Kounun-coodepacaugue menvya s0ep 00uumos nmuy,

XapakTepHast 0COOEHHOCTh PacTyIIIMX OOILIUTOB B
SIMYHUKE TOJIOBO3PEJIbIX CAMOK IITUIL — OTCYTCTBUE
TaKUX YHUBEPCAJIbHBIX SIIEPHBIX TeJlell, KaK SIpPbII-
ku (Greenfield, 1966; Tarunckas, 1989; Gaginskaya
etal., 2009). BaxkHO OTMETUTB, YTO BO BpeMsI OOTeHEe-
3a y NOTUL[ HE MPOUCXOOUT aMIUTM(UKAIUS TSHOB
pPHK (Tarunckas u Ipy3oBa, 1975). Cpeau BHyTpuU-
SIIEPHBIX TeJIel] PaCTYIMX OOLIMTOB IITULL (Ha CTaauU
XPOMOCOM THIIA JIAMIIOBBIX IIIETOK) MOAPOOHO OXa-
pakTepu3oBaHa MOP(HOJIOTUS IEHTPOMEPHBIX GEJIKO-
Bbix Ten (TarmHckas u Ipysosa, 1969; Saifitdinova
et al., 2003; KpacukoBa u Iarunckas, 2010), koro-
pble HEKOTOpPOE BpeMsl CUUTAIUCh BO3MOXKHBIMU
npeteHaeHTaMu Ha poib TK (Morgan, 2002). OnHa-
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KO HeaBHO ObLIY MOJYyYeHbI YOeauTeIbHbIC JoKa3a-
TEJIbCTBA TOTO, YTO 1LIEHTPOMEPHBIE OEIKOBBIE Tesia
OOILIUTOB IITUIL HE SIBJISIIOTCSI CTPYKTYpaMM, 9KBUBa-
nentHeiMu TenblaM Kaxana (Krasikova et al., 2004;
2005). JIo mocnemHero BpemeHM Teiblla Kaxana u
Teablla THCTOHOBOIO JIOKYCa B sSApax OOLMTOB IITHUIL
He ObUIM oxapakTepu3oBaHbl. IlepBble HcciaemoBa-
HUS, HaTIpaBjeHHbIe Ha uaeHTuukanuo TK B s1-
pax pacTyluiMx OOLIMTOB IOJOBO3PEJbIX MTHUILl, Bbl-
SIBWJIN, YTO B MHTAKTHBIX 3aPOBIIIIEBbIX ITy3bIpbKaX,
0 KpailHeil Mepe, TpeX BUIOB IITUL] HE COAEPXKATCS
TK unu apyrue 3KCTpaXpOMOCOMHBIEC Tejblia, Ha-
KaruiiBarolire oenok kousuH (Krasikova et al., 2004;
2012). Bosee Toro, B HeAaBHUX UCCJIEAIOBAHUSX ObLIO
MIOKa3aHO, YTO KJIacTep I'€HOB T'MCTOHOB HE TpPaHC-
KpHOUpyeTCss Ha XpOMOCOMAaX THUIIA JIAMIIOBBIX IIE-
TOK y KypHIIbl, a B SiApax OOLIMTOB MO3AHUX CTaIUi
pa3BUTHUS KypULIbI, IepeneKy 1 3s1011MKa He popMU-
pyetcst ckoiabko-HuOynb 3ametHoe TIJI (Krasikova
et al., 2012). OgHako mocjaenHue padbOThl MOKa3aju,
4TO, B siApax pacTyIIUX OOLUTOB APYTUX BUIIOB, I1O
KpaitHeil Mmepe royost cuzoro (Columba livia), dop-
MUPYIOTCSI KPYMHbIE U MHOTOYMCJICHHbIC KOWJIMH-
conepxkaiue Teabua (Khodyuchenko et al., 2012).
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Xenopus laevis

//

Xenopus laevis

TMI'-k3nupoBaHHAS
MsaPHK

mMaPHK U7
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Columba livia

Columba livia

réeMMvH

Puc. 4. KonnnH-coaepxaiiye Teablia siiep pacTyliux oouuToB. (a, 6) MMMyHodIIyopeclieHTHOe OKpalllMBaHUe TpernapaToB
CONEPKUMOTO SIIIEP TTO3THUX OOIIUTOB (3apOABIIIEBBIX ITy3bIPHKOB) Xenopus laevis (a) u Columba livia (0) c TOMOIIBIO AaHTUTEJT
npoTuB 6esika KowtnHa. CTpeaKkaMM IToKa3aHbl KOMJIMH-coaepxXaiiye tesbiia. Kpacurens DAPI okpaimBaeT XxpoOMOCOMBI TH-
Ma JaMIIOBbIX IIETOK U aMIUTMGULIMPOBaHHbIe SApbIIKY (a). (B) HenedopmupoBaHHoe siapo no3aHero oouuta X. laevis, B KO-
TopoM 3Kk3oreHHas kKoHCcTpykums MaPHK U7-dnyopeciienH HakanauBaeTcsi B MHOTOUMCIIEHHBIX BHYTPUSIIEPHBIX TeJIbIIaxX
TMCTOHOBOTO JIOKYca (TOJIOBKU CTpeJioK). (r) JBoitHOe MMMYHOMIYyOpeClieHTHOe OKpallluBaHue HeledOpMUPOBAHHOIO siapa
MO3HETO OOLMTA TOJTy0sl C TIOMOIIbIO AaHTUTEN MPOTUB OesTKa KowinHa U KopoBbix Sm-06e1koB MaPHII. Ctpenku yka3biBatoT
Ha TeJiblla, MoaooHbIe Tenbliam Kaxana. (1) [IBoitHoe MMyHOMITyOpeClIeHTHOE OKpallliBaHe PAaHHUX OOIIMTOB TOJTyOsI C 1o~
MOILLbIO aHTUTEJI TIPOTUB OeJIKa KOUJIMHA U TeMUHA 2, KOTOpbIe HAaKATUIMBAIOTCSl B TEJIbLAX, 9KBUBaJEHTHBIX TesbllaM Kaxana
(ctpenku). MaciurabHbie TuHeliku — 10 MKMm (a, 0, 1), 50 MKkM (B, I).

Pannwue oounTtsl (pasmepom MeHee 0.2 MM B ua-
METpe) HEITOJOBO3PEJIbIX CAMOK IOJTy0sl CM30T0, Ha-
XONSIIIMecsl Ha CTaluu, MPealIecTBYOlIel mpeoopa-
30BaHUIO XPOMOCOM B (hOpMY JIaMITOBBIX 11IE€TOK, CO-
Jiep>KaT HEKOTOPbIE XapaKTepHble JIs1 UHTepda3HbIX
S7Iep COMaTUUYECKUX KJIETOK TeJblla, 8 UMEHHO DKBU-
BaJieHThl KaHOHWYecknx TK um skBuBasieHTH! TIJI
(Khodyuchenko et al., 2012). Tak, sxBuBaneHntsl TK
B PaHHUX OOLIMTaX ro1y0sl HaKaIJMBalOT OEJIK1 KOU-
JIMH U reMuH 2 (puc. 41), Toraa Kak 3KBUBaJEHTBI
TIJI HakanmaMBalOT XapakKTEepHbIA IIsSI HUX OEToK
CUMIUIEKUH; JIB€ CTPYKTYPbl HE KO-JIOKAJIU3YIOTCS
APYT C IPYTOM.

ITo Mepe pocTa, cOnmpoBOXKAAIOIIETOCs TTpeodpa-
30BaHUEM XPOMOCOM B XPOMOCOMBI THUIIA JIAMIIOBBIX
IIETOK, B YBEJIUYMBAIOIIUXCS MO pa3Mepy OOLUTaX
kaHoHuueckue TK Oojiee He ooHapyxuBatorcs. On-
HaKO B siApax Mo3AHUX 0oLMTOB (pa3mepom ot 0.5 1o
5 MM B IaMeTpe) royosi Cu30ro oxapakTepu30BaHbl
0CO0BIE BKCTPAXPOMOCOMHbBIE KOWJIMH-COACPKAIIINE

Tejiblla, Ha MOP(MOJOTMYECKOM YPOBHE MpPEACTaB-
JeHHble “nojbiMu chepamu” (ITC) m “niaoTHBIMU
mapamvu” (ITI) (puc. 46) (XyrunaeBa u ap, 1989;
Khodyuchenko et al., 2012). Ynciao konauH-coaep-
KallUX TeJiell B spe MO3AHEero ooluTa roiayos Ba-
poupyet oT 1 1o 30 1 6onee. YIbrpaToHKAs CTPYKTypa
SKCTPAXPOMOCOMHbLIX C(EepUUECKUX Tesell B sapax
pacTyIIIMX OOLIMTOB royiyost ObLa MOAPOOHO onucaHa
C MCMOJIb30BAaHUEM TIPOCBEUMBAIOIIEN 3JTEKTPOHHOM
mukpockonuu (TaruHckas, 1989; Khodyuchenko
et al., 2012). beuio nmokazaHo, yto Matpukc TTHI u
IC, dopmupyommxcsi Ha CTaAuu XpOMOCOM TUIIa
JIAMIIOBBIX ILLIETOK, HE COACPXKUT I'PaHyJISIPHOTO KOM-
MOHEHTa, YeM OYCHb CUJbHO OTJIMYAETCS OT YJib-
TpacTPYKTyphl KaHoHUYeckux TK, mi1st KoTophix xa-
pakTepHO HAJMYME arperaToB IUIOTHO CKPYYEHHBIX
HUTEN, MOTPYKEHHBIX B MEHEE IUIOTHBIA MaTepual

(Monneron, Bernhard, 1969; Tarunckas, 1989;
Khodyuchenko et al., 2012).
OHTOTI'EHE3 TowMm 45 Ne 6 2014
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KounuH-coaepxaiiye Tejblla B MO3IHUX OOLIU-
Tax ToOJyOs akkyMyiaupyroT TMI-kanupoBaHHbIE
MsAPHK u Sm-6enku msiPHII, Ho He ¢akTop crutaii-
cunra SR-6emok SC35 (puc. 4r). B aTux Tenpliax He
HaKaIJIMBalOTCS MapKepHble KOMITOHeHTbl TIJI —
MaPHK U7 1 6e10K CUMIUIEKUH — YTO MOJTHOCTBIO
HWCKITIOUaeT MX (PpyHKUIMOHAIbHOEe cxoacTtBo ¢ TIJI
(Khodyuchenko et al., 2012). BMecTe ¢ TeM, KOMJIMH-
coJiepxalyde Tejablla B TO3MHUX OOLUTaxX ToJyos
GYHKIMOHAILHO He 3KBUBaIeHTHBI TK, TOCKOIbKY
He coaepKaT 0eJIOK reMrH 2 KoMmriekca SMN-remMu-
HBI 1 Bxoasmuii B coctaB scaPHII 6enok ¢pubpuinia-
puH, HeoOxommmble KoMIOHeHTH TK (Ttabmuiia).
OTCcyTCTBHE B KOWJIMH-COMIEPXKAIMX TeJbllaX MO3/1-
HUX OOLIMTOB royiy0si OEJIKOB SAPbIIIKA, a UMEHHO
Noppl140, NO38 u ¢pubpmutaprHa, MOXHO OOBSIC-
HUTb TE€M, YTO W3-3a MHAKTUBALIMU SIAPBIIIKOBOTO
opraHuzaropa MexaHusM TpolieccuHra pPHK B sinpe
oolMTa HeakTuBeH. OCOOEHHOCTU MOJEKYJISIPHOTO
coctaBa IIC u I mo3BosisiIIOT OTHECTU NaHHBIE
CTPYKTYPHI K KJiaccy Tejiel, nonooHsix TK, B KoTo-
PBIX MOTYT MPOUCXOUTD ONpeeIeHHbIE Tarbl O1uore-
Heza wim penukiarpoBanus MIPHK (Khodyuchenko
et al., 2012). MbI nipeanosaraeM, 4To M3HadajabHO (Pop-
MUpYIOIIMecs] B sipaX MaJeHbKUX OOLIMTOB ToJlyosi
“kanonmdeckue” TK, Bo BpeMs pocTa oonuTa nucdye-
3al0T, 2 BMECTO HUX TOSIBJISIIOTCSI KOMJIUH-COJepKa-
1IMe TeJiblla APYroro TUIMa, KOTOpbIE MOCTENEHHO
YBeJIMUMBAIOTCS B pa3Mepax U KOJIUYecTBe.

ITo cBoeii Mopdonaornm, KOWIMH-COACPKAIINE
T1C u I'111I B mo3MHMX OOLIUTAX IOJIyOsI CUJIbHO HaIlo-
MUWHAIOT “KOJbLENono0Hbe” (aHria. — “ring-like”)
win “cepnonogoOHbIe” (aHTI. — “crescent-shaped”)
“xxeMuyXnHbI”. HecMoTpst Ha To, 4TO 00a THUIIA TE-
JIelI coJiep>KaT KOWINH (Ta0Inia), B OTIMYKME OT KOM-
muH-conepxammux [T u I1C B oomuTax roiryost Ko-
WINH-00TaThie “XXKEeMYY>KMHBI” B OOLIUTaX Xenopus He
coaepxar crutaricocoMHbix MIPHIT 1, cooTBeTCTBEH-
HO, HE MNpUHHUMAIOT yyacthe B OuoreHeze MaPHII
(Nizami, Gall, 2012). Takum o6pazom, I1C, I u
“XKeMUYYKUHBI” MPeACTaBISIIOT cO00I KOWIMH-COAEP-
JKallye CTPYKTYPhI, HE SKBUBAJICHTHEIE IPYT APYTY.

Kounun-coodepacaujue menvya s0ep 00uumos
HACeKOMbIX

JJ1s 0OLIMTOB HACEKOMBIX XapaKTepHO pa3HOOO-
pa3ue CIOXHBIX BHYTPUSIIECPHBIX Tejlell, KOTOpbIE
NpU UX TTIEPBUIHON MACHTU(MUKAIIMU OBUIA OTHECE-
HbI K TeabaM Kaxana. JlaHHBIE O MOJICKYJISIPHOM CO-
CTaBe KOWJIMH-COAEPKAIIMX TeJIell B OOLIMTaX Hace-
KOMBIX CYMMHpPOBaHbI B TOAPOOHBIX 0030pax
(Bogolyubov, Parfenov, 2008) u (Bogolyubov et al.,
2009). IlpuBeneM uIllb HECKOJbKO XapaKTEPHBIX
OpuMepoB. Tak, y HaCEKOMBIX C TeTepPOTPOGHBIM TH-
TIOM OOreHe3a, HalpuMep Y CKOPIIMOHHULILI Panorpa
communis, B SIIpax IUTJIOTEHHBIX OOILIUTOB KOTOPOI
OTCYTCTBYIOT SIAPBIIIKM M HE IIPOMUCXOIUT CUHTE3
pPHK, unentudunupoBansl akBuBasieHTh TK, co-

OHTOIEHE3 Ne 6

TOM 45 2014

375

nepxamue ko, PHK-mmonmnmepa3y 11 u, B HeKo-
TOopbix ciaydasx, SR-6emok SC35 (Batalova et al.,
2005; Bogolyubov, Parfenov, 2008; Bogolyubov et al.,
2009). ITo MHeHHMIO aBTOPOB, (pOPMUPOBAHUE KOM-
IUIEKCHBIX KOWJIMH-TIO3UTUBHBIX TeJiell B TpaH-
CKPUITIIMOHHO HEAKTUBHOM sIIpe OTpaXkaeT Mpoliecc
3anacaHust (PaKTOPOB MPOLIECCUHTAa TPaHCKPUIITOB
TS paHHUX CTaInii SMOpUoOreHesa.

B TpaHCKpUITIIMOHHO HEAKTUBHOM SIApe OOLIMTA
JIpo30(UIbI, COBMECTHO ¢ MHAKTHUBallMell TeHOMa U
WCUYE3HOBEHHUEM SIAPHIIIECK, XPOMATUH KOHIEHCUPY-
ercsa B kKapuocdepy (Liu et al., 2006a; Bogolyubov,
Parfenov, 2008). Jlerko BoisiBisiemoe TK oGHapyxu-
BaIOT MPUKPEIUIEHHBIM K Kapuocdepe Mmocjiae MHaK-
TUBaLMM reHoMa. Bo Bpems pocta oormra TTJI ipu-
CYTCTBYET B siipe mocTosiHHO. Ha HayabHBIX 3Tanax
(opmupoBaHUs Kapruochepbl OHO BBISIBISIETCS Ha €€
nepudepnn, ITOCTETICHHO McYe3as Ha 0oJiee TTO3THNX
cragusx (Liu et al., 2006a, 20060).

Y HaceKOMBIX C aBTOTPOGHBIM TUITOM OOT€HE3a, C
TPAHCKPUIMILIMOHHO aKTUBHBIM SIIPOM OOLIMTa, Ha-
IpUMeEp Yy IOMaIllHero cBepuka (Acheta domesticus), B
SIIpe TMIPUCYTCTBYET IBE PA3HOBUIHOCTU KOWJIMH-CO-
nepxxanux tenen (Gall et al., 1995; Stepanova et al.,
2007; Bogolyubov, Parfenov, 2008). B sapax paHHmx
OOLIMTOB CBepUYKa OOHAPYXKEHO HECKOJIbKO TOMOT€H-
HBIX TI0 CTPYKTYpe KOUJIWH-COAepKAIIUX Teell, TO-
rma Kak B MO3IHMX OOLUTAX CBEpYKa MPUCYTCTBYET
OIHO KPYITHOE TeJIblIe AnaMeTPOM 0K010 20 MKM, CO-
Jepxalniee KOWIMH U UASHTU(GULIMPOBAaHHOE aBTO-
pamu Kak 3kBuBajgeHT TK. MaTpukc 3TOro ruraHr-
CKOI0 TeJIblla HAKaIlJIMBaeT KOWIMH U CIUIalicOCOM-
neie MIPHK (MaPHK Ul, U2, U6) (Tsvetkov et al.,
1997), Ho Takxke akkymynupyer MiPHK U7, ¢ub-
pwiapuH u ¢axkrop cruraiicuara SC35 (CrenaHoBa
u 1p., 2007; Stepanova et al., 2007). ABTOpblI OTMeYa-
IOT XapaKTepHOE 17151 OOLIMTOB HACEKOMBIX CMEIIMBa-
HUe KoMItoHeHTOoB TK M KactepoB MHTEPXpOMATH-
HOBBIX TPaHyJI C 00pa30BaHUEM CJIOKHBIX TeTepOTeH -
HbIX cTpyKTyp (Bogolyubov et al., 2009). Ha Ham
B3IJIsII, HEOOXOIUMO TEPEOCMBICTICHUE UIEHTUYHO-
CTU KOWJIMH-COAEPXKAIIUX TeJiell B sApaX paHHUX U
MO3IHUX OOLIUTOB OECIO3BOHOUHBIX C Pa3HOM aK-
TUBHOCTBIO SIIEPHOTO arrapaTa ¢ y49eTOM COBpEeMEH-
HOW KJ1accuduKalMyi KOWINH-COAEPXKaIIUX TeJell.

SAKIIIOYEHUE

PesynbraTel aHanuza JaUTepaTypbl ITOIHUMAIOT
BOITPOC O KJIacCU(UKALIMN KOWJINH-COIepKaInX Te-
JIell, OIMMCAHHBIX B OOLIMTaX M COMATUYECKUX KJIET-
KaX XHWBOTHBIX Pa3HBIX CUCTeMaTUYECKUX rpyni. B
KJIETKax 3yKapUOT IIPUCYTCTBYIOT BHYTPUSIICPHBIC
Teablla, pa3audarolnnecs HaOOpOM MOJIEKYJISIPHBIX
KOMITOHEHTOB U (DYHKIIUSIMU, O0ObeAMHEHHbIE HaJIM -
yyeM B HUX OeJika KouJuHa. M3ydeHue mMexaHn3Ma
dopMUpOBaHMS KOWIMH-COIEPKAIINX TeJIell II03BO-
JISIET PacKpbITh MX oTinyaiomuecsa pyHkuuu. Ilo
MHEHUIO HEKOTOPBIX aBTOPOB, pa3HooOpa3ue Kou-
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JIMH-COJIepKaIllUX TeJIell SIBJISIETCS CJAEACTBUEM TOTO,
YTO KOWJIMH MOXKET BXOJUTh B COCTaB Pa3IMYHBIX
PHII-komruiekcoB 1 ¢hopMUpOBaTh Tejblia CO CXOJI-
HBIMU (PU3NUECKMMU U IUHAMUYECKMMU CBOMCTBA-
MM, HO C pa3jIMYHbIM MOJIEKYJISIDHBIM COCTaBOM U
¢yakuusamu. B HacTosIee BpeMst He COBCeM ITOHSIT-
HO, OTHOCSITCSI JIM HEKOTOPhIE OXapaKTepMU30BaHHbBIE
paHee siAepHBIE Teablla, coaepKallire 0eT0K KOMJIMH
u MaPHK, x TK unu x TIJI, unu npeacTasisiioT Co-
0011 0cOOBIN THTI Tenell, TTonooHBIX TK.

I1pobGnema pyHKIIMOHATBHOTO 3HAYECHMST (DOPMU-
poOBaHUsI KOMJIMH-COJEpKalllMX TeJiel B pa3BUBAlO-
IIMXCS OOLIMTAaX M paHHUX SMOpHOHAaX TpeOyeT IIpo-
BeIEHMS JeTaIbHBIX CPABHUTEIbHBIX MCCICIOBAHUINA.
CaMm (pakT HAJIMYMS UM OTCYTCTBUSI B SIIpax OOLIU-
ToB TK 1 tenen, mogooHbix TK, 1 ocobeHHOCTE 1X
cocTaBa 1 (PYHKIIMOHUPOBAHUSI CIEAyeT pacCMaTpU-
BaTh B CBSI3M C TUIIOM OOreHe3a M aKTMBHOCTBIO HE
TOJBKO SIIEPHOTrO amnmapara B LI€JIOM, HO U OTIOEJb-
HBIX TPYIII I'€HOB, B TOM YHCJIE TEHOB “IOMAaIITHETO
xo3siicTBa”. MccinemoBaHue ocoO0eHHOCTEN hopmu-
pOBaHUST KOWJIMH-COMEpPXKAIUX TeJIell Ha pa3HbIX
3Tamax pocTa OOLIMTa U B dMOpHOreHe3e II03BOJISIET
ONpee/IMTh OCHOBHBIEC 3Tamnbl UX OMOreHe3a MU OT-
KpPbIBaeT HOBbIC BO3MOXXHOCTH JIJIsI aHAJIN3a MOJICKY-
JISIPHOTO COCTaBa BHYTPUSACPHBIX TEJICIl B CBSI3U C
TPAaHCKPUMNILIMOHHONA aKTUBHOCTBIO OIIPEACICHHBIX
JIOKYCOB XpPOMOCOM.
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Cajal Bodies and Histone Locus Bodies: Molecular Structure and Function
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Abstract—The review provides modern classification of evolutionarily conserved coilin-containing nuclear
bodies of somatic and germ cells that is based on the characteristic features of their molecular composition
and the nature of their functions. The main differences between Cajal bodies and histone locus bodies, which
are involved in the biogenesis of small nuclear spliceosomal and nucleolar RNAs and in the 3'-end processing
of histone precursor messenger RNA, respectively, are considered. It is shown that a significant contribution
to the investigation of the diversity of coilin-containing bodies was made by the studies on the architecture of
the RNA processing machinery in oocyte nuclei in a number of model organisms. The characteristics features
of the molecular composition of coilin-containing bodies in the nuclei of growing oocytes (the so-called ger-
minal vesicles) of vertebrates, including amphibians and birds, are described.

Keywords: coilin, coilin-containing bodies, oogenesis, histone locus bodies, Cajal bodies, nuclear bodies, oo-

cyte nucleus
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