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SAnpeimko — Hanbonee KPYNHBIH JOMEH KIETOYHOTO Apa, MPUCYTCTBYIOMIMI B ITOABIISIONIEM OONBIINH-
CTBE KJIETOK 3yKapHoT. Ero ocCHOBHOM 1 yHHBEpcanbHON QyHKIHUEH SIBISICTCS] CHHTE3 pUOOCOM, BKIIIOUAs TPAHC-
kpuniuio pIHK, co3pesanue tpanckpunrtos npe-pPHK u c6opky pudocomusix yactuu. Kpome Toro, coriaacHo
JTAaHHBIM TTOCIEHUX JIET, IAPBIIIKO U €ro OEJIKH MPUHUMAIOT y4acTHe B PETYISALUH KJIETOYHOTO IIUKJIA, alloNTo-
3a ¥ ctapeHus. DTU GyHKIHHU OCYIIECTBISIFOTCS SAPBILIIKOM IJIAaBHBIM 00pa3oM Ha cTajguu uHTepdasbl U OJIOKH-
PYIOTCS IIPU MUTOTHUYECKOM JICJICHUH KJIETOK, KOT/la sJIPBIIIKO pacnajgaercs. B HacTosmem o630pe paccmarpu-
BAIOTCSI COBPEMEHHBIC JaHHBIC O AMHAMMKE M MEXaHU3Max, PeryJIMpyIOIUX pacraj] U peGOopMUpPOBaHUE sill-
pblika B MuTo3e. Ocoboe BHUMaHUE yIIISETCS CBEICHHUAM, IOJIy4EHHBIM ITyTEM aHalU3a JUHAMUKH PbIIIKA
B JKMBBIX KJICTKAX, a TAK)Ke MOJICITMPOBAHHIO TIPEXKIEBPEMEHHON COOPKH SAPBIIIKA B PE3yJIbTaTe Pa3IuIHbIX OK-
CHEPUMCHTAJIbHBIX BO3ACHCTBUI.

KinroueBbie cioBa: AAPBIIIKO, MUTO3, MEXaHU3MBI pacliajga u C60pKI/I, HepI/IXpOMOCOMHHﬁ CJIOfI, mnposa-
PBINIKH, TUTOIUIA3MAaTUYCCKUE AAPBIIIKOBBIE ICPUBATLI, METOAbI aHAIM3a.

[punsareie cokpamenus: 'K — rpanynsapusiii komnonent, MaikPHK — wmansie sapeimkossie PHK,
npe-pPHK — 47-45S npenmecrsennuk pPHK, IIOK — mnotHsni Gubpumspueiii komnoHeHT, [IXM — nepu-
thepuueckuii xpomocomuslii Matepuai, pJHK — pudocomnas JJHK, pPHK — pubocomnas PHK, @I — ¢ub-
pwisipHBIe HEeHTpHI, LIS/ — muromnnasMaTiHueckue sApBIIKOBbIE 1epruBaThl, SJO-XpOMOCOMBI — SIPBIIKOO00-
pasytomue xpomocomsl, IOP — sapeiikoo6pasyromune paiionsl xpomocom, APC/C (anaphase-promoting com-
plex) — kommieke, cTuMynupyromuii anagasy (mukiaocoma), Cdk 1 (cyclin-dependent kinase 1) — unknux
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B-3aBucumas kunasa 1, GFP (green fluorescent protein) — 3eJeHblil Guryopecuupyomuii 6enox.

SIApBIIIKO — 9BOTIOMMOHHO-KOHCEPBATUBHBIN 1 Han0O-
nee KpymHbIH (1—5 MKM) CTPYKTYPHBIH TOMEH KICTOYHOTO
siipa, KOTOPBIM NMPUHITO Ha3biBaTh «(Hadpukoil pudocom»
(Hadjiolov, 1985; Olson, 2002; Andersen et al., 2005). Y Bbic-
LIMX 3YKapUOT SAPBIMIKH (GOPMHUPYIOTCS BOKPYT KJIACTEPOB
TaHJAEMHO MMOBTOPEHHBIX pubocomHbIX reHoB (pIHK), komu-
pyromux 18S, 5.8S u 28S pPHK, xoTopsie TpaHCKpHOUpY-
1otca PHK-nonumepasoii I B Buse eAMHOro npeamecTBeHHH-
ka — 47-45S npe-pPHK. Knacrepsr p/IHK 3aanmarot omnpe-
JIeTICHHbIE paliOHBl B HEKOTOPBIX XPOMOCOMax KapuOTHIIa,
MOJIYYMBILIUX Ha3BaHUE «SAPBILIKOOOPA3YIOLIMX XPOMOCOM»
(A10-xpoMocoM), a yIaCTKH XpOMOCOM, 3aHUMAaeMble prudo-
COMHBIMH T€HaMH, — «SJPBIIIKO0OPa3yOUMMI paliOHAMU
(S1OP) mnu «aapeIKoBEIME opranuzatopamuy (10). Yucno
S0O-xpoMocoM ompepenseT 00IIee YUCI0 SAPHIIEK B KIIET-
Kax B uHTep(dase, Tak yTo NpH ypeaunueHun yucia JO0-xpo-
MOCOM HYHCJIO SIIPBIINIEK B KJIETKaX yBenudausaercs. OnHaKo
B MOJABIISIONIEM OOJIBIIMHCTBE THIIOB KJIETOK YHCIO SAPHI-
LIeK OKa3bIBaeTcsl MeHble ynucaa SJO-xpoMocoM, 9To cBA3a-
HO C IBYMsI OCHOBHBIMM IIPHYMHAMH: BO-IIEPBBIX, HE BCE
SIOP moryT ObITH akTUBHBI B MHTEp(dase, a BO-BTOPHIX, sJI-
PBILIKK B sIJpaX UMEIOT SPKO BBIPAKEHHYIO TEHACHIHIO K
custanto. B otnuane ot p/IHK renst 5S pPHK Tpanckpudu-
pytorcs PHK nonumepasoit 111, e Bxonsar B cocras IOP B
MHUTO3€ U, KaK IPaBUIJIO, PACIIOJAraloTCs BHE TEPPUTOPHHU
sapeinika B uHTEpdasze (Mosgoeller, 2004).
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Kaxk u3zBectHo, 00pazoBaHue pub0OCOM B SAPHITIIKE BKITIO-
4yaeT B ce0s TpU OCHOBHBIX 3Tamna: Tpanckpunmws pIHK, co-
3peBaHue HOBOOOpa3oBaHHBIX TpaHCKpunToB npe-pPHK u
cObopka puOOCOMHBIX YacTHI]. TOHKHE MEXaHHU3MBI PETyIIs-
UM KXKJ0TO M3 ATHUX ATAIOB /IO CHX ITOP HE BBISICHEHBI, HO
YCTaHOBJIEHO, YTO TpaHCKpumius ogHoro nosropa pIHK B
KJIETKaX MJIEKONUTAIONIMX 3aHUMaeT 0KoJio 7—10 MuH, a Ha
CO3peBaHKE MAJIOH U OOJBIION CYOBeTUHUI pUOOCOM TPeOy-
ercst 15—30 u 20—40 mun coorBerctBerHo (Hadjiolov,
1985). IIpoueccunr npe-pPHK Bkitogaer B ceds ynaicHue u
Jlerpajanuio TPaHCKPUOUPYEMBIX CIEHCEPHBIX YYacTKOB,
xumudeckne Monnpukanuu pPHK (rmaBebIM 00pasoM wme-
THIMPOBAHUE W TICEBIOYPUIMIMNPOBAHNE) W HAYMHACTCS
JI0 3aBepIIeHHs Mpoliecca TpaHCKpUNIMU. B mpoueccunre
npe-pPHK xirogeByro pons urparot U3, U8 u U13 maxPHK,
(dhopmupyIoNIe TPOYHBIE KOMIIIEKCHI C PEryJIsITOPHBIMH
6enkamu B cocTtaBe ManbIx AapeimkoBbix PHIT (MsaxPHIT).

CormacHO MOCIEIHUM IaHHBIM MAaccC-CIEKTPOMETPHH,
BBIJICJICHHBIC SIAPBIIIKK KJIETOK uenoBeka Hela comepxar
oxoio 700 6enkoB (Andersen et al., 2005), oqHaKO JTHIIb HE-
KOTOPbIC U3 HUX MU3YUYCHBI C TOUKH 3PEHUS 3HAYMMOCTHU JUIS
OGuoreHneza pubOCOM HIIHM JAPYTHX MPOIECCOB, MPOTEKAIOIINX
¢ ygactueM siapeimka. K Takum Genkam OTHOCSATCS, B 9acT-
HOCTH, KOMIIOHEHTHl TPAHCKPUMIIIMOHHOTO KOMILJIEKCa
pAHK—PHK-nonumepasa I u ee cneuuduueckuii Kopaxtop
UBF, ocuoBHoi#i 6emok MskPHIT ¢ubOpmnnapus, KOTOpHIi
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obecrneynBaeT paHHUI MPOIECCHHT M METHJIHPOBAHUE
npe-pPHK, ocHoBHO# (akTop cOOpkH prOOCOMHBIX YaCTHIL
B23 (nHa3piBaeMblii Takke HYKJI€O()O3ZMHUHOM 1, HbIOMAaTpH-
voM i NO38). K xopomro n3ydeHHbIM Oenkam uHTephas-
HOTO SIAPBINIKA OTHOCHUTCS Takxke C23 (HyKJIeoJInH), ydacT-
Bytomuii kak B Tpanckpunuuu pJJHK, tak u B cbopxe pnubo-
coMm (Andersen et al., 2005). Kpome TOro, 3a mocinenHue
TOJIbI TIOJTyYeHBl YOEIUTEIbHbIC JJOKa3aTeNbCTBA TOTO, YTO
MHOTHE clenupuyeckue OCnKH SAPHIIIKA, HEOOXOIUMBbIe
Juts 00pa3oBaHust puOOCOM, BOBJICUCHBI TAKXKE B PETYJIISIIHIO
JIPYTUX MPOLECCOB, BKJIIOYAasl KJICTOYHBIM UK, arorTo3,
co3peBanne MPHK u crapenue (Olson et al., 2002). Otu Ha-
OJIIOICHUS TTO3BOJISIIOT TOBOPUTH O MHOTO()YHKIIMOHAJIBHO-
CTH SIIPBIIIKA U €r0 OCHOBHBIX OCIIKOB.

XOpoImIo U3BECTHO, YTO Y BBICHIMX 3YKapUOT SIAPBIIIKO
MIPUCYTCTBYET B KJIETKAX MPEUMYIICCTBEHHO Ha CTaJNU HH-
Tepdas3sl ¥ BpeMeHHO pa3bupaercs npu mMuTose. OUeBHIHO,
YTO «cOOM» B COOpKE SIAPHIIIKA Ha 3aBEPINAIOIINX CTaJUsIX
MHUTO32 OyIyT HeOJIarompHusTHBIM 00pa3oM CKa3bIBaThCs Ha
ero (hPyHKIIMOHAJIBPHOM COCTOSIHUM B IOCIEIYIOUICH HWHTEp-
(aze 1 MOTYT CITy’)KUTh IPUIMHOM THOETH KIIeToK. B HacTos-
meM 0030pe paccMaTpUBAIOTCS COBPEMEHHBIE JAaHHBIE O
CTPYKTYypE SIAPBIIKA B HHTEP(A3HBIX 1 MUTOTHYECKHUX KIICT-
Kax »KMBOTHBIX M pacTeHnil. Oco0oe BHUMaHUE Y/IEJICHO CYb-
6e MOJIEKYJISIPHBIX KOMITOHEHTOB SIIPBIIIKA (BKIIIOUas OeKH,
MsakPHK n pPHK) Bo Bpemst ero pacnana u cOopku, a Takxke
MeXaHU3MaM, PeryJIMPYIOIIUM U3MEHEHHUS SIPBIIIKA TIPH Jie-
JICHNH KIIETOK.

O0mue NPpUHUMIBI OPraHU3ANUM SAPBIIIKA
B HMHTepdaze

B akTuBHBIX HHTEP(A3HBIX SAPHIIIKAX METOJAMHU IICKT-
POHHOI MUKPOCKOITHH Pa3In4aioT TPU OCHOBHBIX CTPYKTYp-
HBIX cyOnomena: ¢ubpumspusie nentpsl (PLI), muroTHbIM
¢ubpumsapaeiii komnoneHT ([1OK) u rpaHynsapHBIA KOM-
naptmenT (I'K), Ha3bIBaeMblil Taxke rpaHyJISIPHOW YacThIO
(Mosgoeller, 2004; Thiry, Lafontaine, 2005). Ha ynbTpaTon-
kux cpesax DL BEIMIAIAT Kak OKPYTIIble CKOTICHHS TOHKO-
ro ¢puOpWILIIpHOTO Marepuaia (JUamMeTpoM OKOJO 7 HM),

OUOPUIITSPHBII K
KOMIIJIEKC

[1OK (mecro
npoueccunra pPHK) o

0051aafomero HU3KOW 3JEKTPOHHON IUIOTHOCTBIO; YHCIIO
OI] npsamMo koppenupyeT ¢ ypoBHeM Tpanckpunuuu pIHK.
[MOK Taxxe oOpasoBaH (GUOPHMILIIPHBIM MaTEpHaIOM, HO
TUIOTHOCTB €T0 YIaKOBKU 3HAYUTEIHHO IPEBEIMIACT TAKOBYIO
B ®II. B aKTUBHBIX SAPHINIKAX MHOTHX, XOTS U HE BCEX, TH-
noB kietok [IDK pacnonaraercst Ha moBepxHoctu DI, 00b-
enuasist OL B rpynimbl — GUOPHILIAPHBIC KOMIDICKCHI, YUCIIO
KOTOPBIX COOTBETCTBYCT YHCIY aKTHBHBIX S1O-xpomocom
(Goessens, 1984; Zatsepina et al., 1988; 3anenuna u ap.,
1989a, 19896; Yenunze, 3anenuna, 1989). I'K sapeimka pes-
KO OTIIMYaeTcs 1o Mophojoruu oT GUOPHILISIPHON YacTH si/1-
PBINIKA, TTOCKOJNBKY OH O0pa3oBaH TpaHyJaMH JHaMETPOM
okoyio 20 HM W B MPONH(PEPUPYIONINX KICTKAX 3aHUMAECT
ocHOBHO#1 o0beM siapeimka (Hajiolov, 1985; Mosgoeller,
2004) (puc. 1).

MHOTOJICTHSISI TUCKYCCHSI O MECTaX TPAaHCKPHUIIIHH PHU-
OOCOMHBIX TEHOB TpHBEJa K 3aKIIOYEHUIO O TOM, YTO ITOT
MPOIIECC OCYMICCTBIISICTCS TJIABHBIM 00pa3oM Ha TpaHUIIC
mexay @I u IIOK. I[IOK coorBeTcTBYET paioHaM SIpbII-
Ka, TJIe OCYIIECTBISIOTCA CO3pPEBAaHUE TPAHCKPHUIITOB TIpe-
pPHK u nerpananus ee cneiicepubsix ydactkoB (Cmarko et
al., 2000; Cheutin et al., 2002; Huang, 2002; Koberna et al.,
2002; Raska et al., 2004; Guillot et al., 2005). I'K ciyxur
JUTsl TSPMUHAIIBHBIX CTaJul COOPKU pUOOCOMHBIX YACTHI[ H
UX TOJITOTOBKU K KCIIOPTY B HYKJICOIUIA3MYy W ITUTOILIA3My
(Sollner-Webb et al., 1996; Lafontaine, Tollervey, 2001; Fa-
tica, Tollervey, 2002; Grandi et al., 2002; Fromont-Racine et
al., 2003; Tschochner, Hurt, 2003; Nazar, 2004) (puc. 1).
[ToMHMO CTPYKTYPHBIX OCOOCHHOCTEH KaXIbIH U3 OCHOBHBIX
KOMITOHCHTOB SIAPBINIKA XapaKTEPU3yETCsT HATHUNUEM CIICIIH-
(hryeckux OETKOB, SBIAIONIUXCS WX MMMYHOITUTOXUMHUYC-
ckuMu Mapkepamiu. Tak, ocHoBHOM myn PHK-nonumepasst 1
u UBF naxomgutcs sayTpu @I (Scheer, Rose, 1984), ocHos-
HbIM OekoBBIM MapkepoM [1DI] npuHsaTo cunTaTh GUOPHI-
JIapUH, a MapKepaMu I'paHyJISIpHOM 4acTH sApbIlKa — Oell-
ku B23 (myxieodposmun), C23 (aykiaeonud) u Nop52 (Savi-
no et al., 1999).

SIAPBIIIKKA OTHOCSITCS K OJHMM W3 HanOoJiee MIacTHY-
HBIX KOMITOHCHTOB KJIETOYHOTO SIApa, OpraHU3aIusl u QyHK-
[MOHAJIbHAS AKTUBHOCTH KOTOPBIX U3MCHSIOTCS B OTBET Ha
MHorue BHemrHue BosaeicTBus (Cheutin et al., 2004). Taxk,

I (neno neakruBHbIx PHK-
nonumepassl [ u p/IHK)

I'K (mecto cOopku npe-
PpUOOCOMHBIX YaCTHIL)

I'panuua mexay O1 u [TOK
(mecro Tpanckpunuuu pJIHK)

Puc. 1. O6mas cxema CTPyKTYpHO-(QYHKIIMOHATBHOW OPTaHM3aIMU SAPBIMIKA B KJIETKAX BBICIIHUX JyKapHOT.

s1— PO, K — siApbiKo, OI — ¢pubdpusspusie ueHTpsl, [IOK — mnoTHbI GuOpuLIspHbIil KoMIOHEeHT, 'K — rpaHyspHbI KOMOAPTMEHT.
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COCTOSIHUE SIAPBIIIEK OBICTPO M3MEHSIETCS NPH HCTOIIECHHH
KyJbTYpaJIbHOW CpeJibl pOCTOBBIMH (haKTOPAMH, IIPHU T10J1aB-
nenun tpanckpunuuu pAHK (mampumep, akTHHOMHUIIH-
HOM /]), mHETHOMpOoBaHNN KasewH-kuHA3bl 2 ([IPB, 5,6-mu-
x510po-1-B-/1-pudodhypaHo3minOeH3NMUA30JI0M) U ITUKIHH-
3aBUCHMBIX KHHa3 (POCKOBHUTHHOM), a TaKXe B OTBET Ha
00paboOTKy KIJICTOK COCIHMHEHUSIMH TSDKEJIBIX METAUIOB (Ha-
TIPUMED, XJIOPUAOM PTYTH). MI3MEHEHUS SAPBIIIEK POSIBIIS-
IOTCS TAKXKE I0J1 BIMSTHUEM MHOTHX (PU3UYECKuX (PaKTopoB,
BKJIIOYast 00JTyueHHE YIbTpadroIeTOM, ICHCTBUE TETIIIOBOTO
II0Ka WJIM PaCTBOPOB HM3KOW MOHHOM cuitbl (Zatsepina et al.,
1997a, 1997b; Rubbi, Milner, 2003). CymiecTBeHHO, 4TO OT-
BET SIAPBINIKA HAa OTH BO3JCUCTBUS SIBJISIETCS CHeruduye-
ckuM. Tak, uaruouposaunue tTpanckpunuuu pJJHK npusogur
K CXaTHIO SAPBIIIEK, MPOCTpaHCcTBEeHHON cerperanun PII,
[N®K u I'K u conpoBoxnaercs murpanueii 6enxa B23 (ayk-
neodo3muHa) B Hykieormtasmy (Fan, Penman, 1971; Phil-
lips, 1972; Zatsepina et al., 1997a). O6pabdotka xnerok JIPb
NPUBOJIUT K «Pa3zBOpavyMBAaHUIO» SIPHIIIEK U (OPMHUPOBa-
HUIO MIPOTSDKEHHBIX CTPYKTYP, MOTOOHBIX 0XKEPENBIO B 00pa-
30BaHHBIX IernoukamMu DL, oOmiee 4nciIo KOTOPBIX OKa3bIBa-
ercss Onmm3kum K yuciay reHoB pPHK (Scheer et al., 1984;
Granick, 1975a, 1975b; Tamm et al., 1976; Le Panse et al.,
1999; Louvet et al., 2005).

Kpowme Toro, cTpykTypa SApBIIIEK ITOABEPTacTCS HEKO-
TOPBIM, @ HHOT/Ia M OYEeHb 3aMETHBIM MEPECTPONKaM B JAWHA-
MHKE KJIETOYHOro IukKia. Hambosee 3aMeTHbIC M3MEHEHHMS
MIPOUCXOAT C SIAPBIIIKAMH TIPH BBIXOJIE KJIETOK B COCTOSTHHE
nposn(epaTUBHOTO MTOKOSI, KOTJIA SAPBIIIKH HHAKTHBHPYIOT-
Csl, YMEHBINAIOTCSI B pa3Mepax, 00CTHSIOTCS TPaHyJISPHBIM
KOMIIOHEHTOM, HO cojaepkatr yBemmdeHHbie DI (Jordan,
McGovern, 1981; Zatsepina et al., 1988; Cheutin et al.,
2004). MHOTOKpaTHO OMHCHIBAIINCH TakkKe MOpQojornye-
CKHE Pa3IM4Msl SJIPHIMICK B KICTKAX Pa3HBIX THUIOB OJHOTO
OpraHu3Ma, XOTsl MPUYUHBI ATOr0 NoJUMOpdH3Ma 0 cUX
IOp OCTAalOTCs Hem3BecTHBIMH (Smetana, Busch, 1974; Ue-
nuase, 3anenuna, 1989). OnHaKko B €CTECTBEHHBIX YCIOBHUIX
Haubosiee 3HAYUTENbHBIM CTPYKTYPHBIM U (YyHKIHOHAJb-
HBIM TEpECTPOHKAM SIIPBIIIKN MOABEPTAIOTCS TIPH JICIICHUH
KJIETOK ITyTeM MHUTO3a.

Pacnan ssapeimka B npodgase
U npomeradase MHTO3a

MuT03 — yHUBEpCaJIbHBIN 1 HanboJiee pacpocTpaHeH-
HBIHA c1I0CO0 PETPOIYKITNH JKUBOTHBIX M PACTHUTEIBHBIX KJIe-
TOK C TIPOAOJIKUTEIBHOCTBIO OKOJIO 1—2 4, KoTopas y Kiie-
TOK, COCOOHBIX K Mposin(epariy, COOTBETCTBYET MPHOIIHN-
3UTENBHO JEeCATOH J0JIe MPOJOJDKUTEIBHOCTH BCEro Kile-
touHoro nukia (Emmdanosa, 2003). B 3aBucumocTn ot co-
CTOSTHHSI XPOMOCOM TIPOLIECC MUTO3a MPUHSTO pa3AessTh Ha
HECKOJIBKO OCHOBHBIX (pa3 — mpoda3y, mpomeradasy, MeTa-
basy, anadasy u Terodasy, XOTS YETKHE TPAHUIBI MEKIY
CJICAYIOMIMMH JPYT 32 JPYroM CTaJUsIMU MHUTO3a KaK B JKH-
BBIX, TaK U B (PUKCHPOBAHHBIX KJIETKAX MPOBECTH JOCTATOY-
HO TpyaHO. Mckitouenue cocTaBisioT 3penas MeTadasa (Ko-
TOpas XapakTepU3yeTCs IOJHOCThIO CHOPMHUPOBAHHOH U
PAacIoI0XEHHOW B 9KBATOPHAIBHON MIIOCKOCTH KICTKH TUIa-
CTHHKOIl XpOMOCOM) U TIepexoJl Mexay Meradazoi u anada-
301, CONPOBOKAAIOLUIUNCS YETKUM MPOCTPAHCTBEHHBIM pa3-
JIeICHUEM JI0OYepHUX HaOOpPOB XPOMOCOM.

Ilepeoie MOP(}OTOrHUCCKUE U3MCHEHUS SIIPHIIIKA BbISB-
JSFOTCS B pohaze MUTO3a OJHOBPEMEHHO C HAYaJOM KOH-
JeHcanuu xpomocoM. Ha cBeToonTHuecKoM YypOBHE 9TH H3-
MEHEHHs CONPOBOXXIAIOTCS YMEHBIICHHEM ONTHYECKON

IUIOTHOCTH SIJIPHIIIKA ¥ OOBIYHO ONHCBIBAIOTCS KAK (TasHUE
anpbikay. Ha yapTpacTpyKTypHOM YPOBHE «TastHHE siJI-
pBILIKa» MPOSIBIISETCS B 00beIMHEHNU U yKkpynHeHun DI,
gactruaHoM ncuyesHosernn [1OK u paspexnennn ['K (Hozak
et al., 1986; Hernandez-Verdun, 2004). IlpuHsaTo cuurtats,
4YTO U3MEHEHUE MOP(OIIOTHH SAPBIIIKA B TIpodase sBIseTCs
CJIEZICTBHEM TOCTENIEHHOTO IpeKpamieHns cuHresa (Scheer,
Hock, 1999; Olson et al., 2002) un nponeccunra pPHK (Fan,
Penman, 1971; Dundr, Olson, 1998). Onnako nmpuMeHeHHE
YYBCTBUTEIBHBIX METO/NOB BbIsBiIeHHs aktuBHOW pIHK in
situ ¢ moMoIbI0 OPOMUPOBAHHOTO ypuAHHTpUdOchaTa mo-
3BOJISIET 3aKJIIOUYUTh, uTO TpaHckpunuus pJAHK npomomxa-
eTcsl B TeUueHHe Bcel npodasbl U mpekpamaeTcs JUIb ¢ Ha-
gajoM pacraaa o0oJouku siapa B mpomertadasze (puc. 2).
C moMoIIbI0 aHTUTEI K Pa3InIHBIM O€IKaM SAPBIIIKA, a TaK-
JKe HAOJIIO/ICHUH 32 )KMBBIMU KJIETKaMH, B KOTOPBIX OCYIIe-
CTBJISICTCSI IKCIIPECCHUs] OETKOB SAPBINIKA, CIUTBIX C PEIop-
TEPHBIMU (PIIyOpECIEHTHBIMH O€JKaMHM, MMOKa3aHo, YTO ITH
MIPOIIECChl COTPOBOXK/IAIOTCS MHUIPALeld 4yacTH OENKOB sijI-
pBIIIKAa B HYKJIEOIUIa3My M HadajaoMm ()OPMHPOBAHUS MEpPHU-
(eprueckoro xpomocomuoro Matepuana (IIXM; cMm. Hipke).
K Oenkam, TepsIOIUM CBSI3b C SAPBIILKOM B TIpodaze MUTO3a,
OTHOCATCS B NIEPBYIO OUepeb OCJIKM, MPHHUMAIOIINE ydac-
tue B npoueccunre pPHK u cOopke prnbocomHBIX yacTui.
KomnoneHnTsl TpaHnckpunuuoHuoro kommiekca PHK-mo-
mumepassl I, Takue kak bona fide cyowenumannbr PHK-monu-
mepassl | — RPA194 u RPA135, ee cneuuduueckuit Ko-
takrop Gemox UBF, a Takke TpaHCKPHUNIHOHHBINA (pakTop
TIF-IB/SL1, coxpanstoT npouHyto cBs3b ¢ SIOP xpomocom.
B cBs3u ¢ SIOP coxpaustoTcst Takke (GakTop TepMHHALUH
tparckpunuuun TTF-1 u JTHK-tononsomepasa I (Zatsepina
et al., 1993, 1996; Roussel et al., 1996; Leung et al., 2004;
Chen et al., 2005).

W3BecTHa paboTa, B KOTOPOIl IOBEJCHHE MapKEpHBIX
6eJIKOB SAPBIIIKA MPOCIEKEHO B CBA3H C COCTOSHUEM sJIep-
HOM 000J0YKH, HA9aJIO pacmana KOTOPOH COBMAAACT C Mepe-
xo0JioM OT rnpoda3ssl K npomeradaze mutosza (Leung et al.,
2004). ITpumenuB Meto 4D-MUKPOCKOTNH, TTO3BOISIONTUN
PErUCTPUPOBATH NTPOCTPAHCTBEHHBIC M3MEHEHUS B JIOKAJIHU-
3auy OEJIKOB C TEUYCHHEM BPEMEHH, aBTOPBI ITOH paboThI
MoKa3aiu, 4To aucconuanus cyobeanann PHK-nonmnmepassr
I u3 sApHIIKa TPOUCXOANT 10 OKOHYAHUS pacraja siepHOH
ob6onouku. Hanportus, oTyeTiauBas MUrpanus OEIKOBBIX
MapkepoB [IDK (pubpmmnapuna) u 'K (B23 u RL27) B ssapo
U IUTOIUIa3My HPOHUCXOAUT OJHOBPEMEHHO C paclazoM
sanepHoit o6omouku. ITpu stom pubpummapun, B23 u RL27
MUTPUPYIOT W3 SJIpBIKA MPAKTHYECKH OJHOBPEMEHHO,
torna kak motepss RPA39 omepekaer 5Tu mpouecchl Ha
4—5 mMuH. KoaudecTBeHHBIN aHalW3 CKOPOCTH MHUTPALUH
0eIKOB U3 AAPHIKa moka3ai, 9To B23 u RL27 umerot 661b-
HIYI0 CKOPOCTh auccouuanuu, yeM RPA39 wmu dpubpuiia-
pun (Leung et al., 2004). B mexom 3Tu HaOIIOACHUS TOA-
TBEPKAAIOT JIAHHBIC O PA3IMYUAX B MOJBHKHOCTU pa3HBIX
OCNIKOB SIAPBINIKA M CTAaBST 0] COMHEHHE TPaJUIIMOHHbIC
MIPEICTABJICHNUS O IPOYHON CBSI3M BCEX KOMIIOHEHTOB TPAHC-
kpunuuonHoro komriekca PHK-nonumepassr 1 ¢ p/IHK BO
Bpems mMuTo3a. OgHAaKo ApyrHe paboThl, YKa3bIBAIOIINE HA
BO3MOKHOCTB jancconnanun komiuiekca PHK-momumepasa
[—SIOP B mMuTO3€, HaM HEU3BECTHHI, U CIPaBEIIUBOCTH
npencraBieHHBIX naHHBIX (Leung et al., 2004) myxmaercs B
MOJATBEP)KICHUN HA APYTHX SKCHEPUMEHTAIBHBIX MOICIIX.

Cynbba pPHK unrepdasHoro sipbliika B NepBoii 1moio-
BUHE MHTO3a IPOCIIEKEHA 3HAYUTEIHFHO MEHEE IMOJpOoOHO,
4yeM Cyp0a OEJIKOB SIPBINIKA, IIOCKOJIBbKY B HACTOSIIEE Bpe-
Ms IPAKTUYECKH OTCYTCTBYIOT IOAXOIBI AJISl aHAJIN3a AUHA-
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Puc. 2. Cxema, muTIOCTpHUpYyIOImas JUHAMHKY SAPBIIIKA B MHTO3E.

a — unrepdasa, b6 — npodasa, ¢ — npomeradasa, e — Metadasa, 0 — anadasa, e — paHHssA Tenodasa, s — cpegHss Tenodasa, 3 — MO3THAA Teaodasa. 1 —

SIIPO, SIK — SIAPBILIKO, Xp — XpomocoMmbl, DI — dubpumspusie nentpsl, [IOK — maotubi dudpuispubiii komnoneHt, 'K — rpanysispHblit KOMIIapTMEHT,

SIOP — siapeinikooOpasyromnuii paiton xpomocomsl, [IXM — nepuxpomocoMHblii Mmatepua, LIS/ — nuromniasmMaTiHueckue sapbiiikoBeie qepusatsl, [ISIK —
HPOSIAPBIIIKY (0OBICHCHHS B TEKCTE).
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vuku PHK B kuBBIX KiteTkax. MeTogamu (iyopecieHTHON
ruOpuau3anuy in situ (FISH) ¢ ncnonb3oBanreM 30HA0B K
pPHK pasnuuHO# cTenmeHu 3penocTH mokaszaHo, uTo 47S
mpe-pPHK, cuntesupoBanusie B koHIE G,-TIepHoIa 1 B IIPO-
(aze, coxpaHstoTcs BILIOTH 70 Meradassl B Bujae pPHK ¢
KOHCTAHTOU cenuMeHTtanuu 46-45S, T. e. He MOJaBEPraroTCs
nerpaganuu win nporeccuary (Dundr, Olson, 1998; Dous-
set et al., 2000). ITo-Bunumomy, Hespenas pPHK Bxoaut B
COCTaB MEPUXPOMOCOMHOTO CJIOSl M yTHIM3HPYETCS AJIS T10-
CTPOEHUS SIPBIIEK B JOYEPHHUX KieTkax B Tenodase (Fan,
Penman, 1971; Gautier et al., 1992a, 1992b, 1994; Uenuos,
2000; DiMario, 2004).

Cyab6a KOMINOHEHTOB SIAPBINIKA
B MeTaja3e MUTO3a

HanbGomnbpiee KoIM4eCcTBO MaHHBIX 00 M3MEHEHUSX SII-
pHIIIKa B MUTO3¢ MOJIYYECHO HA KJIETKaX XMBOTHBIX M pacTe-
HUH, OJIOKUPOBAHHBIX B MeTada3e ¢ MOMOIIBI0 [IUTOCTATH-
koB. K HMM B mepBy10 ouepeib OTHOCUTCS HOKOZa30, KOTO-
pblit 00nagaer cpaBHUTENBHO HHU3KOM TOKCHYHOCTHIO U
JIETKO OTMBIBAETCS OT KJIETOK, YTO TMO3BOJSACT CUHXPOHHU3U-
pOBaTh KIETKH B OCTMETa(a3HbIX CTAIHAX.

He BbI3BIBAaET COMHEHUS TO, YTO B MOJIABJISIONIEM 0OJIb-
IIMHCTBE KJIETOK BBICHIMX 3YKapHOT K MeTaaze MUTO3A sJI-
PBIIIKO MOJHOCTBIO pacmangaetcsi U nHakTuBupyercs (DiMa-
rio, 2004). VckiroueHue, MO-BUIUMOMY, COCTABJISIOT JIHIIb
kireTkn kuraiickoro xomsiuka CHO, B koTopsix ['K sapeimika
coxpansier cBsi3b ¢ SJOP meradasusix xpomocoMm. OgHaKo
0COOEHHOCTH OpraHu3anuu sapeimek B kietkax CHO we
W3y4YeHBl B JICTANAX, U UX NMPUUYUHBI 0 CHX MOP OCTAIOTCA
HEBBIICHEHHBIMU. B OoJbIIMHCTBE KJIETOK K MeTadasze Mu-
TO3a U3 MOP(OIOTHIECKUX CYOJOMEHOB SAPBINIKA YHAACTCA
naeHTuGUIHpoBaTh Toibko SIOP xpomocom, cTpykTypa u
UMMYHOIIUTOXUMHUYECKUE OCOOCHHOCTH KOTOPBIX MpaKTHYe-
cku He otiudaroTcs ot TakoBbIX DI (Goessens, 1984). Tlo-
nobuo @I, SIOP xpomocom 06pa3oBanbl TOHKOGUOPHILISP-
HbIM MaTEpHaJIOM HU3KOH ONTHYECKOW IIOTHOCTH. [Ipume-
YaTeJIbHO, YTO TaKas CTPYKTypa XapaKTEpHA TOJIBKO IS
SIOP, TpaHckpuOupyembIX B UHTEpda3e, NpeAlecTBYOIICH
MHTO3Y, TOTJa Kak HeakTuBHbIe SIOP Ha yJIbTPaTOHKHX Cpe-
3ax MeTa]a3HbIX XPOMOCOM HACHTH(HUIIMPOBATH HE YAACTCSL.
3TOoT PaKT TOBOPHUT O TOM, 4TO HeakTuBHBIC SIOP He oTiHya-
FOTCA TI0 CBOEH MOP(OJIOTHH OT APYTUX yIaCTKOB MeTadas-
HBIX XpoMocoM (3anenuHa u Jp., 1989a). [IpumeyarenbHbIM
cBoiicTBOM akTuUBHBIX SIOP sBnseTcs MX MpOYHAsl CBS3b C
UBF u 6ompmmmu cyosennannamMu PHK-ommmepassr [ —
RPA194 u RPA135 (Leung et al., 2004). ITockonbKy 5TH
OCJIKM OTHOCATCS K apreHTOQUIBHBIM OelKaM, WX CBS3b C
SIOP B mertadaze oOycnosnuBaer crocobHocTh SJOP okpa-
mmBathest AgNO; (Roussel, Hernandez-Verdun, 1994).

Baxno, uro mansie cyobenuannsl PHK-mommvepassr [
MPOSIBJISIIOT pa3Hylo AMHAMHUKYy B MutTo3e. CyObennHHIA
RPAA43, kotopasi peryaupyer oOpa3oBaHUE CBSI3U MEXIY
MHUIANPYIOINM KOMIUIEKCOM M JPYTHMHU CyObEeIHHUIIAMH
PHK-nonumepassr I, ocraercs accoruupoBanHoit ¢ SIOP B
TedyeHne Bcero mutosza. Hampotus, RPA39, csa3piBatomiasics
C TPAHCKPHUIIIHOHHBIM KOMIUIEKCOM Ha TO3[JHHUX 3TaIlaX ero
(bopMuUpOBaHUs, HE BBISBISIETCS B CBS3M ¢ MeTada3HbIMU
SOP. Kpome Toro, B MmeTadazusix SIOP oTcyTcTBYIOT Takue
Maneie cyobpenunauisl PHK-nomumepassr I, kak RPA16 u
RPA20 (Leung et al., 2004).

Hanbonee 3HauMTEeNbHBIC M3MEHEHHUS JOKAJIN3ANHA B
MeTada3HbIX KJIETKaX OMUCAHBI JUIs OCJIKOB, MPHHUMAIOIINX
yaactue B mporeccuare pPHK u c6opke pubocom. menno

3a CYET ATUX OCJIKOB HA MOBEPXHOCTH XPOMOCOM IPOUCXO-
JuT (HOPMHUPOBAaHHE 0CO0OW CTPYKTYpHI, KOTOpas B COBpe-
MEHHOI1 JInTepaType Mojlyunsia Ha3BaHue nepupepruiecKoro
xpomocoMHoro marepuana (IIXM) umu nepudepudeckoro
xpomocomHoro ciosg (ITXC). IIXM, panee Ha3pIBaBIIUIiCS
«MaTPUKCOM» MUTOTHYECKUX XPOMOCOM, BIICPBHIC ONMCAH B
1970-e roapl mpu HMCCIENOBAHUU METOJIOM DJIEKTPOHHOMU
Mukpockonuu (ITonskos, Yennos, 1968; Yentos, [Tomnskos,
1969, 1974). YapTpacTpyKTypHBIH aHaIH3 MHUTOTHYECKHUX
XPOMOCOM B KJIETKaX PAacTeHWH W KMBOTHBIX IOKa3all, 4TO
Ha UX MMOBEPXHOCTU YaCTO MPUCYTCTBYET KOMIOHEHT, KOTO-
PBI COCTOUT M3 PHIXIIO PACTIONOKEHHBIX (GUOPHILT (InamMeT-
poM 4—8 HM) U rpany (ruamerpom 15—20 HM), HUMEIOIIUX
pubonyKeonporenHyo npupoay. [lo mMopdonoruueckum
MIPU3HAKaM 3TOT MaTepHall COOTBETCTBOBAN (HPHUOPHILIIPHO-
My KOMIIOHEHTy MHTepdasHbix supsimiek (Gautier et al.,
1992b, 1992c; bypakxoB u ap., 1994; Yenmnos, 2000). Ha
OCHOBAaHMHU ATHX HAOJIOICHWH aBTOPHI CHEIaJN BHIBOJ O
ToM, uTo IIXM conepKUT KOMIIOHEHTbl MAaTEPUHCKOIO si-
PBIIIKA, KOTOPBIE TPAHCIOPTHPYIOTCS XPOMOCOMaMH B JO-
yepHue kiuetku. [lo3nuee ckomenus 6enkos u pPHK Ha mo-
BEPXHOCTH XPOMOCOM OBUIH BBISIBICHBI C IOMOIIBIO peaKIUN
cepeOpeHus, UCIOJIB30BaHUS CHCIUPUICCKUX AHTHTEN K
OenkaM sIAPBINIKA WM MEYEHBIX P00 K HYKJICHHOBBIM KHC-
JI0TaM, a TaKKe IMyTEM aHaJIN3a MOBEJCHUS OEIIKOB B KUBBIX
kierkax (Stockert et al., 1970; Paweletz, Risuefio, 1982;
Hernandez-Verdun, Gautier, 1994; Jlazapesa u ap., 1997a,
19976; DiMario, 2004; Angelier et al., 2005; cm. TabmuIy).
B coBokynHOCTH 3TH paboThI IIOATBEPIMIIN, YTO HA IOBEPX-
HOCTH XPOMOCOM TIPUCYTCTBYIOT O€JIKH, YYaCTBYIOUIUEC B
nponeccunre pPHK, a Taxke 4acTHYHO MpolLeCCHPOBAHHAS
45S pPHK, 3pensie 18S u 28S pPHK, a Taxxke msaxPHK.
Kpowme Toro, B coctaB [ITXM BXOAST HEKOTOPBIEC OCIIKH sACp-
HOT'O MaTpHUKCa M HESJPBIIIKOBBIC OCIIKU, TaKHe KaK IepHX-
pomonykieonus (perichromonucleolin, PCN), dochopuin-
poBaHHasA (hopMa HYKICOIUTa3MIHA, OCITKH SIASPHOI 0007109-
ku 1 6eok Ki-67, pyHKIIMH KOTOPOTO 10 CHX TIOpP OCTAIOTCS
HeBbIssicHeHHBIMHU (Brown, Gatter, 2002). B kmaccuueckux
paborax UeHII0Ba yCTAHOBJIEHO, YTO B KJIETKAaX KOPHEBOU
MEpUCTEMBI pacTeHui oOpasosanue [IXM nerko unaynupy-
ercs B npucyrctBun CoCl,, XOTS MeXaHU3MBI 00pa30BaHUs
[IXM mon neiicTBHEeM XJIOpUAa K0OaThTa OCTAIOTCS HEHU3BE-
ctHeiMu (Yenros, Ionskos, 1969).

B nuteparype ommcaHbl MOMBITKH HW3YUYCHHUS COCTaBa
pPHK, accounnpoBaHHO# ¢ MeTa(asHBIMH XPOMOCOMaMH,
Meronamu Ouoxumudeckoro anamm3a (Fan, Penman, 1971;
Abramova, Neyfakh, 1973). ABTOpEI 3THX pabOT OJHUMU U3
MEepPBBIX YKa3ali Ha TO, 4TO (paKims XpOMOCOM, H30JIUPO-
BaHHBIX U3 MeTa(a3HBIX KIETOK, coaepkut 45S n 32S pPHK.
BbIxox KJIETOK M3 MHTOTHYECKOTO OJIOKAa COTPOBOXKAAICS
peskum uctorienneM myna 45S u 32S pPHK, uto cBumerens-
CTBOBAJIO O HAYaJle aKTUBHOT'O TPOIIECCHHTA WIIH JIeTPAJallii
nespenoir pPHK B moctmeradase (Fan, Penman, 1971).

Bompoc o Tom, uro nHanpasiser 6enku u pPHK pacnana-
IOMIETOCs SAPBIIIKA HAa MMOBEPXHOCTH XPOMOCOM M YAEPKHU-
BaeT ux B cocrase IIXM, ocraercsa oTKpbITbIM. ECTh OCHOBA-
HUSI 110J1aTaTh, YTO B3aUMOACHCTBHSI, COXPAHSIOIINE SIPbIII-
KOBble KOMIOHEHTHI B [IXM, oTianuarorcs oT TeX, KOTOpble
YACPKUBAIOT TE€ K€ KOMIIOHEHTHI B HHTEP(A3HOM SIIPBIIIKE.
Tak, [IXM oxa3pIBaeTcs YCTOMYHUBBIM K 00pabOTKE M30JIH-
POBAHHBIX XPOMOCOM THIOTOHHYECKMMHU PacTBOPAMHU B
YCIIOBHSIX, pa3pyliamonux natepdasusie sapbimku (Gautier
et al., 1992c¢).

IIpumeuarensHas yHuBepcaibHOCTh cocraBa [IXM B
pa3HbIX 00BEKTAX KUBOTHOTO M PACTUTEIBHOTO MPOUCXOXK-
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Jlokau3anusi 0CHOBHBIX MOJIEKYJISIPHBIX KOMIIOHEHTOB SI/IPbIIIKA B aHada3se u Tenodase
Kommnonent XM | A4 Egﬁﬁf; O0BexT JlutepaTypHbIii HCTOUHHK
U3 + + HeLa, NRK-52E Jiménez-Garcia et al., 1994
+ + + CHO Azum-Gélade et al., 1994
+ + + HeLa, HEp-2, PtKy, CHO Gautier et al., 1994
+ + + Pisum sativum L. Beven et al., 1996
+ + + CMTS3, 3T3, HeLa, COS-7 Dundr et al., 1997
U + + + CMT3, HeLa Dundr, Olson, 1998
Ul4 + + + Pisum sativum L. Beven et al., 1996
Oubpunapun (Nopl) + + PtK, Ochs et al., 1985b
+ + + HeLa, HEp-2, PtK;, CHO Gautier et al., 1992a, 1994
+ + Mouse cells Yasuda, Maul, 1990
+ + NRK-52E Jiménez-Garcia et al., 1989
+ + + CHO Azum-Gélade et al., 1994
+ + PtK,, Allium cepa L. Medina et al., 1995
+ + PtK,, Xenopus A6 Weisenberger, Scheer, 1995
+ + + Pisum sativum L. Beven et al., 1996
+ + + CMT3, 3T3, HeLa, COS-7 Dundr et al., 1996, 1997, 2000
+ + HeLa, PtK; Fomproix et al., 1998
+ + + HeLa, PK MyxapbsiMoBa u 11p., 1998
+ + Triticum aestivum L. JlazapeBa u ap., 1997a
+ + HeLa Angelier et al., 2005
+ + + CV1, HeLa, 3T3, PK Kapckas, 3auenuna, 2005a
B23 (uptomatpuH, HY- + + + PtK, Ochs et al., 1983; Ochs, Busch, 1984; Ochs et al.,
kieodo3mua NO38 1985a
+ + + CMT3, 3T3, HeLa, COS-7 Dundr et al., 1996, 1997, 2000
+ + + CMT3, HelLa Dundr, Olson, 1998
+ + + HeLa, PK Zatsepina et al., 1997¢
+ + HeLa Angelier et al., 2005
+ + + CV1, HelLa, 3T3, PK Kapckas, 3auenuna, 2005a
+ HeLa, HEp-2, PtK,, CHO Gautier et al., 1994
[TepuXpOMOHYKJICONTHH |+ To xe Gautier et al., 1992a, 1992¢
nykieouH (C23, + + + PtK, Ochs et al., 1983; Ochs, Busch, 1984; Ochs et al.,
Nsrl) 1985a
+ + PtKy,, Allium cepa L Medina et al., 1995
+ + PtK,, Xenopus A6 Weisenberger, Scheer, 1995
+ + CHO, HeLa Zhu, DiMario, 1999
+ + + CMT3, 3T3, HeLa, COS-7 Dundr et al., 1996, 1997, 2000
+ + HeLa Pifiol-Roma, 1999
+ + » Angelier et al., 2005
+ + + CV1, Hela, 3T3, PK Kapckast, 3auenuna, 2005a
Ki-67 + + MOLT-4, MR65 Verheihen et al., 1989
Surf-6 + + + NIH 3T3 Magoulas et al., 1998
hPop + + CMT3, HeLa Dundr, Olson, 1998
P52 (Nop52, Rrplp) + HeLa, HEp-2, PtK,, CHO Gautier et al., 1994
+ + + CMT3, 3T3, HeLa, COS-7 Dundr et al., 1996, 1997
+ + + CV1, HelLa, 3T3, PK Kapckas, 3auenuna, 2005a
+ + + HeLa Savino et al., 2001
+ + » Angelier et al., 2005
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Ipooonsicenue madauyw

Kommonent OxXM | I g}gzﬁf; O0BeKT JlurepaTypHBIit HCTOYHUK
po6 + HeLa, HEp-2, PtKi, CHO Gautier et al., 1992a
pl103 + To xe To xe
No55 + + + CMTS3, 3T3, HeLa, COS-7 Dundr et al., 1997
SSBI + + Pisum sativum L. Beven et al., 1996
Nopp140 - — - CMTS3, 3T3, HeLa, COS-7 Dundr et al., 1997
Pescadillo (PESI, + + + NIH 3T3 Lerch-Gaggl et al., 2002
YPHI, Nop7p, Pesl)
Pubocomusrii 6e1ok S6 + - HelLa, NRK-52E Jiménez-Garcia et al., 1994
PHK-nonnmepasa [ - - - PtK,, HeLa, NRK-52E Scheer, Rose, 1984; Jiménez-Garcia et al., 1989
UBF - - - HelLa Roussel et al., 1996
HeLa, PK Zatsepina et al., 1993, 1996

pp135 - - HEp-2 Vandelaer, Thiry, 1998
IIpe-pPHK + + PtK,, Allium cepa L. Medina et al., 1995
32S npe-pPHK + HeLa Pifiol-Roma, 1999

+ +2 » Dousset et al., 2000
5"ETS leader - - - CMT3, HeLa Dundr, Olson, 1998

- - CMT3 Dundr et al., 2000

5"ETS core + + CMTS3, HeLa Dundr, Olson, 1998

+ HelLa Pinol-Roma, 1999

+ + —/+3 CMT3 Dundr et al., 2000

+ +0 HeLa Dousset et al., 2000

+ + + Pisum sativum L. Beven et al., 1996
18S + + CMTS3, HelLa Dundr, Olson, 1998

+ HeLa Pinol-Roma, 1999

+ + —/+2 CMT3 Dundr et al., 2000
ITS1 + + CMTS3, HeLa Dundr, Olson, 1998

+ + + HeLa Beven et al., 1996
28S + + CMTS3, HelLa Dundr, Olson, 1998

+ HeLa Pifiol-Roma, 1999

+ + » Dousset et al., 2000

+ + + CMT3 Dundr et al., 2000
3’ETS + + CMT3, HeLa Dundr, Olson, 1998

Ipumeuanue. [IXM — nepuxpoMocoMHslii Matepuai, LISIJ] — uuTomiasMaTHyecKue sApbIUKOBble AepuBathl. @ CHrHaIb THOPHAN3ALMY C IPOOAMH

COBIAJAOT ¢ okanu3anueit C23 (HykieonnHa).

JICHHS TOBOPHUT O TOM, YTO IEPEHOCHMEBIE XPOMOCOMaMH OeJI-
ku 1 PHK He saBasitOTCS MX CilydyalHBIMH «IIacCaXUpaMmu», a
NPEICTABIISIFOT COOOH KOMIIOHEHTHI, HEOOXOIUMBIC IS ObI-
cTporo BoccraHoBieHus: cuHTe3a pPHK B nouepHux kinerkax
(Earnshaw, Bernat, 1991; Hernandez-Verdun, Gautier, 1994;
Medina et al., 1995; Yenmos, 2000). HeoqHOKpaTHO BbICKA-
3BIBAIACH TAKXKE MPEIIOI0KEHUS 0 ToM, uto [IXM Heobxo-
UM JUTSL TIOJJICPXKAHUS CTPYKTYPHOU IEIOCTHOCTH XPOMO-
COM, XOTS Pe3yIbTaThl MPSIMBIX SKCIIEPUMEHTOB, OATBEPIK-
JAIONIMe ATy TOYKY 3PCHHs, IMOKa OTCYTCTBYIOT. Pa3zbopka
IIXM B KOHLE MUTO3a COBINAJAET C peaKTHUBALMEW CHUHTE3a
pAHK, nexonnencamueit xpomaTuHa, HGOPMUPOBAHNEM sIIEP-
HOW 000JIOYKH ¥ MOSIBIICHHEM B sIIpax JOYESPHUX KIETOK MPO-
sapsiiiek (cM. Hmke) (cM. 003opbl: Hernandez-Verdun et al.,
2002; Olson et al., 2002; DiMario, 2004; Hernandez-Verdun,

CurHaibl rHOpUIU3anuy ¢ mpodaMu He COBIAJIAIOT C JIoKaau3anueii B23.

2004, 2006; Olson, Dundr, 2005). DTu HaOIIOCHHUS TOBOPST
0 CylIecTBOBaHMM (YHKUMOHAIBHOHN cBsazn Mexay [IXC u
JIPYTUMH KOMIIAPTMEHTAMU MUTOTHUYECKON KIJICTKH.

BoccraHoBiienne siApbIlIKa
B aHada3ze u Tesiodaze MUTO3a

PeaxtuBanus tpanckpunuuun p/IHK. Heobxo-
JIUMBIM yCIIOBUEM BOCCTAHOBJICHHUsI (DYHKIHOHHUPYIOUIETO
SIPBIIIKA B KOHIIE MHTO3a SIBISIETCS PEAKTHBANMS TPAHC-
kpunuuu p/IHK, xotopass oObIYHO HauMHAETCS B MO3JHEH
aHagaze nian panHeit Tenodasze (Morcillo et al., 1976; Rous-
sel et al., 1996; Frompoix et al., 1998; MyxapssmoBa, 3arie-
nuHa, 2001; Hernandez-Verdun et al., 2002; Leung et al.,



362 0. O. Kapckas, O. B. 3auyenuna

Puc. 3. [luTomiasMaTHueCKUe SAPBINIKOBBIC JCPUBATBl U MPOSAPBINIKKM B MHUTOTHYECKHX KIETKaX 3yKapuoT. MIMMYHOIIMTOXHMHYECKOE
okpammuBanue kietok CV1 antutenamu k 0enky B23 (a—6) u BbIIBICHHE apreHTOQMIBHBIX OCIKOB SAPBIIIKA HUTPATOM cepedpa B KIeT-
kax Allium cepa L. (e).

a— no3Hsist aHadasa, 0 — paHHss Tenodasa, 6 — no3anss Tenodasza (panuuii Gi-nepuon), e — panuss renodasa; cmpenku — LA JL; conoexku cmpenok — npo-
AnpeIkd. Macwmabnas nunus — 10 MKM.

2004). B monp3y 3TOro BBIBOAA TOBOPAT MHOTOYUCIICHHBIC
9KCHEpUMEHTAIbHBIC JaHHbIe. Tak, IT0Ka3aHO, YTO HHBEKIIHS
anturtesn k PHK-nonumepase I B meradasusie xierku PtK,
mpensTcTByeT peakTuBanuu cuHTe3a pPHK m cOopke sa-
phIlIKa B Tenodase, X0Tsd B AApax KIETOK COOMpaIMCh MHO-
rOYHCJICHHBIC TeJbla, 00JaaloNIue CBOWCTBAMHU TPOSI-
peimiex (Benavente et al., 1987). AHanormuHbeIe pe3yibTa-
ThI OBIIM TOJYYEHBI PH UHKYOAIMU MUTOTHYECKUX KIIETOK
¢ akTuHOMHUIIMHOM JI, KOTOphIii B KOHIeHTpamuu 0.04—
0.20 MKr/MI M306UpaTesbHO OJOKHPYET TPAHCKPHUIIUIO
pAHK (Yenuor, Auapees, 1966; Scheer et al., 1975; Ochs et
al., 1985a; Benavente et al., 1987; Dousset et al., 2000). He-
CMOTpS Ha TO 4TO B mpucyTcTBuM aktTuHomunuHa J[ UBF u
PHK-nonumepasa I ocratorcs cBsizanusiMu ¢ SIOP (Zatsepi-
na et al., 1993), a B renodazueIx sapax GopMUPYIOTCS TIPO-
SIIPBIILIKH, 3peJIble SAPBIIIKA B HUX He 00pa3ytorcs (UeHos,
Annpees, 1966; Morcillo, De la Torre, 1980; Ochs et al.,
1985a; Benavente et al., 1987; Dousset et al., 2000). I[Tpu 60-
Jiee MOAPOOHOM HM3YyYCHHH JCHCTBUS akTHHOMHIMHA J[ B
Hu3Koi koHmeHTpanuu (0.04 MKr/mir) mokasaHo, 9TO OEIKH
HYKJICOJIHH U (GUOpHIUTApUH CIIOCOOHBI HAKAIUIMBATHCS B
UBF-no3utusueix SIOP B Tenodase (Hadjiolov, 1985; Sche-
er, Benavente, 1990; Puvion-Dutilleul et al., 1992; Dousset
et al., 2000). OgHako B KJIETKaX, BCTYynuBIINX B G-miepuo,
3penbie, T. €. cojepxamue DI, [IOK u 'K, saapeimku He
BBISIBIISIINCE. MHrHOUTOp TOmOm3omepassl | kammrorenuH,
Osokupyst peununanuio Tpanckpuniuu pJJHK B tenodase,
TaKXe MPENsATCTBOBAI (JOPMUPOBAHNIO HOPMAIBHBIX SAPHI-
mek B mocnenyrineit uarepdase (Weisenberger et al.,
1993). CoBOKYITHOCTb ATUX HAOMIOACHUN yOSIUTEIHbHO CBH-
JIETEIBCTBYET B I0JIb3Y BO3MOKHOCTH MHUIMAINH, HO HE 3a-
BEpIICHHs COOPKH SApBIIIKA B oTCyTcTBHE cuHTe3a pPHK.
CymecTBeHHBIM apryMEHTOM, MOATBEP)KJAFOIIUM pella-
tfouryto ponb peaktusanuu pIHK B dopmupoBanuu siipbim-
Ka B MUTO3€, CIIy’KaT JaHHble 00 WHIIYKIIMU MPEXKIEBPEMEH-
HOM TpaHCKpHUIINU B MeTada3HbIX Ki1eTkax Hela mpu nHTH-
OMpOBaHMN POCKOBHUTHHOM LHKJIWH B-3aBUCHMMOIN KHHa3bI
Cdk 1 (Sirri et al., 2000, 2002). Kak u3BectHo, kuna3za Cdk 1
SIBJISICTCSI OCHOBHOM KWHA30H, (OCHOpPHIHPYIOMIEH TpaHC-

KPHUILUOHHBIE (DAKTOPBI IIPHU BCTYIJICHUU KIETOK B MUTO3,
YTO B CBOIO OY€pe]b MIPUBOAUT K OCTAHOBKE TPAHCKPHITIIUH
pAHK (Grummt, 1999; Klein, Grummt, 1999). Cuppu c co-
aBTopamu (Sirri et al., 2000) moxazau, 9TO HHKyOAIHs Kie-
TOK C POCKOBUTHHOM IIPUBOJIUT K MPEXKIECBPEMEHHOIN aKTH-
Banuu Tpanckpunuuu p/IHK u curresy 47S npe-pPHK B me-
Tahaze MHTO3a. DTOT MPOIECC COMPOBOKIAICS MHUTpAIHCH
(akropa pannero npoueccunra npe-pPHK Genka ¢pubpuiia-
puHa B aktuBupoBaHHble SJIOP Xpomocom, XOTs mpoiecc
(hopMHUpOBaHUS aKTUBHOTO SAPBINIKA HE 3aBepiiaics. O0 3Tom,
B YaCTHOCTH, CBHJIETEIbCTBOBAIO OTCYTCTBHE IMPOLECCHHIA
Hespenon 47S-45S mpe-pPHK B 3pemsie 18S, 5.8S u 28S
pPHK. IIpuBeneHHbIe JaHHBIE TOBOPSIT O TOM, 4TO B MeTadaze
MHTO3a KJICTKH JIMIICHBI MEeXaHU3Ma (MJIM MEXaHU3MOB), 3aITy-
CKAIOIIEro MOJHBIN MPOIECC BOCCTAHOBICHUS SAPBIIIKA.
IurtonmnazmMaTHuyecKHUe NPOU3BOJJAHBIC 5/-
peimka. Cinenyomuid Npu3HaK Hadana pedOopMHPOBAHHSA
SApBINIKA Mocie peakTuBanuu Tpanckpunuuu p IHK — mo-
SBIICHHE B LIMTOIIa3Me aHadas3HbIX (paHHUX Teso]a3HbIX)
KJIETOK MHOTOYHMCICHHBIX ANCKPETHBIX TEJeln (AHaMeTpoM
0.2—2.0 MKM), KOTOpBIE NOJIYYMIM Ha3BaHWE LUTOILIA3MA-
THYECKUX sApbIIKOBBIX aepuBaros (I[51/]) — nucleolus de-
rived foci, NDF (puc. 3). BriepBrie Tenbiia ObUIH OMHUCAHBI B
MUTOTHYECKUX KiieTkax mapTeiinku CMT3, crabunbHo
TpaHCHUIHUPOBAHHBIX ILIA3MHI0HM, dKCIPECCUpyromei Oe-
nok Rev Bupyca CIIMa (Dundr et al., 1996). [IpucyrcTue
B LISI/] Taxke Takux OEJIKOB 3pEJOro SAPBINIKA, KaK (uod-
pmmnapus, B23, C23 u Nop52, mo3BOIMIO aBTOpaM MPEIo-
I0XkuTh, yTo L[S1/] COOTBETCTBYIOT HUTOIMIA3MATHYECKHM
«octatkam siapeimkay (nucleolar remnants, NPs), koTopbie
panee ObuTH omucaHbl apyrumu aBTopamu (Hsu et al., 1965;
Noel et al., 1971; Azum-Gelade et al., 1994; Gautier et al.,
1994; Zatsepina et al., 1997¢). Bo Bcex atux paborax oT™me-
4ajoch, 4To obpazoBanue LISIJ[ xapakTepHO IS aKTHBHO
nposinpepupyroInX KIeToK (HarpuMep, KHTaliCKOro XoMsiy-
ka CHO wmu ceuabu CIIOB), a Takke KIETOK, KOTOpPBIE 00-
Jaal0T KPYIHBIMU SApbIIIKamMu B uHTepdaze. Cuenyer mo-
MHUTB, YTO HEKOTOPHIC aBTOPHI Ha3bIBAJIM TCPMHUHOM «nucle-
olar remnantsy» SAPBIIIKOBEIA MaTepHall, OCTABIIAKCS ITOCIIe
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paz0opkH AnpsIIKa B poaze U BEIABISEMBIN B Hadasle Me-
tadassl (Morcillo et al., 1976; Medina et al., 1995). Onnako
B COBPEMEHHOI JINTEpaType 3TOT TEPMHUH HE YHOTPEOIIsSETCS.
[Ho-Buammomy, Hambomsimee gucio LAl dopmupyercs B
Tesodasze B KyJIbTHUBUPYEMBIX KJIETKaX 3€JICHONH MapTHIIIKH.
Tak, B Tenodasupix kierkax maprteimikd JuHuid CMT3 u
CV1 obpasyercst 6onee 100 LA (OKapckas, 3amemnmHa,
2005a; Olson, Dundr, 2005). V¥ pactenuii ananoramu [[51]]
MPUHATO CUNTATh MMTOIUIA3MATUYECKUE TEIbIA, KOTOPbIE
cozxepxar apreHToQuibHbIe Oenku. Takme Tenbia ObuH
BIIEPBbIC ONMHUCAHbI B IUTOIUIa3Me aHa(pa3HbIX U Ten0(a3HbIX
KIJIETOK KOpHEBOU MepucteMsl ixyka Allium cepa L. (Fernan-
dez-Gomez et al., 1983). AHamoruunbie Tenbla, coaep-
xamue GUOPUIIIAPUH, YaCTUYHO NMPOIECCUPOBAHHYIO
npe-pPHK, U3 u U14 maxPHK, 6pum1 ontrcansl Takke B aHa-
(ha3HBIX KJIETKaX KOPHEBOW MEPHCTEMBI ropoxa Pisum sati-
vum L. (Beven et al., 1996). Takum o6pazom, L[] — »T0
YHHUBEpCAJIbHbIE CTPYKTYPHI, 00pa3yromuecs B KJIETKaX >KH-
BOTHBIX M PACTCHHUIl MPAKTHUYECKU OJHOBPEMEHHO C B0300-
HoBJeHueM TpaHckpunuuun pJHK.

Hamm HaOuoieHns TOKa3ajiH, 4TO BO BCEX HCCIICAOBAH-
HBIX KieTKax miekonutamomux — Hela ugemoeka, CV1
MapTeIimik#, 3T3 memu u CIIOB cBuabn — LA popmupy-
IOTCSl TIPAKTHYECKH OJIHOBPEMEHHO C HayajiOM Cerperamuu
XpOMOCOM, T. €. B paHHeW win cpefaHeit anadasze (JKapckas,
3anenuna, 2005a). OgHako «3((HEKTUBHOCTE» 00pa3oBaHHS
9THX TeJlel] BapbUPOBaJia B Pa3HbIX TUMAX KJIETOYHBIX KYJIb-
Typ, 4TO, IO-BUIUMOMY, CBSI3aHO C OCOOCHHOCTSIMHU UX METa-
6ommsma. Kpome Toro, Hamm nokasana cOopka MHOTOYHC-
JICHHBIX JIMCKPETHBIX Telell B MeTada3zHbIX KIETKaX MIIEKO-
MUTAONINX 0] JeHCTBHEM 00paTHMOro THHOTOHHYECKOTO
moka. O6mast MopQoJIOrus U MOJEKYJISIPHBII COCTaB TaKUX
TeJell MO3BOJIIOT OTOXACCTBIATh ux ¢ LIS, dbopmupyro-
muMucs B anadasze HopmanpHOro mMurosa (JKapckas, 3ame-
nuHa, 20050).

Coctas I[A. OCHOBHBIMH MOJEKYJISPHBIMH KOMIIO-
Hentamu L[S/] B kneTkax skxuBoTHBIX siBIsitoTcss PHK u Ged-
KU 3pEJIOTro SIIPBIIIKA, a TAKKe PUOOHYKIICONPOTEHHBI, HMe-
oIUe SAepHOE MpoucxXoXkaeHne (cM. Tabmuiry). [lokazaHo,
4yto B cocta L[S/ BxoasT Oenku paHHEro W MO3HEro Mpo-
neccunra pPHK: ¢dubpunnapun, C23 (Hykneonun), B23
(mykneodosmun) u Nop52 (p52) (Beven et al., 1996; Dundr
et al., 1996, 1997, 2000; Zatsepina et al., 1997c; Myxapsps-
MoBa u Jp., 1998; Dundr, Olson, 1988; XKapckas, 3anenuna,
2005), U3 u U8 maxPHK (Beven et al., 1996; Dundr et al.,
1997; Dundr, Olson, 1998), a taxxxe pPHK. B pa6orax J{yH-
npa u OnbCcoHa C MOMOIIBIO MeToAa (IyopecueHTHOU
PHK—PHK-ru6puauzanuu in situ (FISH) u Hosepn-
OyioT-aHanu3a mokasano, uyto B I[SJ] mpucyrcTByer yactuy-
HO mpoueccupoBanHas npe-pPHK (Dundr, Olson, 1998).
Crnenuduyeckue Mmeuennsle onotruHoM npodsl PHK k kopo-
BOW wacTHW 5'-BHEINIHETO TPAHCKPUOMPYyEeMOTO creicepa
npe-pPHK (5'ETS core part), mocienoBareiabHoCcTsIM 18S
pPHK, nepBoro BHyTpeHHEro TpaHCKpuOMpyeMoro creiice-
pa npe-pPHK (ITS1), xouny 28S pPHK wu 3'-BHemHemy
TpaHckpubupyemomy creiicepy mpe-pPHK (3'ETS) metnnu
A1 B anadazueix kietkax CMT3. Hu ogna u3 pubdomnpod
He okpammBaia SJOP XpoMocoM BIJIOTh 1O Ha4aja peaKkTH-
Bauuu tpanckpunuuu p/IHK B Tenodaze, nemoHcTpupys
TE€M caMbIM, 4TO nepBuuHble TpaHckpuntsl pPHK oTmenuis-
0TCsl OT MaTpullbl «Mmosvamein» pJAHK B Hauane muro3a.
pPHK, Bxomsmiast B coctaB L[S]I, cBsizana ¢ Oeiakamu, moc-
KOJBKY 00paboTka xinetok PHKazoit A mpemorBpamniaer me-
yenue [[S1)] anturenamu x Oenkam B23 u ¢ubpumiapuny
(Kapckas, 3anenuna, 2005a).

Ecte ocHoBanus monarate, uto pPHK, Bxomsmiast B co-
craB LIA/], sasieTcs HeoOX0aMMOH 71 UX (OpPMHUPOBAHUS U
CHUHTE3UPYETCs 3a HECKOJIBKO 4acoB J0 Hauamia JeJIeHus Kie-
ToK. O0 3TOM CBHACTEIBCTBYET YACTHUHOE Yepe3 2—3 4 |
nosHoe uepe3 4—6 uHrnbuposanue opmuposanus LIS
mocyie 700aBICHUS K KyJIbTYpalbHOH cpelle MHIMOUTOpPOB
cunte3a pPHK u nponeccunra npe-pPHK — aktunomuina
I u [IPB cootBerctBenHo (JKapckas, 3anenuna, 2005a).

Hposapsimku (prenucleolar bodies, PNBs). Jlajgon-
teHn (Lafontaine, 1958) mpencraBun moapoOHBIA MOKIAT O
PaHHUX MCCIIEOBAHUIX MPEHYKIICOIIPHOrO MaTepHaa (Ipo-
sanpsimex) B mutose. CornacHo JladonTeny, mpeHyKIIeosp-
HBIC TEJIbIA B TEJIO(a3HBIX KIETKaX ObUIN BIIEPBBIC OMHCAHBI
uccnenosatenem Ban Kamnom (Van Camp) B 1924 r. [To3n-
HEE yJIbTPACTPYKTYpPHBIC HCCIICAOBAHHS MPEHYKICOISIPHBIX
TeJel BIMONHEHB! Ha Allium cepa L. (nyk) u Vicia faba L.
(606w1) (Lafontaine, 1958; Lafontaine, Chouinard, 1963).
Crusenc (Stevens, 1965) oOHapy ui1 3T CTPYKTYpHI B HEH-
pobrnacrax smopuonoB Chortopphaga viridifasciata (capas-
4ya) ¥ OJIHUM M3 MEPBBIX MOTMBITAICS MMOKa3aTh MPEEMCTBEH-
HOCTb Mexay nposapeimkamMu u IIXM. CornacHo ero gas-
HBIM, MPOSIPBIIIKK TPEJICTABISIOT COO0H MHOTOYUCIICHHBIC
OKpYTJIbIE JUCKPETHBIC TEIbIla, KOTOPHIC TOSBISIIOTCS B S/I-
pax TenogasHbIX KJIETOK OJJHOBPEMEHHO C JICKOHJICHCAIIUEH
XpoMOcoM U pOpMHpPOBAHUEM sifepHOH obomoukn. 1x dop-
MHUPOBaHNE HAYMHACTCS C MOSIBICHHS Ha ITOBEPXHOCTH aHa-
(hazubix xpomocom cHauaiga Meiakux (0.2—0.3 MkMm B aua-
MeTpe), a motoM KpymHBIX (0.3—0.7 MKM B AmameTpe) Te-
Jel, KOTopble M0 MOP(OJIOTHH COOTBETCTBOBAIN «CBO-
60THBIMY» TPOSIAPBIIIKAM B sIpax Teao]asHbIX KIETOK (puc. 3).
Pa3HbIMK aBTOpaMU MMOKa3aHO, YTO MPOSIPHIIIKNA COCTOST U3
IUIOTHO YNaKoBaHHBIX rpany: u ¢udpusut PHII, koTopsie mo
CBOMM pa3MepaM COOTBETCTBYIOT I'paHylaM U (uOpuiuiam
uHTepdasnoro sapeimka u [IXM (Stevens, 1965; Uennos,
[Tonsikos, 1969, 1974; Morcillo, De la Torre, 1980).

B tabnune mpuBeCHB OCHOBHBIC MOJIEKYJISIPHBIE KOM-
TIOHEHTBHI, BBISIBIICHHBIC B IIPOSAPBINIKAX COBPEMEHHBIMH Me-
TOAAMHU KJIETOYHON M MOJIEKYJsIpHOIl Omonoruu. Bunno, B
YaCTHOCTH, YTO YHHUBEPCAIbHBIMI KOMIIOHEHTAMH TIPOSIIPHI-
IIeK B KJIeTKax miiekonutapmux (Azum-Gélade et al., 1994;
Jiménez-Garcia et al., 1994) u pacrennii (Beven et al., 1996)
apisrored U3, U8 u Ul4 makPHII, wactuuno mpouneccupo-
BaHHas npe-pPHK u Oenku 3penoro sipeiiika, y4yacTBYIo-
mwe B mporeccuare pPHK, — ¢ubpmmnapun, B23, C23 u
Nop52. Jlist Toro 4To0bI YCTAaHOBUTD POJIb KaXKIA0TO M3 KOM-
MOHEHTOB MPOSAPBINIEK B UX (OPMUPOBAHUH, B IKCIEPH-
MEHTax 100aBJISIM JHIICHHBIE MEMOpaHBl Apa CIIEPMHEB
Xenopus laevis X akTHBHBIM IIUTOIIIIA3MATHYECKUM SIHIIEBBIM
JKCTpaKTaM OOIUTOB ImmopueBoil jarymku (Bell et al.,
1997). Ilony4yenHble HAOMIOACHUS TOKA3aJIHM, YTO CYIIECT-
BEHHYIO pOJb B (OPMHUPOBAHUMU MPOSIPHINIEK in Vitro,
MO-BUANMOMY, UrpaeT (puOpmimapuH, MOCKOIBKY HCTOIIE-
HUE 9KCTPAKTOB aHTUTEIAMU UMEHHO K ATOMY O€JIKY yMEHb-
10 YUCiIo chopMUpOBaBIINXCs mposyapbiiiek. [Tokasano,
4TO O00paTUMOE BO3JICHCTBHE PACTBOPOB HU3ZKOH MOHHOM
CHWJIBI ITPUBOJIUT K 00Pa30BaHMIO B Apax MHTep(ha3HbIX Kile-
TOK TeJlell, 00JIaalouX CBONCTBAMH MPOSApPHINIEK (Zatse-
pina et al., 1997a, 1997b; Zhu et al., 1999).

Bo mMHOrux paborax BBICKa3bIBaJOCh MPEIIIOI0KEHHE O
ToM, yTto Marepuasn [IXM nepemeniaercsi ¢ MOBEPXHOCTH
XPOMOCOM B MPOSIPBIIIKH, KOTOPBIE 3aTE€M CIIMBAIOTCS JIPYT
¢ IpyroM u coduparoTcs B o0mactu aktuBupoBanHoro SIOP B
tenodaze (Lafontaine, 1958; Lafontaine, Chouinard, 1963;
Stevens, 1965; Uennos, Iomsikos, 1969, 1974; Morcillo et
al., 1976; Ochs et al., 1985a; Medina et al., 1995). B nocnen-
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HUE T0JIbl SKCHEPUMEHTBI ¢ MapKHPOBAHHBIMU OEIKaMH B
KHUBBIX KJIETKaX MPSMO IMOJITBEP/MIN 3TO IMPEINOI0KECHHUE.
Tax, Obiu ony4ens! kieTku Hela, ctabuiibHO TpaHchuuu-
pOBaHHBIE IITA3MHUAMH, SKCIIPECCUPYIOMIMHU (GUOpHIapuH
n Nop52, MapkupoBaHHbBIE pa3HBIMU (HIIyOpPECICHTHBIMH
6enkamu (Savino et al., 1999, 2001). B takux kierkax o0a
Oenmka komokamuzoBanuchk B [IXM B meradasze u aHadase.
OJ1HaKO Kak TOJBKO XPOMOCOMBI JIOCTHUTaJIM TIOJFOCOB Jieiie-
HUs, QUOPIIIIAPUH OTACISAICS OT epH(Eepruu XpOMOCOM, a B
Tesodaze MUTPUPOBAT B TPOSIPHINIKA U aKTHBHPOBAHHBIC
SIOP. Ilo cpaBHeHuto ¢ pubpmwutapuaom Nop52 Gonee me-
JeHHOo aucconuuposan u3 [IXM u MUrpupoBail B «IIO3HUE
MIPOSIAPBIIIKI», KOTOPBIE OTJINYAINCH OT «PAHHUX MPOSAPHI-
mek» oTcyTcTBueM ¢Gubpuutapuna. B otnuume ot ¢uod-
prntapuaa Nop52 MUTPUpPOBAI B SAPBIIIKH JIUIIE B pAaHHEM
nepuoge G,. Coxmepxamue GUOPUIUTAPUH TPOSAPBIIIKH
CyIIeCTBOBaIM B Te4eHHE 15 + 5 MHH, B TO BpeMsA Kak
Nop52-cozaepskaiue TposaAPLIIIKK ObUTH OGoiee CTaOMIIbHBI-
MU U coxpaHsuHuch B sfapax 80 = 20 MuH. ABTOPBI Takxe
OTMcaly MOsBICHUE (PUOPMIIIAPHUH-TTONOXKHUTEIBHBIX «MOC-
THKOBY», CBS3BIBAIOMIMNX HEKOTOPHIC MPOSIAPBIMIKH JIPYT C
IpyroM u ¢ (GOpMUPYIOIIMMHUCS siApbIiKaMu. [losBieHue
«MOCTHKOBY» COINPOBOKAAJIOCH YMEHBIICHHEM (ITyopecIieH-
THOT'O CUTHAJIa B OJTHOM «CBSI3aHHOM» TPOSIJIPBIIIKE C OJTHO-
BPEMEHHBIM YCHJICHHEM CHTHana B ApyroM. OTu HaOo-
JICHUSI CBHJICTEIBCTBYIOT B ITOJIb3y OJHOHAIPABIECHHOTO IIe-
peMerieHus (MepeTeKkaHus) SAPHIIIKOBOIO MaTepuaga U3
OJTHOTO TPOSIAPBIIIKA B APYTOE.

Jpyras rpynna uccieaoBareieil M3yduia MoBeACHHE
MyTaHTHBIX OenkoB B23—GFP, ¢ubpunnapuna — GFP u
C23—GFP B cTabunbHO TpaHCPUIHPOBAHHBIX KIETKAX
CMT3 (Dundr et al., 2000). IToka3zaHo, 4TO HPOSAPBIIKA
BO3HHUKAIOT B paHHEH Tenodase U MepeMemaroTcs 1o sIpy o
cKkopocThio 2.4 MKM/MUH. HekoTopble MposApBIIIKY CITUBa-
I0TCSL JIpYT € ApYrom, (GOpMHpPYs MPOSAPBIIIKKA OOJIBIIET0
pa3mepa, Ipyrue o0pa3yroT KOHTAKTHI C SAPBIIIKOM ITOCPEI-
CTBOM «MOCTHKOBY», aHAJIOTHYHBIX OIMCAaHHBIM B pabore Ca-
BUHO ¢ coaBTopamu (Savino et al., 2001). C momorpio
4D-MUKPOCKOIINH, TTO3BOJISIOMIEH PErHCTPUPOBATH M3MEHE-
HUSl MTHTEHCUBHOCTH (DJIyOpECLEHIMH BO BPEMEHHU M IPO-
CTPaHCTBE, MOKA3aHO, YTO OAHOBPEMEHHO C YCUIICHUEM CHT-
HaJIOB B (DOPMUPYIOUINXCS SAPBIIIKAX YNCIIO, Pa3Mep U HH-
TEHCHBHOCTb (DJIyOpPECHEHIIMH MPOSAPBIIICK I1aJJat0T.

[Mocnennue naHHbIC, Kacaroluecs AMHAMHUKH TPOSIPbI-
1IeK, OBUTH MOJTyYEHBI ¢ MCIOJIB30BaHUEM METOJIOB KOAKCIIpec-
CHHM T'€HOB XUMEpHbIX OenkoB ¢pubpmmapun—GFP/B23—
DsRed, Nop52—GFP/B23—DsRed, B23—GFP/Nop52—
DsRed, Bopl—GFP/B23—DsRed u B23—DsRed/Nop52—
GFP B xnerkax HelLa (Angelier et al., 2005). ABTOpHI 3TO¥
paboTHl IPUMEHMIN BBICOKOpA3peIalomnil (IIyopecieHT-
HBII METO/I, TO3BOJIAIOLIMN aHAJIU3UPOBATH B3AUMOJEHCTBUE
0enKoB in Vivo Ha PacCTOSTHUM TOpsAIKa 6 HM, OCHOBaHHBIN
Ha npuHiune PEpcTepoBCKOro pe30HaHCHOTO IepeHoca
suepruu (FRET; Emiliani et al., 2003). B pe3yibrare Obutn
BBISIBJICHBI B3aUMOJICHCTBUS MEX1y OelKaMu MO3/IHETO Mpo-
neccunra Nop52 u B23 B sapsllike U HEKOTOPBIX IPO-
snpeimkax, Ho He B [IXM. Mexnay ¢dubpumiapunom u B23
TaKUX B3aUMOACHCTBHH He HaOmonaock. [loryueHnsle naH-
HbIE MTO3BOJIMIIN MTPEIIONI0KUTh, YTO TPOSIPBIIIKA SBIISIOT-
Csl MyHKTaMM Uil IPEABapUTEIbHONH COOPKM KOMIIIEKCOB,
yuactBytomux B npouneccunre pPHK (pre-assembly plat-
forms). Kpome Toro, mokasaHo, 4To B Hadaje Teodassl,
KOTJla MPOUCXOIUT (POPMHUPOBAHNE NPOAIPHIIIECK, WHANBHU-
JyalbHbIE MPOSAPBIILIKA COJEPKaT KOMIOHEHTHI PaHHETro
(bubpumnapun) u no3anero (B23) nponeccunra pPHK npu-

Onm3utensHO B TeueHue 10 muH. [To3guee pubpunnapuH nc-
ye3aeT M3 MPOSAPHIINIEK, B KOTOPBIX, OJHAKO, COXPAHACTCS
6enox B23. Ha ocHOBaHMM NOJy4YeHHBIX PE3yJIbTaTOB aBTO-
PBI TIPEAMOIOKMIM, YTO MOPSIOK MUTPAIMU SIIPHIIIKOBBIX
0eIIKOB M3 MPOSAPBILIEK B HYKJICOIIa3My, a 3aTeM B (popMu-
pYIOIIUecs SAPBIIIKN OTPaskaeT 3Tall (PaHHUH WM MTO3THHIH)
ux ydactus B npoueccurare pPHK (Olson, Dundr, 2005; Her-
nandez-Verdun, 2006). B 1ieiom 3T JaHHbBIE COTJIACYIOTCS C
tem, 4To [IOK dopmupyercs B mporecce HyKJIeoIOreHe3a
panbire ['K. KonndectBeHnHsbIid ananu3 mokasai, yto 'K 06-
pasyercs npubnuzutenbHo yepes3 18 mun nocie [TOK u ge-
pe3 27 MUH TIOCITe 3aBEpUICHHS] COOPKH MOTHOIEHHOTO KOM-
mnekca PHK-nonumepassl I, cBUaeTENBCTBYOIIETO O HAYaIe
tpanckpunuuu pJAHK B nouepnux sanpax (Leung et al.,
2004). Kuneruka popmupoBanust 'K B 11e110M COOTBETCTBY-
€T BpeMEHH, HEOOXOAMMOMY JUIsi CO3pPEBaHUs MaJIOH CyObe-
JIUHULIBI pubocoMbl (okosio 20 MuH). B KieTkax B TeueHHe
nepBeiXx 20 MHH MOCJIE MHUTO3a MPOMCXOANUT yBEIMYCHHE
kinactepoB IIOK mpubnusutensHo A0 7 Ha AApo (3a TOUKY
oTcUeTa MPHUHATO BpeMs pa3elieHIs XpOMOcoM B aHadasze).
OpnHako nociie okoHuaHust popmuposanus ['K obuee uncio
knactepoB [IOK ymensimanocs B cpenneM a0 4.5 6naromaps
CIHSTHAIO COCEIHUX KiacTepoB. Takmm obpazom, popmmpo-
Banue 'K conpoBoxaaerca cnusnuem [1OK.

Hunamuka A u nposapeiuiek. Bnepsole quHa-
muka LISI/] 1 mposiaphIlIek B )KUBBIX KIIETKax ObLIa mpociie-
xena Jlynapom ¢ coaBropamu (Dundr et al., 2000) ¢ ucriosnb-
30BaHHEM IeiTpadepHOl BHICOMHUKPOCKONH U TpaHC(]EK-
UM KJIETOK IUIa3MUIaMH, KOAUPYIOIMIMMHU XHUMEPHBIE OeNKH
B23—GFP, ¢ubpunapus—GFP u C23—GFP. Atopsl
onmcanu 6ecriopsgounslie nepemenieHus L[S1/] B uuTomnazme
co ckopocthio 1.8—15.0 MKM/MUH B Tesloa3HBIX KJIETKaX
CMT3, a B penkux ciydasx — ux camstaue (Dundr et al.,
2000). IMockonpky uncno L[]l B kIeTKax ¢ TEYCHHEM TEIO-
(ha3pl yMEHbBIIAJIOCH, @ UHTEHCUBHOCTH (JIyOpECUEHIIHH
MapKepHBIX OENKOB C BHYTPEHHEH CTOPOHBI sAepHOU 000-
JIOYKH TIPH 3TOM BO3pacTaiia, OblI C/IeaH BBIBOJ O TOM, YTO
Marepuan LIS/ moxxer MmurpupoBath BHYTpb siapa. Ha ocHo-
BaHUH STHX HAONIOJCHHWH ObLTa MpeIoXKeHa CIeayomas
cxema nosenenus LIS1J] B mutoze: npu pazbopke L[S/] nx
KOMIIOHEHTBI BXOZAAT B SIAPO, 3aTEM MHUTPHUPYIOT B TPOS[I-
PBILIKH, KOTOPbIE B CBOIO OYEpPE/b MEPEHOCIT MaTepHall
LISIA B 30HY (hOPMHUPYIOLIUXCS SIAPBILIEK.

CornmacHo maHHBIM Juteparypsl, LAl ciocoOHBI mepeme-
IATBCS 110 LUTOIUIa3Me cO cKOpocThio 1.8—15.0 MKkM/MUH.
OjiHaKoO K HAcCTOSIIEMY BPEMEHM HE IPEUIOKEHO HUKAKUX
TUIIOTE3 OTHOCHUTEJIbHO MexaHu3MOB jaBwxkeHus L[] B
kietkax. Harm HaOmroaeHus: o konokanusaruu L[] ¢ act-
panpHBIMH MHKpPOTPYOOYKaMU BEpeTeHa JEIEHUs yKa3bIBa-
I0T Ha TO, 4To B nepememenusx LISJ] B Temodaze moryr
MPUHUMATh y4yacTHe 3yIeMeHThl ruTockeneTta (JKapckas, 3a-
nenuHa, 2005a). PesympraToM STHX NepeMemeHnid MOKET
owITh cusaue LIS npyr ¢ apyrom u(wmu) ¢ ssapom (Dundr
et al., 2000). B mos1b3y 3TOT0 HPEAIOI0KEHHS CBUACTEIBCT-
BYET CXOJICTBO MOJICKYJISIPHOTO COCTaBa M YIbTPACTPYKTyp-
Ho#t opranuzanuu LIS/ u nposinpeimiex. LS/ v nposiapeii-
KU COZIEPKAT OJIHU M T€ K€ SAPBIIIKOBBIE KOMITIOHEHTHI (Oer-
ku, MAKPHK u npe-pPHK; cM. Tabnuny) u oO6pa3oBaHbI
¢ubprnsipHo-rpanyisspueiM Matepuanom (Dundr et al.,
1997, 2000; Dundr, Olson, 1998). OgHako MexIy IHUTOTLIA3-
MaTHYECKHMH U SIIEPHBIMU TIPOU3BOAHBIMH SIAPBIIIKA CyIIe-
CTBYIOT HEKOTOpbIe paznuuns. Bo-mepsrix, LIS]/] Gonee na-
OWMIIBHBI, YEM MPOSAPBIIIKH, U MOTYT COBEPIIATh CBOOOIHbIC
JBIDKEHHS] Ha OOJbIIME paccTosiHus. Bo-BToOpbIX, mposi-
pBIIIKH — OoJiee MENIKHME U OJHOPOIHBIC IO pa3MepaM obpa-
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3oBaHusA (quamerpom 0.2—0.7 MKM), B TO BpeMs Kak pa3me-
pet LA Bapsupytot B auamerpe ot 0.2 go 1.0—2.0 Mxm.
B-tperbux, nposapsiiuku omindarores ot LIAJI mo conepaxa-
nuto pPHK. Tak, B otnuuue ot LIS/ nposapeimku conep-
xat 28S pPHK, no numenst 47-45S npe-pPHK u 18S pPHK.
B-ueTBepThIX, BpeMs CyliecTBOBaHUs (huOpHiLiapuHa map-
kepHOTO Oenka panHero npoueccuara pPHK B LIS/l oxa3bi-
BaeTcst OoJiee MPOAOIDKUTEIBHBIM, YEM B MPOSAPBIIIKAX. DTO
MIPUBOJNT K TOMY, 4TO B KJIE€TKax panHero G;-nmepuoja, co-
nepxamux LISIJI, GenkoBeii coctaB mposiapseimek n LISIJ]
pasmuuaercs (Dundr et al., 2000; Olson, Dundr, 2005).

MexaHM3MBI PEOPraHu3alMM S/APBHIIIKA B MHTO3€

HecmoTps Ha 00JbIIOE KOJIMYECTBO HKCHEPUMEHTAIb-
HBIX JIAHHBIX O JJMHAMUKE SIPBIIIKA U €r0 OCHOBHBIX OEIIKOB
B MHUTO3€, OHH HE JIAIOT CETOJHS BO3MOKHOCTH IOJIHOCTHIO
PacKpbITh MPOOJIEMy PEOpPraHM3alMU SAPBIIIKA B MHUTO3E.
006006111ast HaOFOACHUS, IUTUPOBAHHBIC BBIIIIE, MOYKHO MPE]I-
TIOJIOKHUTH CIIEAYIONIYI0 MOJENb PEOPTaHMU3ALUH SIPHIIIKA
NP JIeJICHUH KJIETOK BBICIINX 3YKAapHOT. TpaHCKpHUNIHS
pAHK mocrtenenHo mpekparraercs B mpodase, MOTHOCTHIO
3aBepIIasich K KOHITy rmpometadasbl. Tpanckpuntsl nmpe-pPHK,
KOTOpbIe OBUIM CHHTE3UPOBAHbI B Hadaje MUTO3a W(MJIH) B
npesIayIei naTepgdase, Ho He YCIENIH 3aBePIINTh MTPOIece
CO3pEBaHMs, MIPU Pa3PyLICHUN SAPBIIIKA MUTPUPYIOT B HYK-
neorutasmy. IIpu aToM yacTuHO mporeccupoBansbie mpe-pPHK
COXPAHSIOT CBA3b C HEKOTOPHIMH KOMIIOHEHTAMH SIIPHIIIKA
(B mepByto ouepens ¢ 6enkamu n MAkPHK, ygactByrommumu
B npoueccunre pPHK) u dopmupyror IIXM B meradase.
B anadaze HeKOTOpOE KOJIMYECTBO HTOTO MaTepHalia OCTaeT-
cs B [IXM, B TO Bpems kak apyras yacts ¢popmupyer LISIJT.
Korga B Tenodaze XxpoMoCOMbI HAUMHAIOT IEKOH/IEHCHPOBa-
TBCSI, @ BOKPYT HUX (OpMHpYETCs siiepHast 000y1049Ka, Marte-
puan nepememaercs ot LA/J[ B Hykieonnasmy, rie ux mare-
puaa BKIIOYACTCS B COCTAB MPOSApBIMIEK. [IposapeImku
(opMHPYIOTCS TAaKXKE U3 MaTepualla, KOTOPbIH ObLT aCCOLNU-
pOBaH C TIOBEPXHOCTHIO XPOMOCOM. AKTHBAIMS TPAHCKPUII-
unu p/IHK uHMIMUpyeT nepeMenieHue sapbIIKoBOro MaTe-
puana ot nposiapsiek K IOP. Paznuyatroniuiicss Bo BpeMeHH
MOPSIAOK MUTPALIMM KOMIIOHEHTOB paHHero ((puOpUILIapuH)
u no3nHero (B23 u Nop52) mpoueccurra pPHK otpaxkaer
OYEepPEeHOCTh CTaAMi CO3pEeBaHUs MPEeprHOOCOM, B KOTOPBIX
ydacTBYIOT 3TH Oenku (MyxapbsmoBa u 1p., 1998). Bosspar
KoMmnoHeHToB mnporneccunra pPHK B ¢dopmupyrommecs si-
PBILIKK OCYIIECTBIsIETCSl cKopee nyTem anddy3uu, 4em 3a
CYEeT aKTHUBHOTO TpaHcropra. TakuM 0o0pa3oMm, cOTIacHoO
9TOM Mojenu, ocHoBHast ¢yHkums L{SJ[ — sro yuactue B
cOOpKe MPOSIPHIIIEK, a MPOSAPHIIIEK — B COOPKE SAPBIIICK
(Dundr et al., 2000; DiMario, 2004; Olson, Dundr, 2005).
Oco00 NOAYEPKHUBAIIOCH, YTO HPOSIPHIILIKA CIIOCOOHBI CITU-
Bathcs ¢ SIOP u (hopMHupOBATH MOTHOLEHHBIE SAPBIIIKH TO-
JBKO B IPUCYTCTBHH aKTHBHBIX pUOOCOMHBIX reHoB (Dous-
set et al., 2000).

[TyckOBBIM MEXaHHU3MOM, 3aIlyCKAIOUUM pacuai sija-
PpBILIKA IPU BCTYIUIEHUU KJIETOK B MUTO3, ABJISETCS AOMOJI-
HUTEJIbHOE (ochopunupoBaHrue ero OCHOBHBIX OEJIKOB.
K takum OeixkaM OTHOCSTCS KOMIIOHEHTHI TPaHCKPUIIIHU-
onnoro kommiekca PHK-nonumepassr I: TIF-IB/SL1
(Grummt, 1999), UBF (Klein, Grummt, 1999) u TTF-1 (Sirri
et al., 1999), a Taxxe OeNKH, yIaCTBYIONIUC B MPOIECCCHHTE
pPHK, — B23 (nyxieodosmun) u C23 (nykieonun) (Belen-
guer et al.,, 1990; Peter et al., 1990; Jiang et al., 2000; To-
kuyama et al., 2001; Okuwaki et al., 2002). ®ocopumpo-

BaHHE 3TUX OEJIKOB OCYIIECTBISIETCS OCHOBHONW MHUTOTHYE-
ckoit kuHa30i Cdkl (p34<de?), akTHBHOCTh KOTOPOH IPOSIB-
JsieTcs B KoMIuiekce ¢ iukianaoM B (Enuganosa, 2003). ITo-
Ka3aHo, 4To MUTOTHYecKoe Tutiepdochopumuporanue Cdk 1
nnaruodupyer pPHK-cBs3pBatomyto akrupHocts B23, uto
MOBBIIIACT PACTBOPUMOCTH OeNKa, CIOCOOCTBYET ero MUrpa-
UK W3 SIPBIIIKA B HYKJIEOIUIa3My, a MOCIE paclaaa siaep-
HOW ob6osouku — B nurommiasmy (Okuwaki et al., 2002).

MornexymsipHble MEXaHN3MbI COOPKH SIPBIIIKA B KOHIIE
MHUTO32 B HACTOSIIIMI MOMEHT M3ydYeHBl HeJocTaTouHo. [lo-
Ka3aHo, 4To Bo3oOHoBieHue TpaHckpunuuu pJIHK compo-
BOXKZIaeTcsl 9acTHIHBIM aedochopummpoannem UBF (Voit
et al., 1999). Ognako »TH HaOMIOICHUS MPOTHBOpPEYAT JIaH-
HbIM CHppH ¢ COaBTOPaMH, COTJIACHO KOTOPBIM TPEXK/IeBpe-
menHas aktuBanust p/IHK pockoBuTHHOM HE compoBOXa-
eTcst usMeHeHneM yposHs ¢ochopunupoanust UBF (Sirri et
al., 2000). [TpuHATO CYUTATH, YTO IO MEPE 3aBEPIICHUS MH-
TO3a MPOUCXOJAT MPOIECChl, 00paTHBIE TeM, KOTOPBIE HMe-
IOT MECTO IPU BCTYIUIGHUH KJIETOK B MUTO3. K HUM OTHO-
cATCSI ierpajiaysl UKJINHA B, KoTOopas ocymecTBiseTcs ¢
ydacTHeM yOWKBHTHH3aBUCHUMBIX MPOTEOIUTHYECKUX (ep-
MeHTOB OenkoBoro komiuiekca APC/C (anaphase-promoting
complex/cyclosome ubiquitin ligase), cTUMyIHPYIOIIETO
aHadazy. OTH peakluH IPUBOJAIT K NHAKTHBAIINU KOMILJICK-
ca Cdk 1—muxaun B (Clute, Pines, 1999) u BBI3BIBAIOT nie-
¢dhochopunupoBaHne KOMIOHEHTOB TPAHCKPUIIIIHOHHO-
ro kommiekca PHK-momumepaser 1 (UBF, TIF-IB/SL1),
a takke OenkoB B23 (mykmeodo3muna) u C23 (HyKiIeomn-
Ha), KoTopble ydacTByIoT B npoueccurre pPHK. Cumxkenue
ypoBHs (HOCHOPHINPOBAHUS ITUX OCIKOB MPHUBOIUT K IO-
BoiieHuIo ux pPHK-cBs3bIBatoIell akTHBHOCTH U CTUMYJIH-
pyeT Hadajo cCOOpKHM PUOOCOMHBIX yacTwil. [lneioTpor-
HOCTh d2(dekroB narndbuposanus Cdk 1 mpu krerogyHOM
JICJICHUH TOJTBEPIKJACTCSI TAK)KE HEIAaBHUMH HAOIIOICHUS-
MU 00 WMHAYKIHMH NpPEXJIECBPEMEHHOH HUTOTOMUHU Oe3 pac-
XOXJICHHSI XPOMOCOM K TOJIOCAM BEPETEHA B MPHUCYTCTBUH
cnenn¢udeckoro uaruontopa Cdk 1 BMI-1026 (Niiya et al.,
2005).

YyacTre Opyrux M3BECTHBIX PEryJIATOPOB BBIXOJa Kile-
TOK W3 MHUTO3a, BKJIto4das polo-nogoonyto kunasy 1 (Plk 1;
Zang et al., 2004; Liu, Maller, 2005), B BOCCTaHOBJICHHH 511~
PBIIIKA MOXXET SABIJIATHCS MPEIMETOM OyAYIIMX HCCIen0-
BaHUW. DTH UCCIIEIOBAaHNUS MOTYT OBITh TaK)X€ MOCBSIICHBI
BBISICHEHHIO MEXaHU3MOB HAIPaBIEHHOTO TPAHCIIOPTA Mpe-
IIECTBCHHUKOB S/IPBIIIKA B 30HY akTHBHpoBaHHBIX SOP, oT-
paboTKe METOIMKH BBIICICHUS MIPEIIIECTBEHHUKOB U3 METa-
(ha3HBIX KJIETOK M HMX MHOCIEAYIOMEMY OMOXMMHYECKOMY
aHaJn3Yy.

Pabora BeImonHeHa 1pu (pUHAHCOBOM mMmojuepkke Poc-
cuiickoro Gouaa GyHIaMEHTATBHBIX UCCIICIOBAHMIA (TIPOCKT
06-04-49392) u mporpamMel PAH «MonekynspHas u Kie-
TOYHAst ONOJIOTHSI».
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The nucleolus is the largest and most dynamic nuclear domain in the vast majority of eukaryotic cells. The
main and universal nucleolar function is participation in ribosome biogenesis, including ribosomal DNA
(rDNA) transcription, pre-tfRNA processing and ribosome subunit assembly. Furthermore, the nucleolus and its
proteins also participate in cell cycle regulation, apoptosis and cell aging. These nucleolar functions are realized
predominantly in interphase and, apparently, are abolished during mitosis, when the nucleolus disassembles. In
this review, literature and our own data on the dynamics and mechanisms of the nucleolus disassembly and reas-
sembly during mitosis in animal and plant cells are summarized. Particular attention is paid to the results obtai-
ned by analysis of the nucleolar dynamics in living cells and to modeling of the premature assembly of nucleolus

upon various experimental conditions.
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