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YACTD L.
OBILIME CBEJIEHHUA O CUHAIITOHEMHOM
KOMIIVIEKCE

I'maBa 1.
IMPEOBPA3OBAHUSA XPOMOCOM B XOIE MEMNO3A

Knetku nensrcst mytem Meio3a OJTUH pa3 B )KU3HEHHOM ITHKJIE JIFOOOTO DYKapUOTH-
YEeCKOro opranusma. Pe3ynbrarsl Meiio3a ciokHee, YeM pe3yJbTaTbl MUT03a, KOO B X0z
Mel03a perUIMIIMPOBAHHBIE XPOMOCOMBI HE TOJIBKO MEPEAAI0TCsl U3 MAaTEPUHCKHUX KJle-
TOK B JOYEPHUE, HO EIIE U YHCIIO UX YMEHBIIAETCS BABOE, U OHU PA3EIIAI0TCA TOYHO HA
JIBa TaIUIOUIHBIX TeHOMa. [Ipu ATOM B XOjie JIeJICHUS MPOUCXOINUT PEKOMOMHAITUS Cer-
MEHTOB F'OMOJIOTMYHBIX XPOMOCOM: FTeHETUUECKUH OOMEH BHYTPH IPYIII CLEIUICHUS re-
HOB. Bce 2T cepbe3nble omMuMsl Mei03a OT MUTO3a CIIyXaT JOCTAaTOYHOW IPUYMHON
JUISL TOTO, YTOOBI CTPYKTYpa XpOMOCOM B Mei03€ OT/In4ajgach OT UX CTPYKTYpbl B MUTO-
3€, ¥ OHa JICHCTBHUTENBHO OTIMYaeTcsi. MOKHO JJOOaBHTh, YTO TaK HA3bIBAEMBIH axpo-
MaTUYECKHIi anmapar KJIeTOYHOI'O JIelIeHUs B Mel03¢e (BepeTeHO KIETOYHOIO JIJICHUS U
MIPUHINT €ro paboThI) MPAKTHYECKH HE OTIMYAETCs OT 3TOro ammapara B MuTo3e. Crie-
IUQHKa PACXOXKICHUS XPOMOCOM B MEI03¢ — PEIyKIUs HX YHCIIA — OMPEACIIETCS He
MOJIEKYJISIDHOW OpraHU3alieil BepeTeHa JIeNeHNs, a TEM, KaK KpPEIsiTCs K HEMY XpOMO-
COMBI, CrieUU(pHUKON UX KUHETOXOPOB B Meio3e U crielu(pUYecKM MOMapHbIM COeIUHE-
HHEM XPOMOCOM BHYTPH KJIIETOYHOTO BEpETeHA. DTH SBJICHUsI OYIIyT OIMCAHBI B TOM XPO-
HOJIOTHUYECKOM MOPSAJKE, KaK OHU UIYT B XOZA€ MEHO3a.

Kak u3BecTHO, MEH03 COCTOMT W3 JIBYX KJIETOYHBIX JeneHui (1-e u 2-e aencHus
Meio3a win meiio3 [ u meiios II), cnenyromux oqHo 3a ApyruM 0e3 TUIMMYHON nHTepda-
3Bl MEXJy HUMH, 0€3 peIuIMKaIii XpoMocoM. BMecTo kiaccudeckord nHTepQas3bl nMe-
€T MECTO €€ PeAyLHPOBAaHHBIM BapHaHT — HWHTEPKUHE3, TO €CTh NPOMEKYTOK MEXKIY
JIBYMSI KHHETUYECKUMU (a3zamMu Meiio3a. Bo BpeMst HHTEpKHHE3a XpOMOCOMbBI YaCTHYHO
JICKOH/ICHCHPYIOTCSI i BCKOpE KOHJICHCUPYIOTCS BHOBB, M HaYMHaeTcs rpodasa 11

XpomocoMbl B npeMeiioTu4ecKkoil nurepgase u npodase I

Ipemeiiornueckas unrepgasa. Ilepen BCTyIuieHHEM B ME03 XPOMOCOMBI PETI-
JUIMPYIOTCS B X0JIe MpeMeroTndeckoi nuTepdaspl. [IponomkuTenbHOCT 3TOM HHTEP-
(a3pl CYIIECTBEHHO NPEBBINIACT UTUTEIBHOCTh HHTEP(A3hl BO BPEeMsI MUTOTHIECKOTO
LIMKJIA y T€X € OPraHW3MOB, B YACTHOCTH, BO BPEMS IIPEIIIECTBYIONINX MENHO03y Jese-
HUH (MHTO30B) B CHIEPMATOTOHMSAX W OOTOHMSX y KMBOTHBIX, H B CIIOPOTEHHEIX (IIpe-
MeloTHuecknX) KieTkax pacreHuii (JIsmynosa, bormanos, 1975). JnuTtensHOCTh mpe-
MeioTndeckoid HHTEp(asbl CymEeCTBEHHO YBEIMYMBACTCS 3a CUET NEPHOAa PEILTHKa-
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MU XpOMOCOM (S-miepronia), DTO BBI3BAHO TEM, YTO (YHKIIMOHHPYET MEHbBINEES YHCIIO
TOYEK MHULIMAIMU PETUTUKALINHY, Pa3Mep PEINIMKOHOB YBEIUYUBACTCS U AJIs [TOJTHOM per-
JIMKAIMK XpoMocoM TpeOyeTcst 6oubiiee Bpems (Liapunova, 1996).

B unrepdase 1000ro KIETOUHOTO JeNICHHs, B TOM YHCJIE B MIPEeMEHOTHYECKON HH-
Tepdase, mapbl TOMOJIOTUYHBIX XPOMOCOM 3aHUMAIOT B 00beMe spa OOIIYI0 TepPUTO-
puro. DTo OIarompuATHO [T UX COMMKEHUS U KOHBIOTALIUH 1a)Ke B COMaTHYECKUX KIIeT-
kax (Zickler, 2006). ITocne permkamuu JIHK kaxmas xpoMocoMa COCTOUT M3 JABYX
CECTPUHCKHX XpOMATHUJ, COJIEPXKAIIMIX O OAHOM (cecTpuHckoil) monekyie JJHK. B xone
npodassl | Meiio3a B3aMMOJICHCTBYIOT, B YaCTHOCTH BCTYIIAKOT B KPOCCHHTOBED, IO OJI-
HOW XpOMaTHJIe U3 KaKJOH FOMOJIOTHYHOM XPOMOCOMBI.

IIpodasa I meiio3a mogpasnensercs Ha CTaIuKM HA OCHOBE MOP(OIOTHIECKHUX TIpe-
00pa3oBaHKi XPOMOCOM, KOTOpbIE MOKHO HaOII0AaTh B CBETOBOM MUKpOcKome (puc. 1.1).

(1) IepBast u3 3TUX cTAAUN — Jenmomena (JCTOHEMA) HAYMHACTCS C TIOSBICHHS
TOHKUX M JUTHHHBIX WHIUBHIYAJIBHBIX XPOMOCOM. Y HEKOTOPBIX OOBEKTOB OHH HECYT
MeJTbYaiime, U3SIIHbIE XPOMOMEPHI (HaIpUMep, Y HACEKOMBIX: MIPSIMOKPBUIBIX M CTpe-
K03). DIEKTPOHHASS MUKPOCKOIHS TO3BOJIIIA BELIBUTH BHYTPH JICHTOTCHHBIX XPOMO-
COM TOHKHE ocH (axial cores), OHH k€ — OCeBbIC AIIEMEHTHI XpoMocoM (axial elements,
AEs). B panHeii 1enToTeHe 0CeBbIC IEMEHTH MOTYT OBITh IPEPHIBUCTBIMU, HO K KOHITY
9TOM CTaJlMM OHU CTAHOBATCS HENPEpPhIBHBIMU. [10 00€ CTOPOHBI OT OCEBOTO AJIEMEHTA
XPOMOCOMBI YK€ Ha CTaJUH JICITOTEHBI PACIIONATAIOTCSI CECTPHHCKHE XPOMATHIBI —
AIIEMEHTapHbIe PUOPUILTBI XPOMATHHA, YIOKEHHBIE B CTPYKTYPY BBICIIETO MOPSIKA.

XpoMOCOMHBIE OCH (OCEBbIE AIEMEHTh) MEHOTHUYECKUX XPOMOCOM COCTOST U3 Oel-
KOB KOT€3WHOB, KOTOPBIC B ITUKJIC MUTO3a COSIUHSIOT MapauIeIbHO JISKAIINE CECTPUH-
ckue xpoMarunasl. Bo Bpems nmpemeiiorndeckoit maTepdasbl u nmpodaser | k HUM g00aB-
JISIFOTCST Melo3-cenuduIHble Kore3nHsl — Rec8 u apyrue (cMm. 1. 2), a 1o xomay paH-
Helt podassl | kK Kore3nHam qOOaBISTIOTCS MaKOPHBIE (IJIaBHBIC) MeHO3-crienupuaec-
KHe OClTKM XpOMOCOM, U3 KOTOPBIX (POPMHUPYIOTCS JaTepajbHBIC 3JIEMEHThI CHHAITO-
HEMHBI3 KOMIUIEKCOB (puc. 1.2, cM. Takxke II1. 2). BeneacTBue MacCUBHOTO HACBIILCHUS
OeJIKaMu, XpOMOCOMHBIEC OCH B Tipodaze | Melio3a cTaHOBATCS BUIIMMBIMH B HHTaKTHBIX
XpOMOCOMaXx € MOMOILBIO AIEKTPOHHOTO MUKPOCKOIIa, HAalPUMeEP, Ha YABTPATOHKUX Cpe-
3ax TpH MAAAIMX MeTonax pukcanuu (0630psl: bormanos, 1975, 2003; boctok,u Camm-
Hep, 1981; Zickler, Kleckner, 1998; Ilenkuna u np., 2002)

B panHneli nentoreHe, o JielicTBAEM crielM(UYESCKHUX JUIS Meio3a dHIIOHYKIIea3
(rmaBHBIM 00pa3oM Spoll), BO3HMKAIOT MHOKECTBEHHbIE IBYXHUTEBbBIE pa3pbIBbl MOJIE-
kyn JIHK (double-strand breaks, DSBs). OnmHOBpeMEHHO TPOUCXOIHUT B3aUMHOE y3Ha-
BaHUE OTIEJIbHBIX JIOKYCOB TOMOJOTHYHBIX XPOMOCOM M MX MONapHOE COEAMHEHHE
(pairing). ®opmupoBanre DSBS — 3T0 TiepBBIii mIar MHOTO3TAITHOTO MPoIiecca TeHETH-
9eCcKoH peKOMOMHAINHY, KOTOpast 3aBEPIIaeTCsl UMb K KOHITY CTaIUH MaXUTCHBI.

Bo BpeMs nenToTeHpl OKOHYATEIbHO MCUYE3aeT PACIIONIOKCHUE XPOMOCOM B SifIpe,
XapaKTepHOE U COMATUYECKUX KIIETOK, BO3HUKACT X HOBOE PACIONIOXKECHHUE, XapaK-
TepHoe Juis Mero3a. [loce MUTO3a B COMaTHYEeCKHX KIIETKaX, B TOM YHCIIE MTOCIIE MUTO-
30B B MPEMEHOTHYECKHUX KIIETKaX (HAIPUMEp, B CIIEPMATOTOHUSIX Y )KUBOTHBIX H apXec-



17

Puc. 1.1. IIpocasa I meito3a B cnepmaronurax kysneunka Chorthippus parallelus, Tam tie 310 BO3-
MOHO, OMBAJICHTBI XpPOMOCOM TPOHYMEPOBAHBI B 3aBUCUMOCTH OT WX JUIMHBI, X — YHHBAJICHTHAs
mosioBast Xxpomocoma (X0-crcTemMa orpezieseH s oa): a — JENTOTeHa; & — 3UTOTeHa, KIaCTPUpPOBa-
HHUE TEIOMEPHBIX paiflOHOB XpOMOCOM Ha SJIepHOI MeMOpaHe, Hadano GopMupoBaHUs GUTYpBI «OyKe-
Tay; B — PaHHsS MTAXUTECHA, «OYKEeT» XPOMOCOM; I — IO3IHISI TAXUTEHa pactaj Oykera; A — JUILIO-
TEHa, BUIHBI XUa3MbI (5 xua3m B OuBaeHte Ne 1, yetsipe B OuBaneHte Ne 2, Tpu B OuBanenre Ne 3, nBe
B OuBasneHTe Ne 4, 10 0fHOIT KoHIIEBO# XxHa3zme B OuBaeHTax NoNe 5-8); e — muakune3 (1o John, 1990
C M3MCHEHHSMH).
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MOPHAITLHBIX KIIETKAaX Y pacTeHuid), Habronaercs addekr (purypa) Padist — kmactpu-
POBaHUE IIEHTPOMEPHBIX PAaHOHOB XPOMOCOM BOJIU3H MOJTFOCA KIICTOYHOTO AeneHus. [Ipu
3TOM HEpEIKO Ha IPOTHBOIOJIOKHON CTOPOHE sipa HAOIIOZAIOTCS JIOMACTH SACPHON
MeMOpaHbI, B KOTOPBIX PACIIONATAOTCS KOHIIBI XPOMOCOM, T.€. siIepHas MeMOpaHa Kak
OBbI 00TEKaeT Topyalue KOHIbI XpoMococoM. HaunHast ¢ mpemeiioTnaeckoid nHTepdaspl
U Ha MPOTSHKESHHUHU JICTITOTEHBI, purypa Pabiis mocTeneHHO CMEHSIETCsI KIIaCTPHPOBAHHU-
€M TeIIOMEp XPOMOCOM Ha BHYTPECHHEH MOBEPXHOCTH sIepHON MeMOpaHbl. Bo3Hukaer
¢burypa «Oykera» JIUHHBIX cl1a00 KOHJICHCHUPOBAHHBIX XPOMOCOM, XapaKTepHas IUIs
panHe# nipodassl Merosa I (puc.1.1). Cpoku popMHPOBAHUS U 3aBEPILICHHUE CYIIECTBO-
BaHUs «OyKeTay BapbUPYIOT y pa3HbIx opranusmMoB (Mikhailova et al., 2001).

[IpocTpaHcTBeHHAsI OpraHU3alks XPOMOCOM B BHJIE «OyKeTa» crocoOCTByeT cOIu-
YKEHHIO TOMOJIOTHYHBIX XPOMOCOM C IATbHUX PACCTOSHUM 110 paccTosiauil mopsiaka 300-
400 aM. BHyTpHu OyKeTa roOMOJIOTHYHBIC XPOMOCOMBI, (PMKCHPOBaHHBIE 00OMMHU KOHIIA-
MH Ha sJIepHOH MeMOpaHe, BBICTPAMBAIOTCS MapajjieibHO U BHIPABHUBAIOTCS
(alignement). MexXIy TOMOJOTHYHBIMHA XPOMOCOMAaMH BO3HUKAIOT KOHTAKTHI C TIOMO-
IIb0 HUTEH XpoMmariHa. OHU BUIHBI IO JICKTPOHHBIM MHKPOCKOIIOM KaK MEKXPOMO-
COMHBIE XPOMAaTHHOBBIC BOJIOKHA (MOCTHKH), UMEIOIIUE TPOTHKEHHOCTH 0Koj10 400 HM
(Albini, Jones,1987; Tesse et al., 2003). 3TH MOCTHKH, KOTOpPbIE, BEPOSATHO, COAEPHKAT
caiThl cBexe-Bo3HUKIINX DSBs, mHorounciaennsl (Franklin et al., 1999; Tarsounas et
al., 1999; Hunter, 2003). Manast 4acTb JIEITOTEHHBIX KOHTAKTOB MPEBPAILAETCS B KOH-
TaKThl, Ha3BaHHbBIE aCCOLAIUAMHU OCeBBIX 3MeMeHTOB (AOD) (Rockmill et al., 1995;
Kleckner, 2006).

Cmaous 3uzomenst. AOD (CM. BBIIIE) NPEBPANIAOTCSA B TOYKH MHUIHAIAKN (Pop-
MUpOBaHUs CHHANTOHEMHBIX KOMIUTEKCOB (CK). OceBbie 251eMEHThI TOMOJIOTHYHBIX XPO-
MOCOM, COETUHHBIINCH TIOTIAPHO, PEBPAIIAIOTCS B ABa 1aTepaibHbIx anemenTa CK (puc.
1.2 u 1.4). IMeHHO B 3TO BpeMs B COCTaB OCEBBIX AJIEMEHTOB MWHKOPIOPUPYIOTCS Ma-
)opHbIe Oenku narepanbHbIX 3nemeHToB CK: Genku Hopl u Redl y apoxokeit
Saccharomyces cerevisiae, SCP2, SCP3 — y muekonuTaromux u Lim15 — y Bbicmux
pacteHuit (cM. T 2).

VY pactenuii CK opmupyeTcs momuioKaibHO, IPH 3TOM JIOKYChl MHHALUU (OPMH-
poBarns CK Gomee rycTo CrpynmipoBaHbl B CyOTEIOMEPHBIX pailoHax XpoMocoMm. Y
MHOTUX BUJIOB XKHBOTHBIX (hopmupoBanre CK mpoucxomuT oJHOHATIPABICHO B KAKIOM
XPOMOCOMHOM IIJI€YE: OT TEIIOMEPHI K IIEHTpOMEpeE.

®opmuposanue CK uner «pyka 06 pyky» ¢ mpoueccuarom DSBs (B 4acTHOCTH €
(dopmupoBanueM cTpyKTyp Xoiwmmzes (puc 1.3, cM. Takke 1. 2) B KOTOPOM Y4acTBYIOT
RecA-nonobubie 6enku-pepmentsl Rad51 u Dmcl (snucrarnyeckas rpyrmna reHoB
RADS2 y § .cerevisiae). DTH OCNKH JIOKAIHU3YIOTCS B CIIEIHAIBLHBIX KOMIAPTMEHTAX
CK, Tak Ha3bIBaeMbIX PaHHHX MEHOTHYECKUX y3enkax. Ecnu QyHkuus 3tux ¢epmeH-
TOB HapyllleHa (Harmpumep, BCIEACTBUE MyTanuu), To 3noHramus CK y S .cerevisiae
OCTaHABIHMBACTCSA. MOICKYISIPHBIE COOBITHS MEHOTUYECKONW PEKOMOMHAIIUK TPOHCXOIIST
o cxeme onmcanHoi [1locrakom u np. (Szostack et al., 1983), umeHyroIeHCs «MOIEITBIO
penaparmu aBoiHbIX paspsiBoB JJHK» (DSBR-model, cm. Hike). OnHako B mocieaHue
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(DYHKIIMOHMPOBAHMSI CHHANTOHEMHBIX KOMIUIEKCOB. YKa3aHBI CHMBOJIBI OEIIKOB-IIPOMOTOPOB H (ep-
MEHTOB PeKOMOMHAINH, cTaauu mpodassl I metioza 1 Mopdosornieckre CTpyKTypsl XpOMOCOM U CH-
HaNTOHEMHOTO KOMIUIEKCa. 3HAKOM «+» yKa3aH (h)OPMHPYIOMINICS NEHTPAIBHBIN JIEMEHT CHHAITO-
HEMHOTO KoMIuiekca. SIM — siiepHast MmeMOpaHa.
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roJipl B cxeMy BHeceHbl rorpaBku (Page, Hawley 2004; Kleckner, 2006 u 1p. ). B yactro-
CTH YCTAHOBJICHO BAYKHOE 00CTOSATENBCTBO: META0O0IMYECKHE ITyTH KPOCCHHIOBEpa M KOH-
BEPCHUH PACXOIATCS cpasy Mocie Havana nporeccuara DSBs Ha cramum nenToteHsl (prc
1.3), a He IpHU OCBOOOXKICHUH XPOMOCOM OT JBOIMHBIX CTPYKTYp XOJUTH/Es B XO/I€ MaXu-
TEHBI, Kak cuuTaioch 1o 2002 1. (cM. Takxke TIL. 2, puc. 2.2).

Ha puc. 1.3 cxeMaTHYeCKH COMOCTABICHBI BO BPEMEHU COOBITHS, IIPOUCXOISIINE C
pexoMOnHHpYyIomuMy Monekynamu JJHK, i muronorndeckue sBIeHMs,: TPOUCXOISIINE
C XpOMOCOMaMH, T.€. UX CONMKEHHe, MHUNKANYs cuHarcuca u nocrpoenue CK. Dtu
SIBTICHVSI BUMIMBI T10]] CBETOBBIM HJIM JIEKTPOHHBIM MHUKPOCKOIIAMH.

(6) Cranus naxumensvt HauMHaeTCsl ¢ Toro MoMeHTa, kak CK moctpoen mo Bcei
IUTHHE BceX OnBasieHTOB. Kak M3BECTHO MAXUTEHA 3TO CTAIUs «TOJCTHIX HUTEH», Korma
TOMOJIOTUYHBIC XPOMOCOMBI JIOCTUIIIH MOJIHOTO CHHATICUCA — TE€CHOTO B3aMMHOT'O TIPH-
JIeTaHUs 10 BCEH MX [UIMHE W I10J MHUKPOCKOIIOM BHIHBI OMBaJIEHTHI XpoMocoM. brBa-
JICHT COCTOUT U3 JIBYX Iap CECTPUHCKUX XpoMaTus (TO, YTO HA3bIBAIIOCH TETPAI0il Xpo-
MaTuj] OYeHb CTapbix aBTopoB Havdana XX B.). CecTpUHCKUE XPOMATHIIBI (XPOMATHIIBI
OJIHOM XPOMOCOMBI) COEAMHEHBI MOMAPHO 0 BCEH UX JUTUHE C IMOMOIIBI0 OCEBBIX dlie-
MEHTOB, KOTOPbIE, BKIIIOUMBIINCE B cocTaB CK, HAUMHAIOT Ha3BIBATHCS — JIATEPAILHEI-

Puc. 1.4. YnerpatoHKHid cpe3 CHHANITOHEMHBIX KOMITIEKCOB B CIIEPMATOLIUTE MBIITH. BUIHBI ATHMHHBII
npononbHbIA cpe3 CK u npukperuienne HuTell (eTenb) XpoMaTHHA K €0 JIaTepabHbIM dJIEMEHTaM.
Han npononsabivm cpe3om CK Bumas! emte nBa cpe3a CK: monepeunsrii cpe3 CK ¢ memisimun xpomarn-
Ha, PanaIbHO OTXOASIINIMH OT CEUEHHIT eT0 JIaTepabHBIX AIEMEHTOB, H, HaJl HUM, KOCO-TIOTIePEIHBII
cpes, ¢ emE 6osee BEIPAKCHHBIME JTaTepaIbHBIMH NETIIIMU XpPOMaTHHa. [[eHTpasbHbIe 21eMeHTHI BUTHBI
w1oxo. JlarepanbHble 371eMeHTHI TPoJoIbHO cpe3aHHoro CK nemaroT «TBUCTB) M B HEKOTOPBIX MeCTax
MI0OYEpPeTHO HE MOMaaloT B INIOCKOCTh cpe3a; SIM — oOphIBKH siiepHON MeMOpaHbl. MacmtabHas
JMHelka — 1 MKM
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mu snemertamu CK. J[Ba marepanpHBIX aremeHTa coennHeHbl B KOHCTpyKimio CK ¢
MOMOIIBIO TIOTIEPEYHBIX (PUIAMEHTOB — OENKOBBIX MOCTUKOB (puc. 1.2 u 1.4). YV 6omnb-
[IMHCTBA OPTaHU3MOB B IIPOCTPAHCTBE MEXKIY JaTePaJIbHBIMHU 2JIEMEHTaMH (IIEHTPaITb-
Hoe npoctpaHcTBO CK) moa s1eKTpOHHBIM MHUKPOCKOIOM BUJEH HMPOJOJBHBIN IIEHT-
panbHEI d7eMeHT. OH TapajuieieH TaTepaIbHbIM 3JIEMEHTaM U II03TOMY TIepBOHAYAIb-
Ho Best cTpykTypa CK cpaBHHBanach ¢ TpeXnoaoCHOM (TpexuneHHo) 1eHToi (cM. Moses,
1968; borganos, 1975).

Bo BpeMsi cTaguu MaxuUTEHbl MPOUCXOIAT 3aKIIOUUTENIbHBIE COOBITUSI pEKOMOUHA-
UM — peanu3alys PeKOMOMHAHTHBIX COOBIHI B BHIEC KPOCCHHIOBEpA WM KOHBEp-

L {

a

X4 T8
co T

Puc. 1.5. Xua3mbl B tumuioteHHbIX OuBanentax y Chorthppus parallelus. Bunasl ogHa (a—e), aBe (3—
K). TpH (11, M) 1 geThipe (1, 0) xua3mel. Ha puc. orc cororpadupoBan OUBaICHT, y KOTOPOTO TOMOJIOTH
y’Ke Pa3OIUINCh TT0CIe COSANHEHHsI KOHIIaMH Oe3 BUIMMON XHMa3Mbl. DTOT OMBAJIEHT XPOMOCOMEI 6.
OH cooTBeTcTBYeT OnuBaneHTy 6 Ha puc 1.1. O TaknX MCKIIOUUTENBHBIX CTydasx cM. I 3 (mo: John,
1990).
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CH{ TE€HOB. DTH COOBITHS KOHTPOJIHMPYIOTCS CIICIMAIbHON TPpymITol TeHoB. [IpomyKTer
3TUX TEHOB 00Pa3yrOT KOMIUIEKC OEJKOB, KaTalM3HPYIOLIUX 3aKIFOYUTEIbHBIC STaIlbl
pEeKOMOMHAIINH. DTOT KOMITIEKC OEJIKOB JIOKAIM3YETCS B TaK HAa3bIBAEMBIX MO3IHUX pe-
KOMOMHAIIOHHBIX y3€JKax, KOTOPBIC BUIHKI B IIeHTpaibHOM mpocTpancTBe CK kak ok-
PYIIIBIE WITH JUTHIICOBUAHBIC CTPYKTYPHI (CM. HIDKE).

(7) Ha cranuu ounnomens CK nostamnHo paspyaercsi, icue3aeT KOHTaKT FOMOJIO-
THYHBIX XPOMOCOM BO BCEX JIOKYCaX, KPOME TeX JIOKYCOB, 7€ TIPOHM30IIET KPOCCHHTO-
Bep U chopMUPOBAIHCH XHa3Mbl — (H3UYECKHE MEPEKPECThl HECECTPHHCKHUX XpoMa-
TH, U XHUa3Mbl CTAHOBSITCS BHIUMBIMH B MUKpockon (puc. 1.1 u 1.5).

ITonroroBka K MOCTPOSHNIO OMBAJIEHTOB XPOMOCOM Ha HKBAaTOPE BEpETeHa KIIETOY-
HOTO JIeTICHVsI HOCUT Ha3BaHWE CTalUH OuakuHnezda. Bo BpeMs AnakmHE3a XPOMOCOMBI
NpeTepIeBaoT MaKCUMAJIBHYFO KOHJICHCALINIO, OCTaBasCh COCAMHEHHBIMH TOIAPHO I10-
CpPEICTBOM XHa3M B cocTaBe OmBajieHTOB. Korma HaumHAeTCsS MPUCOSTUHEHUE XPOMO-
COMHBIX HHTEH BepeTeHa K KHHETOXOpaM XPOMOCOM, U XPOMOCOMBI HAUMHAIOT JIBHIKE-
HHE IJIs IOCTPOSHHS Ha HKBATOpE BepeTeHa (3Ty CyOCTa 0 HHOTIA HAa3hIBAIOT IIPOME-
tadazoii 1), XpOMOCOMBI OKa3bIBAIOTCSI HECKOJIBHKO MEHEe KOHJCHCHPOBAHHBIMH, YEM
BO BpeMsI COOCTBEHHO THAKWHE3A.

Pe3roMupyst 3TO KpaTKOe ONMCaHNe OCHOBHBIX IPEBPaleHHIi XpOMOCOM B TIpodase
I meiio3a, HEOOXOAMMO TTOYEPKHYTH J1Ba MPUHIUIIAAIEHBIX 00CTOSTEIBCTBA.

1. Uaunmanus cunamncuca romonoros (mocrpoenre CK) v HavanbHbIC dTArbl pe-
KOMOWHAIINHA TECHO CBS3aHBI B IMPOCTPAHCTBE M BO BPEMEHH M OCTAaHOBKA OTHOTO U3
3TUX HPOLECCOB IPUBOAUT K OCTAHOBKE JPYroro ¥ HaoOOpOT.

2. Xua3Mbl ABJISIOTCS CIIECICTBHEM KPOCCHHTOBEPA M MPENICTABIAIOT COOOH TE JIOKY-
CBI XPOMOCOM, TJI¢ IIPOU3OILEN KPOCCOBEPHBII 00MeH. ITOT 0OMeH 00s3aTeNIbHO CTa0u-
m3upyercs Oenkamu koresmHamu. O0 3THX Oenkax OyIeT CKa3aHo B CIEAYIOIIEM pas-
nieNe U B .2,

Meradasza I n anagasza 1. Ux oriinune or Meradassl
U aHaga3bl MUTO32

Kax m3BecTHO, B MHTO3€ Ha SKBaTOpE BEPETCHA KJICTOYHOTO JICJICHUS BBICTpanBa-
FOTCSI XPOMOCOMBI, COCTOSIIIIME U3 IBYX cecTpuHCKUX xpomatu (CX). Mx ynepxuBarot
Ha DKBaTOpE BEPETEHA J[BE CHIIBL: CHJIA HATSDKCHUSI XPOMOCOMHBIX HUTEH BepeTeHa, Ts-
nyumx CX k montocam, u cuerienne (koresust) CX B obmactu neHTpomepbl. Kunero-
XOp BO BpeMs MeTadasbl yKe YABOCH, HO KOTe3UHBI MTPOJOIDKAIOT «CKIICHBATh /IBA CECT-
PUHCKHX IIEHTPOMEPHBIX paiioHa, a Korja OelIOK KOre3WH T'HIPOJIM3YeTcs, CLEIUICHUE
CX wmcuesaet, 1 MEKPOTPYOOUKH BepeTeHa NeNaroT CBOIO padoty, pa3Bomasd CX K rmolro-
cam (puc. 1.6, a)

B meradasze [-ro nenenust meiio3a (meiio3 I) koresust CX Toxe CyImIeCTBYeT U JIaxe
YCUIIMBAETCA 3a cUeT MeHo3-CrieuUUHbIX Kore3uHoB (cM. 1. 2). Ho ectsb emie nBa
¢dakTopa, popmupyromme crenupuxy Metadaspl Meiosa . 3to (1) xua3mel, KOTOpbIE
COEMHSAIOT TOMOJIOTUYHBIE XPOMOCOMBI IIOMAPHO B BUJIE OMBAJICHTOB U (2) YHHUIIOISAP-
HOCTh KHHETOXOpOB, O0YCJIOBICHHAs TEM, YTO B Meio3e | He MpomcXoauT THIpoii3a
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KOI'€3MHOB COEIUHSIOIIMX LIEHTPOMEPHbIE pallOHbl CECTPUHCKUX XpoMmarui. Koresnnsl
3alUIIEHBl OT THAPONN3a creurpuiaeckuM s Meio3a | 6enkom myrommuom u CX
OCTAIOTCSl COEIMHEHHBIMU B LIEHTPOMEPHBIX paiioHax.

Takum oOpa3om, Bo Bpems MeTadasbl | roMONIOTHYHBIE XPOMOCOMBI, COEIUHEHHbIE
XHa3MaMH, OPUEHTHPYIOTCS TI0 OTHOIICHUIO K 00OHMM IOMIocaM (KOOPUEHTHPYIOTCS) Ha
9KBaTOpPE BEpPEeTeHa KJIETOYHOTO JAeJeHUs, U B aHadase I MOryT pa3oMTHCh K MOJOCaM
TOJIKO TOMOJIOTHYHBIE XPOMOCOMEI, cocTosiiue Kaxnas u3 1Byx CX (puc. 1.6, 0).

Kak cnenyet u3 npeaplayIero pasziesna, KpOCCUHTOBEp — MPUYHMHA U PeALIeCTBEH-
HUK XHa3M — coBepinaercs B mpodase | melio3a, HO ero pemnraronye s Meio3a 1mo-

MUTO3

>
>

=
<

MUTO3 1

MUTO3 11
A ey AllL

|
<i>

>

MII

Puc. 1.6. CxeMbI OBEICHUSI XPOMOCOM BO BpeMs KMHETHYeCKHX (a3 MHTO3a M Meioza. Pamkoit 1
odepueHa 30Ha IIEHTPOMEPHOTO paifoHa XPOMOCOMEI, B KOTOPOM THIPOJIN3 KOTe3HHA, CKPETUISIONIET0
CECTPUHCKHE XPOMATHABI, 3a0I0KMPOBaH 10 Hadasa aHadass! Il m3-3a mpucyTcTBHs Melio3-crienuduy-
Horo Genka mryromuHa (Sgol). B metiose I nryromma He akTUBEH U [IEHTPOMEPHI pacxosTcst. Pamkoit
2 ouyepueHa 30Ha Xxua3Mbl. OCTanbHBIE 0003HAUCHUSI — B TEKCTE.
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cirecTBuUs nposiBisitoTest B Metadase I n anadase 1. 1o ogHO# XpoMaTuie U3 Kaxaon
XPOMOCOMBI IIPETEPIEBAIOT B PE3yIbTATe KPOCCHHIOBEPA OOMEH CErMEHTaMU. DTHU Cer-
MEHTHI (Y4epHbId U Oenblii Ha puc. 1.6, 6), BCIEACTBHE KPOCCHHIOBEPA, OKA3BIBAIOTCS
JIMHEIHO CBS3aHHBIMHU YK€ HE CO CBOMMH, a C HECECTPUHCKUMH [IEHTPOMEPaMHU (U KH-
HETOXOPaMH), HO JaTepallbHO OCTAIOTCS «CKICCHBIMIY C ITOMOIIBIO0 KOT€3HHOB CO CBO-
umu CX. Xua3Moi SBISETCS MIMEHHO Ta «KOHCTPYKIHUS», COCTOAIIA U3 IBYX KPOCCO-
BEPHBIX HECECTHHCKUX XPOMATU, KayKaasi, U3 KOTOPBIX OCTAETCsl COeqIMHEHa O0K-0 00K
CO CBOEH cecTpHHCKOI xpomaruoit (00BeeHo paMkoii 2 Ha puc. 1.6, 6). B meracgasze 1
XHMAa3MBI IPOTUBOCTOST TSAHYIINM CHJIaM BepETEHA U BEIHYKIAIOT OMBAICHTHI OCTABATh-
Cst Ha KBaTOpe BEpeTeHa JI0 TeX II0p, OKa He MCYe3HeT Melo03-Crieln(pUIHBII KOTe3HH,
CKPEIUIAIOINN XpOMaTH/Ibl B pailoHe Xua3Mel. [Ipoecc mpoTeonuTuiecKoro rugpoim-
3a OEITKOB-KOI'€3WHOB, CKPEIUISIFOLIMX XPOMATUIbI, H TCHHOT'O KOHTPOJISI 3TOTO SIBJICHHS
B XO7Ie Meiio3a JIeTallbHO HccienoBad Ha npumepe S.cerevisiae (Uhlmann et al., 1999;
Buonomo et al., 2000) u gpyrux opraHusmoB (cM. I. 2).

[NomapHoe mocTpoeHne TOMOJIOTUIHBIX XPOMOCOM Ha 9KBAaTOpE BEpETEHa M BCE, UTO
CKa3aHO BBIIIE O XMa3MaX M KHMHETOXOpe, NIPUBOIUT K TOMY, 4TO B aHadasze Meiioza |
MOTYT Pa30UTHCh TOJIBKO TOMOJIOTHYHBIC XPOMOCOMBI (puc. 1.6, 0).

«CxiieeHHOE» COCTOsIHUE (HEePACHICIUICHUE) CECTPUHCKUX LIEHTPOMEPHBIX paiio-
HOB y S.cerevisiae 00ycioBiieHo TeM, uto reH CDC3 ], MpOoayKT, KOTOPOTO HYXEH IS
THJpOJIN3a KOT€3UHOB B MUTO3€, B Meiio3e | oka3plaBaeTcs BpeMEHHO PerpeccHpoBaH
MPOAYKTOM JIPYTOTO crienn(uIeckoro rema Meoza — rena SGOI. Bo BropoMm nere-
HuM Meio3a red SGOI He QyHKIMOHHPYET, ero OEIKOBBINH MPOAYKT — OCJIOK LIyro-
IIUH — OKa3bIBAETCS M3PACXOJOBAaHHBIM, «3arpeT» Ha neictBue rena CDC3/ canma-
€TCS ¥ CECTPUHCKHE XOMATH/IbI MOJTY4al0T BO3MOXKHOCTh PAa30MTUCH K MOJIIOCAM, KaK
B MutTo3e (Murray, Szostack, 1985 u np.). ¥ D. melanogaster B metadase meiiosa |
TaKyl0 )K€ PenpecCcUpyIONyo (GYHKIUIO [0 OTHOLIEHHIO K EHTPOMEPaM BBIIOJIHSAET
reH mei-S332 (Kerrebrock et al., 1992; Page, Hawley, 2003, 2004), a ¢pyHKkuto cre-
mUpUIECKON T Meli03a KOre3ur CECTPUHCKUX XPOMATH]I BBIMOIHSIET OSIKOBEII IPO-
nykt rera Ord. (Bickel et al., 1997). I'en SGOI npoxxkeir HE UMEET CTPYKTYpHOM
TOMOJIOTHH ¢ TeHOM mei-S332 n1po30¢guisl U BOOOIIe HU ¢ OJHUM U3 TEHOB APO30(hU-
nel. TakuM 00pa3oM, Mbl BCTpeYaeMcsl ¢ TOMOJIOTHEH (eHoTHIa (TOMOJIOTHYHOH QyH-
Kuuei) crnenupuieckux reHoB Meiosza (SGOI u mei-S332) y upe3BblYaiiHO NajdeKux
IPyIIl OPTraHU3MOB — CyMYaThIX TPUOOB (JIPOXIKK) U HACCKOMBIX (po3odmia). ITo
YpEe3BhIUAIIHO BaXKHBIN MPUMEP KOHBEPIreHIUU (PyHIAMEHTATBHOW KICTOYHON (yHK-
UM Ha OCHOBE PA3HBIX IO MEPBHYHONW CTPYKType OCIKOB, UMEIOIINX OIWHAKOBYIO
BHYTpHKJIeTOuHYI0 (pyHkuuto (bormanos, 2004).

Bo Bpems anagassl | pacxomsaTcss TOMOJIOTHYHBIE XPOMOCOMBI, @ TIOJNHAs Cerpera-
s PEKOMOWHHUPOBABIIKX (PELIECCUBHBIX U IOMUHAHTHBIX ) aJIeJICH COBEPIACTCS TOMb-
ko B aHada3se I, xorma pacxonsaTcsi cecTpuHCKHE XpoMarupl. Ha puc. 1.6, 6 okasaHo,
9TO €CJIU B XPOMOCOMHOM IICUYE MPOU3O0IIEI TOIBKO OUH KPOCCHHIOBEP, TO CETMEHTBI
CECTPUHCKUX XPOMATHI, PAcIlOJIOKeHHBIC AUCTAJbHEe TOYKH KPOCCOBEPHOTO OOMEHa
COZIEpKAT pa3HbIC aJIeId PEKOMOMHUPOBABIIUX T'CHOB.
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PestomupoBath paznuuurs MOBEACHUS XPOMOCOM B MEHO3€ M MUTO3€ MOXKHO Tak. B
Mei03e IPOUCXOIAT TeHETUYECKU YIPaBIsieMble U HOBBIE M0 CPABHEHUIO C MUTO30M SIB-
nenus: 1) I'omonoruyHble XpoMOCOMbI Ha IPOJOJDKUTEILHOE BPEMSI COEIUHSIOTCS T0-
MapHO C MTOMOIIBIO CHHANITOHEMHBIX KOMIUIEKCOB, M MEXKTy TOMOJIOTaMH ITPOUCXOIUT KPOC-
cuarosep. Kpoccunrosep mpuBoanT K (pOpMHPOBAHHIO JOKATBHOW (HDU3MUESCKON CBS3U
XpOMOCOM — XHa3Mbl (CBSA3BIBAIOLIEH HececTpuHCKue XpomaTtubl). 2) braarogaps xuas-
MaM, XpOMOCOMBI BBICTPAUBAIOTCsI Ha dKBaTope BepeTeHa Meiiosa I B Bune nap — Ousa-
neHToB. 3) CecTpUHCKHE XPOMAaTHIbl KaKI0H XPOMOCOMBI OCTAIOTCSl CKPEIJICHHBIMH B
00JaCTH HIEHTPOMEPHI B HX KHHETOXOPBI MIPUOOPETAIOT YHHUIIOISIPHOCTD (CBS3b TOJBKO C
OJIHUM TIOJIFOCOM BepeTeHa JiefieHuns) Bo BpeMs metadassl 1. 4) B pesynbrare, B anadaze
Meiio3a | k momocam KJI€TOYHOrO AENEeHHs PAaCXOAATCSl HE CECTPUHCKUE XPOMATHIbI (KaK
B MHTO3€) & TOMOJIOTUYHbIE XPOMOCOMBI, KaXK/1asi U3 KOTOPBIX CONEPIKUT JIBE CECTPHUHC-
Kue xpomarusl. [Ipoucxoqur peayKiy yuciaa XpoMOCOM.

[ockonbKy cecTpuHCKHE XpoMaTuabl B ipodase I meiio3a npeTeprenu KpoCCHHIO-
Bep, TO BecbMa o0IIee yTBEpKICHNE O JABYX CECTPHHCKUX XPOMATHAAX, OTXOISIINX K
OJIHOMY TIOJIFOCY, HaJl0 YTOUHUTh. Kaxx1as u3 IByX TOMOJIOTHYHBIX XPOMOCOM, WAYyILAs
K ToJrocy B aHadase I, 00s3aTensHO HeceT EHTPOMEpHBIE PAafOHbI IBYX CECTPUHCKUX
XpOMaTHJ U 0053aTeNIbHO COACPIKUT XOTS OBl IO OJHOMY KPOCCOBEpHOMY OOMEHY, TO
€CTh CETMEHT HECECTPHHCKON XpOMaTH/IbI (YepHBIC U Oelble CerMeHTHl Ha puc 1.6, 0).
[maBHOE ycnoBHe paBUIILHON PEAYKLUH YUCIa XPOMOCOM COCTOHT B TOM, YTO BO Bpe-
Ms MeTadassl | TOMOIOTHYHBIE XPOMOCOMEI JOJDKHBI COSANHSITHCS XOTA OB OHOM XU-
a3zMoil.

CpaBHeHue JIMHEHHBIX TApaMeTPOB XPOMOCOM B MUTO3€ M Meiio3e

Wrtak, opranmsariisi MEHOTHIECKUX U MHTOTHUYECKHX XPOMOCOM pa3iiMuacTcsi Ha-
CTOJILKO, HACKOJIBKO ATO HY>KHO JIJIsl 0OecrieueH sl BpEMEHHOM accouualuy (CHHancuca
U KPOCCHHTOBEpa) TOMOJIOTOB M MX CETPETalliil — Pa3beIUHCHUS U PACXOXKICHHS B
JIOYEpHUE KIIETKU B Meiosze 1.

[MomrMo ocobeHHOCTEH CTPYKTYpBI, 00SCIIEUNBAIONINX YKa3aHHBIC BEIIIC SBICHHS,
OpocaroTcs B Ia3a pa3inyus JIMHEHHBIX Pa3MEpOB U CTENIEHH KOHJCHCAIIUH XPOMOCOM
B MHTO3€¢ M Melo3e. MakcuMallbHasi JJIMHA MEHOTHYCCKUX XPOMOCOM (B JICITOTEHE)
«3a/laeTcsa» JUIMHOW OCEBBIX DJIEMEHTOB XPOMOCOM (KOTOPBIX HET B mpodaze MHUTO3a).
OceBble ANIEMEHTH HE TAIOT XPOMOCOME YKOPOTHTHCS. BO3MOKHO, IMEHHO MOSTOMY
JIENTOTEHHbIE XPOMOCOMBI JUIMHHEE, YeM XPOMOCOMBI B paHHel mpodase mutosa. B
Metagasze | Meiio3a XpoMOCOMEI, HAIIPOTHB, TOPa3I0 Kopode, 4eM B MeTada3e MHUTO3.
Tak, Hanpumep, cornacHo aaHHbIM Cakca u Cake (Sax, Sax, 1935; uur. mo: Swanson,
1960), cpennsis nnuHa XpomMocoM B mipodase I meitosa y Lilium regale cocrariser 83
MKM, a B mpodasze muroza Tosnbko 35 MkM. Bo BpeMsi MeTada3bl ©MEET MECTO WHOE
COOTHOIICHNE — B MeTadase | Meiio3a cpemHsst MHa XpOMOCOM COCTABISET 12 MKM,
a B MeTadaze Muto3a 22 MkM. Takum 00pa3oM, HEOOXOIUMO MOHATh, IOYEMY JHAaNa3oH
M3MEHEHUs JJTMHBI XPOMOCOM OT paHHer npodassl I 1o metadassl | B Meiose (a nmeH-
HO YKOPOYEHHE XPOMOCOM OT 83 10 12 MKM) B HECKOJIBKO pa3 0ojblile, YeM B MHUTO3€
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(Tme yxopodeHHe MPOUCXOIUT Bcero ot 35 1o 22 MkM). UTo JIGKUT B OCHOBE 3TOTO
SIBIICHUS, TIOKa HEeACHO. B mocienHee BpeMs BHUMAaHUE KIETOYHBIX OMOJIOrOB, UCCIIENY-
IOLIMX MEHO3, IPUKOBaHO K KOHAEHCMHAM — O€eJIKaM, OTBETCTBEHHbIM 3@ YIIAKOBKY 3JIe-
MEHTapHBIX XPOMOCOMHBIX HUTEH B «T€J0» KOHAEHCHPOBAHHOH XPOMOCOMBI MPH KJie-
TOYHOM JICIICHUHU. YK€ YCTaHOBJICHO, UTO B XO/I¢ MeH03a MOSsBISIOTCS TKaHeCTIeI(Id-
Hble KOHJEHCHHBI — MPOJYKTHI crielu(Uueckux reHoB meiosa (00630pbel Baarends,
Grootegoed, 2003; Page, Hawley, 2004)

Bonee mmpokwuii, 4eM B MHUTO3€ JHANa30H KOHACHCAIMH (M M3MEHEHHUsI OT MaKCH-
MaJIBHOM JUTMHBI B TIpodase | 1o MuHUManbHOM B MeTadase I) onucan 1y HECKOIBKUX
BUJIOB pacTeHU# U )KUBOTHBIX (Swanson, 1960; Zickler, Kleckner, 1998, 1999) u moxer
CUMTAThCsl YHUBEPCAJIbHBIM IpaBWiIoM. KolnuecTBEHHBIM KpUTEpUEM KOMIIAKTH3aLUU
XPOMOCOM MOJKET CIIy’KUTh CpaBHEHHME MX JUIMHBI ¢ anuHoi JIHK B reHome.

Pesynprarel Takoro cpaBHEHHUs NMpHUBEJACHBI B Ta0M. 1.1. YKa3aHbl IJIMHA TEHOMHOM
JHK u ¢axrop xomnakruzanuu JJHK B maxuteHHbIX OMBajeHTax (M3MEPEHHBIX HA OC-
HoBe auHbl CK). DTH moka3aTeny cpaBHUBAIOTCS C JIHHON U (PaKTOPOM KOMITAKTH3a-
uun IHK B MeTada3HbIX XpOMOCOMax COMaTHYECKUX KJIeTOK. BUaHO, 4TO maxuTeHHbIe
OnBasieHTH B 1,5 pa3a mmmHHEe MeTada3sHbIX XPOMOCOM. DTO CpaBHEHHUE HaeT U JIpy-
ryto uHpopmanuoo. OKa3bIBaeTCs, YTO MPU YBEJIWYCHUH pa3Mepa reHoma (JIMHEeHHOM
mmabl Mojiekya JTHK) Ha nBa nopsiaka Benuuu (o1 2,8 x 10° MxMm y mposokeit 10 1,7 x
10° MM y menkonpsina) Gakrop kommakruzamu JJHK B TaXxuTEHHBIX XpOMOCOMAX YBe-
JIU4uuBaeTcs B 8 pas, a pu AajJbHEHIIeM YBEIMYEHUHU JUIMHBI TeHoMa Tonbko B 10 pa3
(mo 1,9 x 10° MKM y capaH4#) MPOUCXOIUT CKAYKOOOPA3HOE YBEITHUCHUE CTEIIEHH KOM-
naktuzanuu JJHK cnoBa B 7-8 pa3. Jlanpreiimee yBenmuenue qmmnbl JJHK B renome 1o
1,6-107 MKM He BBI3BIBACT M3MEHEHHUs cTermeHu Kommaktusaiuu JJHK B maxuTeHHBIX
OnBaneHTax. HecMOTpst Ha OrpaHMYEHHOE YUCIIO JAHHBIX B TAOJHIE, MOKHO IIPEIIIO-
JIaraTh, 4TO MPH JJIMHE reHoMa nopsijika 10® MKM MOSIBIISIETCSI HOBBIN YPOBEHD OpraHu-
3anmu (komnaktuzanun) JJHK B xpomocomax. [Tocne coctaBneHust TaOIUIbI MOSIBH-
JIUCh NTOTIOJIHUTENbHbIE AaHHble. OHM COOpaHHBI B aHAJOTMYHOW, HO 0osee CIOKHOM
tabmune (Kleckner, 2006, Appendix). OTu naHHbIC HE H3MEHSIOT KapTHHY U JIUIIb Ha-
CBIIIAIOT €€ HOBBIMH (haKTaMH.

Jmuaa CK 3amaercst IMHOM €ro JaTepaibHBIX 3JEMEHTOB. 3ukiiep u KiekHep
aHAJIM3UPOBAIIN JJAaHHBIE O JJIMHE XPOMOCOMHBIX ocell (atepanbHbIX dremMeHToB CK)
U pa3Mepe JlaTepasIbHbIX IE€Telb XpOMaTHHA Ha Mpenaparax paclylaCTaHHBIX MaxH-
TEHHBIX SIIep U CPAaBHUJIM UX C pa3MepaMHU F€HOMOB y pa3HbIX opraHuzMoB (Zickler,
Kleckner, 1999; Kleckner, 2006). OHM NPUIILIH K BBIBOAY, YTO IUIOTHOCTH PACIIOJIO-
KEHHS JIaTepaJibHBIX MeTeb BJ0JIb XPOMOCOMHBIX OCel MPUMEPHO OJMHAKOBA y pa3-
HBIX OPTaHW3MOB H BapbHUPyeT BOKPYT mu(pbI 20 meTens Ha | MUKPOH JJIHHEI OCH.
Krneknep npeamnosnaraer cyniecTBOBaHHE HEKOT0 0a3MCHOTO MOAYJIS B CTPYKTYpE Xpo-
MocoMbl: AT-6orareie Tpekn JIHK-rucToHOBOW HUTH KpemnsTcs K OelkaM KOT'e3WHO-
BOTO KOMILIEKCA (CTEepIKHs XPOMOCOMHBIX Ocel M JaTepaibHbiX 3iemeHToB CK), a
npoTsbkeHHbIe paiionbl JJHK Mexay stumu Tpekamu 00pa3yroT JIaTepalibHYIO METIT0
(puc. 1.7). HezaBuUCHMO OT TOTO, CYHIECTBYIOT 3TU MOJYJIM MU HET, pa3Mepbl U IIOT-
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Ta6auuna 1.1.
CpaBHeHHE CyMMapHOii AJIMHBI XPOMOCOM B MeTaga3e COMaTHIECKUX KIIETOK, a TAKIKE CyM-
MapHO! JUTMHBI TTAXUTEHHBIX XPOMOCOM, H3MEPEHHOM MO JJIMHE CITHAITOHEMHBIX KOMILIEK-
COB, ¢ cymMMapHo# JunHoit Moneky: JIHK B renome (rarioniHeie Habopb!).

O0OBeKT

®daxrop
KOMITaK-
TH3AIIHI

(A/B)

ABTOpHI (a)

Homo sapiens

Xoms4ok
Cricetulus griseus

Hpoxoxu
Saccharomyces
cerevisiae
Heiipocniopa
Neurospora crassa

Drosophila
melanogaster

Ackapuna
Ascaris suum

IHenxompsia
Bombyx mori

Kykypysa
Zea mays

Capanua
Locusta migratoria

XoMsA4oK
Cricetulus griseus

Homo sapiens

Jlwms  (6)
Lilium longiflorum

8000

12000

o3a
100

330

540

660

800

740

6000

7700

4500

Cymmapnast| Huuna | inuHa

JUTHHA XpOMO- | XpOMO-
MOJICKYJT COM, CcCoOM
JIHK MKM B %

B TEHOME, (B) oT
MKM JUTHHBI
A) JHK

MeTtadasza mMuto3a
0,9x10° 128 | 0.014
1,1x 10° 90 0.009
ITaxuTena Mei
2.8x 10° 28 ™1
1,6x10" 50 0.3
54x10* 100 0.2
M9x10* | 137 0.15
1,7x 10° 212 0.12
2,6x10° 353 0.13
1,9x10° 314 0.017
1,1-10° 130 | 0.013
0,9x10° 198 | 0.022
1,6x107 3700 | 0.023

4300

1
2

1
2

— o —

—

. Huberman, Rigs, 1966
. Bak, Zeuthen, 1977

. Huberman, Rigs, 1966
. Onn xe

. Byers, Goetsch, 1975
. OHu xe

. Gillies, 1972
. OH xe

. Laird, 1973
. Carpenter, 1975b

. Moritz, Roth, 1976

2. Goldstein, Moens, 1976

N —

DO —

. Rasmussen, 1976
. On xe

. Gillies, 1973
. OH xe

. Buss, Henderson, 1971

2. Moens, 1973

—

1
2.
1

2

. Huberman, Rigs, 1966
. Moses et al., 1977

. Heller, Clermon, 1963
Moses et al., 1977

. Taylor, McMaster, 1954
. Holm, 1977

a — aBTOpHI paboT, B KoTophiX n3mepens! amuHa JJHK (1) H mmHa XxpomocoM (2).
06 — umna CK mummu ykasaHa JUIs CTaJUu 3UTOTCHBI.
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HOCTB PACIOJIOKEHUS TIeTeNNb XpOMaTHHa (MOXKHO YUTaTh — MOJYINEH ) B XpoMocoMe (1
0COOEHHO B MAaxXMTEHHBIX XPOMOCOMaX, TECHO acCOLMUPOBAHBIX ¢ nomouiplo CK) —
3BOJTFOLIMOHHO KOHCEpBAaTUBHEL. ClIeICTBUE 3TOIH 3aKOHOMEPHOCTH MOKHO OOHAPYKUTh
B TOM, YTO Y OPIaHH3MOB C pa3HbIMU pa3MepaMy F'eHOMOB HaOJIIOAI0TCsl OIMHAKOBBIE
MEXaHU3MbI Meifo3a (OKa3bIBAETCSI OJMHAKOBOM CXeMa CHHAINCHCA M «KOHCTPYKIIH»
CK). Oro, Ha3oBeM ero, NpUCIIOCOOICHHE K ONTUMAJIbHOW JUIs Mei{03a KOHCTPYKIINU
XPOMOCOM, AOCTUTAETCA ITyTeM M3MEHEHHUsS pa3Mepa IeTellb, a He IyTeM N3MEHEHHH
CaMoro MpHHIKIA OPraHU3alMyd XPOMOCOM. DTOT HNPUHIMUII — KOHCEPBAaTHBEH: IeT-
JIM XpOMAaTHHA, IPUKPETIIEHBI K XPOMOCOMHOMN OCH 1 PacIiOI0KEeHBI BAOIb 3TOH OCH ©
MOCTOSIHHON TIOTHOCTEIO.

HHTEepecHO OTMETHTh, YTO JJIMHA XpOMOCOMHBIX oceil (mmHa CK) MoxeT cyiie-
CTBEHHO MEHATHCS B Ipejeax OIHOTr0 OMOJOTMYECKOro BHJA, HECMOTpS Ha TO, YTO
xonmuuectBo JIHK B renome — mocrosinHo. B wactHOCTH ecth pasmuumst B amuHe CK
MEXIYy MYXKCKUM U XKEHCKUM ToJIoM y denoBeka (0030p: Kleckner et al., 2003). Eciu
IUIOTHOCTH PAacHONIOKEHUS TeTensb XxpoMaruaa Bronb CK Bcerga moctostHHa, TO pas3iu-
yps B JuimHe CK J0KHBI CONPOBOXKAATHCS M3MEHEHUEM JUIMHEI MeTellb. JTO TpeacKa-
3aHMe ompasibiBaeTca. Y xeHmmH CK B 1Ba pasa [unHHEe, 4eM y MY)KYHH, a JUIMHA
meTenb XpoMaTiHa — B JBa pasa kopoue (Tease, Hulten, 2004). C mpeackazanuem co-
BIAJaeT W Apyroi (akT: y MyTaHTHBIX MBIIIEH, INIISHHBIX KIIOUYEBOTO OEKa 0CEBBIX
anemeHToB SMC-beta (cm. 1. 2), amuna CK B 1Ba pa3a MeHblIIe, a pa3Mep MeTeNnb B Ba
pasa Goutbllie, YeM y Mbiiiel qukoro tuma (Revenkova et al., 2006).

I'enbl, ynpasJjsironmue Meiio30M

Cxema Meiio3a y KHUBOTHBIX, TPUOOB U PaCTEHHU BeCbMa KOHCEPBATHBHA, XOTS HEKO-
TOpBIE €€ IeTay BapbHpyIoT. UeM obecreunBaeTcst 3TOT KoHcepBaTn3M? B mpempraymx
pasnenax Mbl y)ke yIOMSHYH (haKT MPHUHIMITHAIBHON BAXKHOCTH [T OTBETA Ha 3TOT BOII-
poc: Meio3 yrnpaisiercs: criennpruueckuMu reHamu. Ecii cxema Meiio3a 9BOJIFOIMOHHO
KOHCEpBaTHBHA, TO HAIPAIINBACTCS MPEATIOJIOKEHNE O KOHCEPBATUBHOCTH XOTS OBl KITFO-
YEBBIX T€HOB, CIICHU(PUIHBIX IS 3TOTO TPOIIecca, T.e. OTINYAIONINX Melo3 oT MuTo3a. B
Hayanie XXI B., ocie Toro kak ObUIM CEKBEHMPOBAaHbI T€HOMBI MOJIENBHBIX OOBEKTOB,
HCHOJNB3YEMBIX JUIsl U3yUYEHUs] TEHHOTO KOHTPOJs Meio3a: S.cerevisiae, 3ateM D. me-
lanogaster, C.elegans 1, HaKOHell, YeJI0BEKA, TTOSBUINCH (DAKThI, TO3BOJIIIOIINE paccMar-
puBarthb 310T Borpoc (bormanos, 2003, 2004; Bogdanov et al., 20006).

CyLIecTBYIOT MyTalllH, U3MEHSIOINE X0/ Meio3a. Cpeau HUX eCTh MyTalllH CIie-
IU(PUYECKAX TEHOB Melo3a. Y MOJICIBHBIX OPraHU3MOB — TIOYKYIOIIUXCS IPOXKKEU U
JIpo30(HIIBl — U3BECTHBI MHOTHE AECATKU TakuxX reHoB. Cy/is 1o Hanbosee u3y4eHHO-
My MOJEIBPHOMY OpTaHu3My — IpOXcKaM Saccharomyces cerevisiae, — MeH03 y BceX
OpPTraHU3MOB JIOJKEH YIPABIATHCS COTHSAMH T'eHOB. Cpeir HUX €CTh I'eHbl, 00Iue 1Jist
Meio3a 1 MuTO3a (00IIKe TeHBI KIETOUYHOTO NIEJICHHS), W TE€HBI, CIIeU()UIEeCKUe IS
Ka)XJ10ro u3 3Tux npoueccos (bornanos, 2003). IIpencrasieHue o 4nucie yke BbISBICH-
HBIX CHEIU(PHUICCKUX TE€HOB MeH03a y pa3HbIX OpPraHU3MOB naet Tabm. 1.2. Manoe unc-
JI0 TEHOB Mei103a, BBISIBIICHHBIX Y KYKYPYy3bl M JPYTHX PACTEHUI M0 CPaBHEHMIO C TPOXK-
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Tadmauua 1.2.
Yuciio BBIIBICHHBIX CHEUU(PUYECKUX MEHOB Meifo3a y pa3HbIX opranu3moB (1o: boraaHos,
2004 ¢ u3MEeHEeHUsIMH).

Uucio n3BECTHBIX T€HOB Mel03a
OO6BexT BCEro N3YYSHHBIX Ha Hcrounnk
MOJIEKYJISIPHOM
YpOBHE
Jpoxoku ~360 ~300 Priming et al., 2000
Sacharomyces
cerevisiae
[TnonoBas mymika ~320 ~120 I'pumaesa, borganos, 2000;
Drosophila Manheim, McKim, 2003
melanogaster
Kykypysa ~50 7 Golubovskaya et al., 2002;
Zea .mays Pawlovsky et al., 2004
Poxs Secale cereale 21 - Sosnikhina et al., 2005
Psazymka ~20 ~10-12 Jones et al., 2003;
Arabidopsis thaliana Schwarzacher, 2003
HAuencran

Genkoeasn

{? ocb
= - "Ouepeb"

us AT nap

neTnu

[eyxneTensHelid Moaynks

Puc. 1.7. Mozens cO0pKH 1 OpraHW3aliy IIeTeNIb XPOMATHHA B BU/IC JIMHEHHOTO YepeOBaHMUS «MOJTY-
neid» (a), Ha KOTOPBIX CTPOUTCS srdencTast OeIIKoBasi CeTh — OCEBOM ANEMEHT XPOMATH Bl B MeHoTHndaec-
KOIf XpoMOCOMe ¥ CTPYKTYpa OJMHAKOBO OPHEHTHPOBAHHBIX IIE€TENb JIBYX CECTPHHCKHUX XpoMmatuy (0),
Y KOTOPBIX «MOJIYJIN» COCAUHSIOTCS TOMapHO Ha ocHoBe Tomonorun (1o Kleckner, 2006).

KaMH 1 p0o30(HIION, 03HAYALT JIMIIb, YTO CTENEHb M3yYEHHOCTH y TeHOMa pacTeHHH
CYIIECTBEHHO HIXKE, YeM Y IPOXOKEeH U APO30(IITBL.

Cpenu MyTanuii MEHOTHUECKNX T€HOB HAOIIONAIOTCS (DeHOTHITHYECKH OJJMHAKOBBIS
Y pa3HBIX OpraHu3MOB. HakomieHHBIH B JuTepaTrype Marepuanr o MOp(OIOrHIeCKIX
HM3MEHEHUAX B KAPTUHE MEH03a, BBI3BAHHBIX MYTAaLUsAMU 3TUX T€HOB, II03BOJIAET TOBO-
PUTH O FOMOJIOTMYECKUX Psilax M3MEHUMBOCTH NPU3HAKOB MEl03a B IIMPOKOM Juaria-
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30HE TaKCOHOB (BILIOTH /IO IIAPCTB) M B TOM CMEICTIE, KOTOPBIN MPHUIABA STOMY MOHS-
tuto H.M. BaBuiios (BaBunoB 1987), monpoOHee 3TOT BOIPOC 00CyKIaeTcs B CELH-
QNBHBIX cTaThsiX bormanoseiM (2003, 2004). Bo3MoxxHO, 6ojiee MPaBHIBLHO TOBOPUTH O
romomopdrocTu Takux npusHakoB (bormanos 2004; Bogdanov et al., 2006), u6o, kak
YCTaHOBJICHO B OTHOIICHUH T'eHOB, Koaupyronmx 6enkn CK, 1 HeKOTOPBIX JPYTHX Te-
HOB Meiio3a (CM. II. 2), OHM HETOMOJIOTMYHBI Y TPUOOB M MJICKOIHUTAIOIINX, XOTS UX
MPOIYKTH — CTPyKTypHBIE O6enkn CK 1 XpoMOCOM — BEITIONHSIOT OTNHAKOBBIE (DYHK-
1un. [OMOIOTHsl TeHOB CYMTACTCS CYILIECTBEHHOM, KOTIa MOCIA0BATEIbHOCTD Map HyK-
JICOTHIOB coBMaaeT He MeHee yeM Ha 80% (Rubin et al., 2000). Takas romonorus xa-
paKkTepHa JJIs TCHOB, KOAUPYIOMMX (EPMEHTHI, T.€. METa0OIN3M MEHOTHUYCCKHX KIie-
TOK, W TIPOCIICKUBACTCS, KaK MPaBHJIO, B MPEAeTaXx TaKCOHOMUYECKOTO Kiacca, HO ee
HET y reHoB cTpyKTypHbIX 6enxoB CK (Heyting, 1996; bormanos u ap., 20026; Higgins
et al., 2005). MbI BepHEMCs K 3TOMY BOIIPOCY B CIIAYIOIICH IJ1aBe.

3akiouenue. O0mUe 3aKOHOMEPHOCTH OPTraHU3AIUN
MeioTHYEeCKUX XPOMOCOM

Cy1ecTByIOT BecbMa 000CHOBaHHBIE MOJICJIM OPraHU3allii XPOMOCOM B MUTO3€ U
Mmeiiose (Stack, Anderson, 2001; Kleckner, 2006). DT MoelT KOHCTaTHPYIOT, YTO MPH
MHUTO3€ 1 MEH03€ eCTh OOLIMIA TPUHIKIT apaH)XUPOBKU (PUOPHILIBI XpOMaTHHA B «TeJe»
XpOMOCOMBI. DTOT MPUHINT — TIETeIbHAS OpraHm3anus. BecbMa BepoOsITHO, YTO B ITHK-
ne muto3a u Meitosa (Zickler, Kleckner, 1999; Kleckner, 2006) netinu xpomatiHa kpe-
IATCSA K KOTe3MHOBBIM O€JIKaM, KOTOpPbIC ITYHKTUPHOW (B MHTO3€) WJIM CIUIOIIHOW (B
Meii03e) 0ChI0 POXOIAT BJOJNb BCei XpoMocoMBbl. [lpu 3ToM meTnu, mpuHajIexKalime
CECTPHHCKHIM XPOMAaTH/IaM, PacIiojoKeHbI CYPOTHBHO. B mpodasze metio3a Kore3mHo-
BbI€ OCH CTaHOBATCS 0oJiee MAaCCUBHBIMU U MOP(OJOTHYECKH BbIPAaKEHHBIMU BCIIE-
CTBHE TIPUCOCIMHEHHS K KOre3uHaM crierduyeckux OekoB Meiioza — OenkoB, (op-
MUPYIOIIUX OCH JIENTOTEHHOW M 3UTOTEHHOW XPOMOCOMBI M JIaTepalbHbIE 3JIEMEHTHI
CK. Dtu Genku omnmcaHbl B clienyroieil aBe. Ha ocHOBe 1Moka HEMHOTHX, HO TOHKHX
HaAOJIIOCHUH YIBTPACTPYKTYPhl U MIMMYHHOIIUTOXUMUYECKOM CTPYKTYPBI JIaTepabHbIX
anementoB CK Kiteknep (Kleckner, 2006) nmporHo3upyert, 4To OeJKH JaTepaibHbIX 3Jie-
MEHTOB OPT'aHHU30BaHBI B BUJIE CETUYATHIX CJIOEB, OJICBAIOIINX TOHKYIO KOT€3UHOBYIO OCh.
[Ipu 5TOM B CTPYKTYpE Kak CaMUX JIaTepaTbHBIX SJIEMEHTOB, TaK H B IPOCTPAHCTBE MEKITY
HuMH (B neHTpansHoM npoctpanctBe CK) pacmonaratorcst cermentsl JJHK noBonsHO
OOIBIIOH MTPOTSHKEHHOCTH. JTO COOTBETCTBYET JAHHBIM ITOTYICHHBIM B HAIeH Tabopa-
TOpUH, a UMMeHHO, konndyectBo JJHK B mpenapatuBHo n3onupoBanHbix CK MbImm u
3010THCTOTO XoMstuka nocturaet 0,5% ot xommdectBa reromHuoi JJHK (Kapmosa u mp,
1995). Ilpu stom mmuna gparmentoB IHK, comepxkamuxcs Bo (ppakiiuy H30JIUpOBaH-
weix CK, nexunt B npenenax 200-500 map HykiaeoTunoB. Takne cerMeHThl HEMpephIB-
Hoit monekynbl JIHK «mmpojeToi» kak HUTKa CIUIOIIHOTO IIBA BOJb JIATEPATIbHBIX 3Je-
MEHTOB JOJDKHBI IPUIABATh OCITKOBBIM JIaTEPAIEHBIM JIEMEHTAM OIIPEACICHHYIO 3J1ac-
TUYHOCTb B CUJIy 3JIACTHUYECKUX CBOICTB ABoiHON crupamu JJHK. Otu daxtel u coo0d-
pakeHUs OOBSACHSIOT PEaJbHO CYIIECTBYIONIYIO HIACTHYHOCTD HECIIAPCHHBIX JICTITOTCH-
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HBIX ¥ 3UTOTEHHBIX OCEH XPOMOCOM (MX KIIyOKH B JISNTOTCHE M METIN «OyKeTa» B 3UT0-
TeHe) U JarepajibHbIX 31eMeHToB CK B maxurene. M3BecTHO, U4TO AJMHA OCEBBIX dJie-
MEHTOB OT HayaJia JISNITOTEHBI J0 3aBEPIICHUS 3UTOTeHBI CHIIBHO cokparaetcs (Zickler,
Kleckner, 1998), a nimuaa CK MeHsieTcs Ha IPOTSHKEHUU NAaXUTEHbI. B pesynbsrare ocHO-
BaHMS METENIb XPOMATHHA, KPETIIIIXCS K OCEBBIM JIEMEHTaM COMIKAIOTCS M 3TO CIIO-
COOCTBYET yBEIMYEHHUIO YACIbHON MacChl OCEBBIX (JIaTepalibHBIX) AIIEMEHTOB M YBEJIH-
YEHHIO TUIOTHOCTH XpoMaruHa 1o 6okam (Bokpyr) oceir. Ctout mobasuth, uto CK (y
pa3HBIX OPraHU3MOB MO-PA3HOMY M Ha pa3HBIX CyOCTaIusIX MAaXUTEHBI) 00pa3yrOT «TBU-
CTBI» — TIOBOPOTHI BOKPYT TPOIOIBHON OCH.

Mogens MOIYIBHON OpraHU3alMi OCEBBIX JIEMEHTOB XpOMOCOM B Melo03e mpe-
craneHa Ha puc. 1.7. CMBICI Takoil OpraHU3aIiii COCTOUT B TOM, YTO OHA MAKCUMaJIhb-
HO BBITO/IHA JUIA JBYX MpolieccoB: (1) monapHoro y3HaBaHUsi TOMOJOTHYHBIX JIOKYCOB
(TToka TPYOHO CKa3aTh 3a CUET y3HaBaHUS JIOKYCOB, PACIIOJIOKEHHBIX B JIATEPaIbHBIX
HETSIX XPOMOCOM HJIH JIOKYCOB MHBEPTHUPOBAHHBIX HA «BHYTPEHIOK» MOBEPXHOCTD
OCEBBIX 3JIEMEHTOB) H (2) MOCTPOCHHsI CIUIONIHON OCH, MpEeBpallaroIeics B jare-
panbublil aneMenT CK. BaxkHo uTo 00e 3T (hyHKIIMH HEOOXOAMMBI JUIsl CO3IaHUs Ha
oTpenieNieHHOe BpeMs (Ha BpeMsl CTaANH axXUTEHBI) CTaOMIBHON «paMbl» BHYTPH KO-
TOPOI MOXKET COBEPIIATHCSI PABHBIA KPOCCUHTOBEP. DTa K€ paMa CIYXKUT KapKacoM,
HECYIIUM KOMILJICKCHI OEIKOB — (PepMEHTOB pPEKOMOMHAIIMUA. DTO TaK Ha3bIBaeMbIC
PEKOMOMHALIMOHHBIC Y3ETIKU KPEIsIIU-
ecs k anemenTam CK, gamie Bcero — K
nonepeuyHslM ¢punamenta CK.

Hcxonst M3 HECKOIBKO IPYTHX 3a7ad,
yem KiekHep, a UMEHHO Ucclienys nep-
Buunyto ctpykTypy JHK B «ropsanx»
TOYKax pexkomOuHanmu, Janames u ap.
(2005) mpunuM K MOCTPOCHUIO MOJCITH
OpTaHU3AIUU XPOMOCOMBI, KOTOpas
BechbMa OJHM3Ka K MOIYABHOW MOAETH
Knexnep (puc. 1.8).

Hrak, co3maB i MeHOTHYECKOM
XPOMOCOMBI OEJIKOBBIE OCH, IPUPOIA CO-
3[a71a MEXaHU3M «3aCTEeKKU MOJHHNY,
yeMm obecrieumia yCcaoBUs Uil PaBHOTO
KPOCCHHI'OBEpPa MAaCCHUBHBIX 3YKapHOTH-  Puc. 1.8. YcnoBHoe n3006pakeHHe MOJIENTH OpPraHHU-
YECKHMX XPOMOCOM M X CETPETaliy [OC-  3AlHK CHHANTOHeMHOro kommiekca (CK) u neresns
JIe «PacCTETUBAHMSDY ITOW «3aCTeXKpy. ~ *POMATHHA HECCCTPHHCKUX XpOMATHA B IAXHTCH-

B CIE/TYIONIMX [IABAX CONEPHKHTCS HoM OuBanenre. | — CK; 2 — panHuii pexomou-

5 5 HAI[MOHHBIN Y3€JI0K B IEHTPAJILHOM MIPOCTPAHCTBE
OJIEE IIOAPOOHOE OIMCAHNE STUX CTPYK- CK; IHK-6enk0BbIi KOMIUTEKC, COCTOSIIHIA U3 Alu-

TYp U TPOLECCOB (1. 2) U BOSMOKHBIX  poBropoB u 6enxos SMC 1 SCP2-SCP-3; moBTopbI
myTed ux sBomroImH (. 3). tina (I'T/IJA)a B naTepamHbIX METIIX XpOMaTHHA
(mo Janamesy u ap., 2005).

GTICA)IN
4




I'maBa 2.
CUHAIITOHEMHBIN KOMILIEKC U ET'O OYHKIINN

CHHaNTOHEMHBIN KOMIUIEKC — 3TO crienuduyHas s Meiio3a cyOkierounas (cy6-
XpoMOcoMHas) CTpykTypa. Ha cragnu maxurenst meiio3a CK coeanHseT mapamienbHo
PAcIONOXKEHHbIE B AJpe roMoaoruuHble xpomocomsl. CymectBoBanue CK — oaHo u3
HEOOXOAMMBIX YCIOBHH ST MOCTEAYIOmEro hopMupoBanHus xua3M. [IpuBBIYHBIN 11s
pycckoii Hay4HOU U yueOHOI IuTepaTypbl TEPMUH «KOHBIOTALHS» XPOMOCOM B MEX[Y-
HApOAHOH JIUTEpaType yxKe He Hcnonb3yeTcs. OH 3aMEHEeH TEPMHHOM «CHHAIICHC) (Tec-
HOE€ COEJUHEHHE). DTOT TEPMUH UCIOIb3YETCS [UIsl OMUCAHUS JATEPAbHOTO COEUHE-
Hust xpomocoM ¢ oMotk CK. Mcmonb3yercs Takke TEPMUH «CIIapuBaHuey (pairing).
B y3koM cMbIcie «criapuBaHUE» yNoTpeOmsieTcs Ast 0003HAYEHHs JIOKAIBbHOTO COeu-
HEHHUS XpOMOCOM B ITpeMeHOTHUECKOM HHTepdase u gentoTeHe (cM. ri1. 1). MHoraa Tep-
MUH «CHapHBaHKE) UCIOb3yeTCs B 00JIee IIUPOKOM CMBICIIE, & UIMEHHO JJIsl 0003Haue-
HUSI TTOTIAPHOTO COEANHEHUSI TOMOJIOTOB 1, B YACTHOCTH, JUISl 0003HAYCHUS COCTUHEHHS
rOMOJIOrOB B BUJie OMBAJIECHTOB HA CTaJUsIX AUAKHHE3a U MeTadassl L.

CK 06511 OTKpPHIT B 50-€ TO/IBI, KOTOPBIE MOXKHO HA3BaTh IEPHOIAOM BEIUKUX OTKPHI-
T AIEKTPOHHON MUKPOCKOINH, U €r0 POJb B Melo3¢e Obla NOBEPrHyTa HHTEHCUBHO-
My uccienoBanuio (0030pel: Moses 1968, 1969; bornanos, 1971, 1975, 2003; von
Wettstein et al., 1984; Heyting, 1996; Zickler, Kleckner, 1998, 1999; Page, Hawley,
2004). CK cymiecTByeT TOJIBKO B TIPOIIECCE MEH03a U TOIBKO KOPOTKOE BPEMsI B YKH3HU
Meloruueckoil kiaerku. OH HauMHaeT (GOPMUPOBATLCS HA CTAAUM 3UrOTEHbI Meilo3a u
MOCTENICHHO pa3pylaeTcs Ha CTaIUH TUIUIOTEHBI MOCJE BBIOIHCHHUS €ro (hyHKIHH
(Holm, 1986; Fedotova et al., 1989; Komomueri u ap., 2001).

(I)yHKIII/II/I CHHAIITOHEMHOI'0O KOMILJIEKCA

YceranoBuinock MHeHUE, uTo CK HeoOXxomum i popMupoBaHus Xua3M. Beckum 060-
CHOBaHHEM 3TOro ciyuT 10, 4to CK He dopMupyercs y Tex BUIOB HU3LIMX 3YKAPHUOT,
Haripumep y S. pombe u Aspergillus nidulans, y kotopsix HeT xua3Mm (Roeder, 1997; Zickler,
Kleckner, 1999). pyras ¢ynkuust CK — cozganue narepdepeHIrnu KpocCuHroepa, To
ecTh 00ecreYeHne 3aKOHOMEPHOTO OIPaHNUYCHHS B PACIIPECTICHUH COOBITHI KPOCCHHIO-
Bepa, a UMECHHO, 3TH COOBITHSI MOTYT POUCXOIUTH HE OJMIKE OTHO OT JPYTOro, OT TPEThe-
0 H T.JI., YeM Ha OIPE/ICICHHOM PACCTOSHUM FeHETHYECKOI U (PH3UUECKOM KapThl XPOMO-
com. UtepdepeHtinn kpoccuHroBepa HeT HU Y S. pombe, Hu 'y A. nidulans. Untepdepen-
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IUsl KPOCCHHTOBEpa (HO HE caM KPOCCHUHTOBEp) McUe3aeT y MyTaHTOB zipl S. cerevisiae, y
koTopbIX HapymieHo dopmupoBanue CK (Tung, Roeder, 1998). UuTepdepenius kpoc-
CHHTOBEpa M XHa3M Y MBIIIN U KyKYpy3bl CHIDKACTCSI M JJaXKe TIPEeBpaIaeTcss B OTPHIIA-
TEIBHYI0 HHTEP(EPEHIIHIO B OTPAHIMYCHHOM 00J1acTH OMBAJICHTa, BOJIM3U TOUKU pa3pbiBa
OJTHOTO M3 TOMOJIOTOB, TIPETEPIICBIIIETO MHBEPCUIO MITH TPAHCIOKALIUIO 1 IMEHHO TaM, TIe
MPOUCXO/UT BBI3BAHHAS MIEPECTPOHKON CMEHA TTAPTHEPOB CIIAPUBAHUS 1 CMEHA JIaTepalib-
HeIX teMeHToB CK (Borodin et al., 1991; Auger, Sheridan, 2001).

dopmanpHas npudrHa, o koropoir CK onpenenser uaTepdepeHImo KPOCCHHIOBE-
pa, COCTOUT B TOM, YTO OH HeceT Ha ceOe (BHYTpH ceOst) peKOMOMHAIIOHHBIC Y3€IKH —
CyOMHKPOCKOITMUYECKHE CTPYKTYPBI, COACPIKAIIE KOMIUIEKCH (pepMEHTOB peKOMOHMHA-
UM, ¥ OHM TI0 KaKOW-TO MPUYMHE HE MOTYT pacrojaratscs Baoias CK Ommke, yeM pac-
crosiuue unteppepennun. [lonpodHee 006 STOM — B CIEAYIONIMX pa3leliaX 3TOH IJIaBbI,
XOTSI TIpUYXHA «HHTEp(EpEHINI» PEKOMONHAIMOHHEIX Y3EIKOB OCTAETCS TOKa 3araj-
koi. opMUpPOBaHUE U COXPAHUEHHE ITUTOJIOTHYCCKU BUIUMBIX XHMa3M 0 Hadajia aHa-
¢a3er | Melio3a U PEeryIAIUI0 paclpeesieHnsT XHa3M 0 XpOMOCOMe MO)KHO Ha3BaTb
renetuueckoit ¢pyukiwmeit CK. [1yist Toro, 4ro0bl JaHHAs Tapa TOMOJIOTHYHBIX XPOMOCOM
MPaBUJIBHO Cerperuporaia B Meiose I, HeoOXxoaumMo, 4ToObl B HEell chopMHupoBaiach u
CoXpaHmIach 10 Hayana aHada3sel | XoTs Obl OHa XHa3Ma. B mpoTuBHOM ciiy4ae ¢ BBICO-
KO BEpOSTHOCTHIO BO3HHKACT aHCYIUIOUIUS IO JAaHHOH XPOMOCOME.

[Momumo reHeTHYeCKOi PYHKIIMH, CYIECTBYET, OYEBHIHO, APYTasl, CTPYKTypPHAs POJIb
CK. OH y4yacTByeT B opranm3anuu npodasHoil MeroTHueckoi XxpoMocoMbl. OceBbie
ANIEMEHTHI XPOMOCOM U JlarepanbHbie eMeHThl CK Ha cTaquu maxuTeHbl CITyKatr Uje-
QIFHBIMH OCSMHU (Ha CTaIsIX JISNITOTCHBI U 3UTOTEHBI) U KapKacoM (Ha CTaHH axuTe-
HBI) K KOTOPBIM KpersiTces nermin xpomaruna. [lockoneky CK pacmonaraercs mo ocu
MAXUTEHHOTO OMBAaJICHTA, BO3HUKACT OMJIaTepasibHasl OpraHu3aIis OUBaJICHTa TOMOJIO-
THYHBIX XPOMOCOM: TIETIIH XpOMaTHHa pacnonararTcs mo ooe ctoponst CK. Takas opra-
HU3aIMs Mapel XpoMOCOM — AP QEKTUBHOE «H300peTeHne» MPUpPOIb], TT03BOJIMBIICE
TOYHO COIOCTABIISITh OCHOBAHUSI TIETEIIh XPOMAaTHHA (TOMOJIOTUYHBIX XPOMOMED) B TPEX-
MEpPHOM MNPOCTPAHCTBE KJIETOYHOTO sjapa. [lo-BuammMomy, 3TO MpOCTEUIINii, eclii He
€IUHCTBEHHBIH, CIIOCO0 BHECTH MOPSIIOK U TOYHOCTH B MPOIECC MOJOKYCHOTO B3aUMO-
nercTBUs (Y3HABAHMS) TOMOJIOTHYHBIX XPOMOCOM U 00CCIICUHUTh JOCTATOUYHYIO TOYHOCTh
(romornoruio) pekombuHaImU B Metioze. Takyto poms CK B MexaHU3Me B3aUMHOTO «Yy3-
HaBaHID» TOMOJIOTHYHBIX JIOKYCOB, X CHHAIICHCa (TECHOTO JIATEPATLHOTO KOHTAKTa) U
KPOCCHHIOBEpa MPU3HAIOT aBTOPBI BCEX COBPEMEHHBIX MOJIEIICH OpraHU3aI[iK MEHOTH-
yeckoit xpomocomsl (Stack, Anderson, 2000; danames u ap., 2005; Kleckner, 2006).

[Momumo moxazannoit ponu CK B obecnieueHnn nHTep(EpEHIU KPOCCHHTOBEpa U
HECOMHEHHOH €T0 PO B TOM OpraHU3alMH XPOMOCOM, O KOTOPOM CKa3aHO BBIIIE, I10-
BUAUMOMY, CYIIECTBYET U TPEThs, oka runorerndeckas ¢pyukims CK. Ects mpeamnono-
xenue, 9ro CK Hy»XeH 11 TOro, YTOOBI TOMOJIOTHYHBIE XPOMOCOMBI TIPH CIIAPUBAHUH
HE COCMUHSIINCH ObI HEOOPATUMO, KaK B SAPax KIETOK CIIOHHBIX XKeje3 Y APO30(HIIb,
HO COXPaHsUIM BO3MOXKHOCTB Pa3oiTHCh B aHadase | meiio3a (bormanos, 1975; Bogdanov,
1977). Ota runores3a He MPOTUBOPEUUT MojokeHuto o ponu CK B cuHancuce, KpoccuH-
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roBepe 1 GOpMHUPOBAHUM XHa3M. J[Jisi MPOBEPKY THITOTE3bI HEOOXOMNM TaKOH IKCIICPH-
MEHT, Pe3yJIbTaThl KOTOPOTO WJIM CTPOro MPEACKA3aHHBIC CICICTBUS MOXXHO OBbLIO ObI
npoBepuTh. Ha cOBpeMEeHHOM ypOBHE 3HAHUI MOYKHO HMPEIIIOIOKHTE, YTO B XOIE 3BO-
JIFOIIMOHHOTO CTaHOBJICHHs Meii03a 00paTUMOCTh CHHAIICHCA MOINA ObITh MEPBUYHOMN
¢yukumeit CK, a ero posb B KPOCCHHIOBEPE M XMa3Mao0Opa30BaHUK CTajla CJICICTBH-
€M, HO 3TO HYKHO KaKUM-TO 00pa3oM JoKka3arh. bonee moapoOHO mpobiiemMa IBOTIOIHY
Meiio3a 00cyxkmaeTcs B TiiaBe 3.

Cnoco0 (popMHUpPOBaHUSI CMHANITOHEMHBIX KOMILIEKCOB

CK c¢opmupyercst u3 6enkoBbIX oceil (axial cores) FOMONIOTHYHBIX XPOMOCOM (CM.
puc. 1.2.). Ot ocu crieUIHBI TOJIBKO U1 MEHOTHYECKHX XPOMOCOM M TOJILKO Ha CTa-
quu panHed npodassl 1 meiosa (bormanos, 1975; von Wettstein et al., 1984; Heyting,
1996; Zickler, Kleckner, 1998; Revenkova, Jessberger, 2006). Brutots 10 kona XX mosiB-
JSUTHCH TTYOJNUKAIMY M YCTHBIC BHICKA3BIBAHUSI C COMHCHUSIMU U JTAXKE C HECOIVIACHUEM C
TakuM yTBepkIeHneM (Harmpumep: CepaBuH, ['yakos, 1999). [Ipu sToM ccputanuch Ha
COOOILIEHHE O TOM, YTO B YHUBAJICHTHBIX XPOMOCOMAaX B MPEMEHOTUYECKUX TarlIONHbIX
sapax y TPUOOB-3UTOMHIICTOB YK€ HAOIIOMAIOTCSI OCEBBIC JJIEMEHTHI XPOMOCOM, Xapak-
TepHBIE JUISl CTaJUU JIENTOTEHBI MeHo3a, U uHorna onu Gopmupyror CK mytem u3rudos
(ckmanok) xpomocoM «Ha cebst» (foldback) (Zickler, 1973). Onnako Takue COMHEHHUSI Jier-
KO PaCCEHMBAIOTCSI, IIOCKOIBKY U3BECTHO, YTO B FATIOUTHBIX MPEMEHOTUYECKHX SPaXx CyM-
YaThIX TPUOOB YK€ HaYMHAET JCHCTBOBATh IeHETHUECKasl mporpamMma meios3a (Roeder,
1997; Zickler, Kleckner, 1998; Zickler, 2006), a GenKi 0OCEBBIX IEMEHTOB XpPOMOCOM Y
JIPOACKEN M MIIEKOIIUTAIOIINX HAYMHAKOT CUHTE3UPOBAThCA CIIE B IPEMEHOTUYECKON UH-
tepdaze (Eijpe et al., 2001; Revenkova, Jessberger, 2006).

[Mpesxne, 4eM OMHICHIBATh Mponecc (GOPMHUPOBAHUS OCEBBIX AIEMEHTOB MeHOTHYEC-
KHX XpOMOCOM U3 Cieun(UYHBIX 1715 Meio3a 6enkoB u coennHenne ux B CK (uro Oyner
CIICITAHO TI03KE), CHaualIa HaJl0 OTHCATh IPOIECChI, MPOHCXOosIIHe ¢ Monekymamu JJHK —
TOMOJIOTHYHBIMU XpoMaTuIamu. /leno B ToM, 4To, 1o KpaliHell mepe y S. cerevisiae,
CalTHl MHUIAAIINN KPOCCHHTOBEPA CITyXKaT CalTaMi MHUIUAINN COCAMHEHUS OCEBBIX
3JIEMEHTOB XPOMOCOM B CHHANTOHEMHBIH KOMILICKC (CHaYana — MHUIAALUS KPOCCHH-
roBepa, motom nHuimanus CK), Ho ecTh HCKITIOYeHHSI y IPYTHX OPTaHU3MOB.

Nuunmanus pekoMOMHAIMY U ee B3AaUMOOTHOILIIEHHE CO CTIapUBAHHEM
xpomocom u ¢popmupoBanuem CK

B 1. 1 coobmanocs 0 TOM, 4TO B LIEMH COOBITHI Ha MOJEKYJISIPHOM YPOBHE BO
BpeMs mpodassl | mepBEIM NPUHIMITHAIBEHEIM COOBITHEM SIBISICTCS TEHETHUSCKH IIPO-
rpaMMHpOBaHHOE 00pa3oBaHue pa3priBoB ABoiHOM crimpanu JJHK (double strand breaks,
cokpamieHao — DSB). Cyns o Bcemy, cymectBytor DSB-3aBucumsie 1 DSB-He3aBu-
CHMBIC MCXaHU3MBbI Y3HABAHUS M CHHAIICKCA XPOMOCOM, ¥, BO3MOXKHO, Y Pa3HbIX Opra-
HU3MOB ATH MEXaHHW3MBI HCITONB3YIOTCSI B pa3zHoit crereHu (Burgess, 2002). ¥ mpox-
xel S.cerevisiae pazpe3anue apoitHo# crimpanu JJHK sanonykneasoit Spoll (puc. 2.1)
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1 HaYaJIo MOJCKYJSIPHBIX SBICHHUH, MPUBOISIINX K PEKOMOWHAIINY, HEOOXOAUMBI IS
WHUIMAIUIKE CUHATICKCA TOMOJIOTHYHBIX XpoMocoM (Giroux et al., 1989, Keeney et al.,
1997). Cuuraercs, 4To OJHOICTIOYEUHBIE KOHIIBI Mojekyibl JJHK, Bo3HHKIIME mocie
paspesanus JAHK suponykieasoit Spoll, ucrnons3yrores s y3HaBaHHUS U IEPBUYHOTO
KOHTAKTa TOMOJIOTHYHBIX CalTOB, M B 3THX caiiTax mHUIuUpyercs GopmupoBanne CK
(puc. 2.2). To e camoe oTHOCHTCA U K Ipyrum opranusmam (Lichten, 2001; Burges et
al., 2002). DSB-3aBucHuMbBIii MeXaHH3M CHHAIICHCA Jy4YIlle BCETO M3YYCH Y APOAOKet S.
cerevisiae. OHAKO U y HUX €CTh 3allaCHOM IyTh crapusanus 6e3 DSB. 3anacHoil Bapu-
aHT pearn3yeTcs y MyTaHTOB 110 TeHaM (DepMEHTOB, OTBETCTBCHHBIX 32 BOSHHKHOBCHHE
u npoueccur DSB, y koTopbIbx 3TH hepMeHThl okasbiBatoTcsl B quduuute (Burgess,
2002, People et al., 2002). V rpuba Coprinus cinereus 3Ha4MTEIBbHAS 9aCTh TOUEK CIia-
PpUBaHUS TOMOJIOTOB BO3HHUKAET B OTCyTcTBUE DSBS, X0Ts ocneaHne cymecTBeHHO yiyd-
IIAIOT TPaBUILHBIA CHHATICHC TOMOJOTHYHBIX XpoMocoM (Celerin et al., 2000). Hako-
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Puc. 2.1. Cxema siBICHUI Ha MOJIEKYIISIPHOM YPOBHE B X0JIe KpoccHHTOBepa. O003HAYEHBI MOJICKYJIBI
JHK, npuHaiexarie ToIbKO IByM HECECTPHHCKAM XPOMAaTH/aM, TeM KOTOpbIEe y4acTBYIOT B MPO-
1ecce KpOCCHHTOBEpa.






