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Annomayuss. O630p MOCBsIIEH XapAKTEPUCTUKE HEKOAMPYIOIINX DAEMEHTOB B reHomax nruy. Kax
1 OOABIINMHCTBO )XUBBIX OPraHNM3MOB, ITULIbI B CBOEM FeHOME HECYT 3HAYNTEABHOE KOAMYECTBO HEKOAVPYIOIIMX
MIOCA€AOBATEAbHOCTENL, KOTOPBIE, II0 POPMAABHBIM IIPUYMHAM, HE MOT'YT ObITh OTHECEHBI K KATETOPUY F€HOB.
TpaAMLIOHHO K TaKVM 9A€MeHTaM NPUHATO OTHOCUTD yyacTku AHK, BeImoAHSIOIIME CTPYKTYpHBIe QYHKLMN,
KOTOpbIe OTAMYAIOTCS BBICOKMM YPOBHEM KOHCepBaTM3Ma, a TaK)Ke 3HAYMTeAbHOe KOAMYeCTBO
IIOCAEAOBATEABHOCTEN], B TOM YMCA€E ITOBTOPSIOLIVXCSA SA€MEHTOB, PYHKLMY KOTOPBIX AO CUX IIOP
He BBbISICHEHBI. B KOHTeKCTe 0011elt XapaKTepPUCTUKY TAHAEMHBIX IOBTOPSIOLIMXCSI DAEMEHTOB B TeHOMaX
TUL 0c000€e BHUMAHNUE YAEAEHO PAa3AUYMSIM B KOAUUECTBE KOIUIT OTA€ABHBIX OBTOPSIIOIIVXCSI SAEMEHTOB.
VIHTepecHO, 4TO 5TO HEITIOCPEACTBEHHO KOPPEAMPYET C COKpallleH/IeM Pa3MepOB reHOMOB y Iitull. B 0630pe
MOAPOOHO ONMCAHO YYacTe MOBTOPSIOLIMXCS TIOCAEAOBATEABHOCTEN B CTPYKTYPHON U QYHKIMOHAABHO
OpraHM3aluy LIeHTPOMEPHBIX ¥ TEAOMEPHBIX PaifOHOB C aKI[EHTOM Ha OCOOEHHOCTM OpraHM3aliun
HEepULIEeHTPOMEPHOIO U CyOTEAOMEPHOr0 reTePOXPOMATIHA U VIX OTAUYMS OT COOCTBEHHO LIEHTPOMEPHBIX
U TEAOMEPHBIX II0CAEAOBATEAbHOCTEN. AaHHbIe O PACIIPOCTPAHEHHOCT! B I€HOMAaX ITHUL] Pa3ANYHbIX
MOBTOPOB U OCOOEHHOCTSIX MX OPTaHM3ALUM COOTHECEHBI C YPOBHEM MX KOHCEPBATU3Ma U POABIO
B MIOAAEP>KaHUY CTPYKTYPHOI ¥ GYHKLIMOHAABHON OpraHU3aLuy FeHOMa.

Karuyesnpte croBa: OopraHm3auyn:a reHoMa, HEKOAMPYomue ,A,HK, TIOBTOPpAOIIMECS ITIOCACAOBATEAbPHOCTH,
reTepoxpoMaTyH, IOBTOPbI BBICOKOT'O IMOPAAKA
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Opeanusayus HeKoOupyruUx dIAeMEeHNO0B B 2EHOMAX NMUY,

Abstract. The review focuses on non-coding elements in bird genomes. Like most living organisms, birds
carry a significant number of non-coding sequences in their genome. Technically, these sequences cannot be
classified as genes. They include DNA regions with structural functions and high level of conservatism
as well as a considerable number of sequences, including repetitive fractions, whose functions are not yet
known. Apart from a general overview of tandem repeats in avian genomes, the paper provides a special focus
on differences in copy number of individual repeats. Interestingly, this number directly correlates with
a reduction in genome size in birds. Besides, the review provides a detailed description of how repetitive
sequences are involved in structural and functional organisation of centromeric and telomeric regions with
a special emphasis given to the organisation of pericentromeric and subtelomeric heterochromatin. It also
describes what makes these regions different from centromeric and telomeric sequences per se. The data on
the distribution of repeats in bird genomes and their specific organisation are compared with the level of their
conservatism and their role in maintaining structural and functional organisation of the genome.

Keywords: genome organisation, non-coding DNA, repetitive sequences, heterochromatin, high-order repeats

BBeaeHue

IeHOMBI 5YKapMoT, MOMUMO KOAVPYIOIMX IIO-
CAeAOBATEAbHOCTEI, HeCyIIMX UHGOPMALIMIO
00 aMUHOKUCAOTHBIX TIOCAEAOBATEABHOCTSIX, BKAIO-
YaIOT CYL|ECTBEHHYIO AOAIO HEKOAMPYIOIINX OEAKHM
9AeMeHTOB. HeKoTopblie 13 HUX TPaHCKPUOUPYIOT-
¢ c obpasoBanueM pasanvyHbix Tunos PHK, a aas
YACTU IOCAEAOBATEABHOCTEN TPAHCKPUIITBI AO CUX
IOp He YAAAOCh OOHAPY>KUTb HM B KaKMX THUIIAX
KAeTOK. Peaansanyss MeXXAYHapOAHOTO VICCAEAO-
BaTeAbCKOro rnpoekTa « DyHKIMIOHaAbHAsI AaHHOTA-
LMsI TeHOMOB KUBOTHbBIX» (Functional Annotation
of Animal Genome, FAANG) mo3BoAnaa nopApo6-
HO 0XapaKTepu30BaTb Pa3AMYHble KOMIIOHEHTHI
reHOMOB HEKOTOPBIX BUAOB AOMAIIIHMX >KMBOTHBIX,
5TO 3HAYUTEABHO YBEAUIMAO 00beM MHDOpMALIUU
0 COCTaBe T€HOMOB U ITO3BOAUAO IIOAPOOHO aHHO-
TUPOBATh HE TOABKO I'€Hbl, HO U pa3AVYHbIE He-
Kopupyloiue saeMmeHThl (Andersson et al. 2015).
ITpeacTaBuTeAn Kaacca [Tyl XapaKTepU3yIOTCS
CTaOUABHBIM KaPUOTUIIOM, KOTOPbIN CHhOpMUPOBaH
ABYMSI I'PYIIIIaMy OTAMYAIOIVIXCS IO CTPYKTYPHBIM
M1 MOAEKYASIDHBIM XapaKTepUCTUKaM XpPOMOCOM,
VIMEIOIIVIMY pa3Hble pasMepbl U IOAYUYMBIIVIMU
Ha3BaHME MUKPOXPOMOCOM U MaKpOXPOMOCOM
(Rodionov 1996). HecmoTpst Ha TO, YTO pasMepbl
TeHOMOB Y IITUL| MeHblIIe, YeM Y OOABIIMHCTBA
B1AOB o3BoHouHbIX (Kapusta, Suh 2017), mo paH-
HbIM npoekTa FAANG, 41cA0 KOAMPYIOIINX TIO-
CAEAOBATEABHOCTEN B FTeHOME KYPHULIBI He YCTYTIa-
€T TaKOBOMY Y APYTMX BUAOB IO3BOHOYHBIX
" coCTaBAsIeT OKOAO 23 Toicsau. CoKpalleHune pas-
Mepa reHoOMa y IpeACTAaBUTEAEN STOrO TaKCOHA
IIPOM3OLIAO 32 CUET YMEHBLIEHMS AOAY ITIOBTOPSI-
IOIVIXCSI DAEMEHTOB, IIPUYEM IICEBAOTEHBI HAlAEHbI
TOABKO Y 24% reHOB, AOAS IOBTOPOB B I€HOMe
cocTaBAsieT Bcero 16%, U3 HMUX Ha CaTEAAUTHI
U TIPOCTBIE TIOBTOPBI IMIPUXOAUTCS OKOAO 7%,
U TOABKO 9% COCTaBASIIOT MOOMABHbBIE SAEMEHThI
Pa3AMYHON ITPUPOABL, UTO CYI[ECTBEHHO OTANYAET
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ITUL] OT APYIUX BUAOB ITO3BOHOYHBIX. AAsT 00B-
SICHEHUS 3TOT0 (peHOMeHA BBICKA3BIBAAVICH TIPEA-
MTOAOXXEHMSI, UTO HapsIAY C aKTUBHOM yTpPaToun
MOBTOPSIIOIMXCSI DAEMEHTOB U TO3UTUBHBIM A€li-
cTBUeM 0TOOpa B 9TOM HalpaBAeHUY, 00YCAOBAEH-
HBIM TpeOoBaHUsAMU 0OAeryeHus: Beca AAsl obe-
CIIeYeHNsI TOAETA, B KAETKAX 3aPOABIIIEBOIT AUHUI
y nTuL cpOpMUPOBAAUICH MEXAHM3MBI, TPETAT-
CTBYIOIV€ IPOHMKHOBEHUIO 1 PACIIPOCTPAHEHMIO
Mo0OuAbHBIX 9AeMeHTOB (Wallis et al. 2004; Wicker
et al. 2005). 910 MOXeT OBITH CBA3aHO C DoAee
PaHHUM, IO CPAaBHEHUIO C MAEKOIMUTAIIVMU,
OIpeAeAeHrEM CYABOBI KA€TOK 3aPOABILLIEBOTO ITYTH
B aMOpMOreHese y nNTuil. B HacTosmit MOMeHT
BbICKa3aHHbIE IPEATIOAOXKEHMS BCE ellle He UIMEIOT
9KCIIEPYMEHTAABHOTO0 000CHOBAHMS, OAHAKO AaH-
HbI€ ICCAEAOBAHUI FEHOMOB IITUL] AOKa3aAH, YTO
CYILIeCTBEHHOMY COKPAII[€HIIO TIOABEPTAVICh CATEA-
AUTBI, @ TAK)KE€ HEKOTOPbIE BUABI PACCESTHHBIX
IIOBTOPOB, BKAIOYAsI IICEBAOTEHBI VI CETMEHTHbIE
AYTIAVMIKALIMM, & TAK)Ke OTpaHMYeHHOE PacpoCcTpa-
HeHMe ITOAYYMAY SHAOTEHHbIE BUPYChI Pa3ANYHON
npupopb! (Warren et al. 2017; Zhang et al. 2014a).
CoxpaHuBIIMECS] HEKOAUPYIOLIIE TOCAEAOBATEAD-
HOCTY OTAUYAIOTCS 10 CTEMEeHU KOHCEPBATU3Ma,
(bYHKLMOHaABHOMY CTaTyCy XpOMaTVHa U pacipe-
AeAaeHMio B reHoMe. K TakuM aAeMeHTaM IPUHSTO
oTHOCUTD yyacTku AHK, BrimoaHsAOLIME CTPYK-
TypHbI€ QYHKLIY, KOTOPbIE OTAUYAIOTCSI BBICOKUM
YPOBHEM KOHCEPBATU3Ma, & TAK)Ke 3HAYUTEABHOE
KOAMYECTBO ITOCAEAOBATEABHOCTEN, QYHKLIMYI
KOTOPBIX AO CUX IOp He BbIsicHeHbIL. K Hanboaee
KOHCEPBAaTUBHBIM HEKOAMPYIOIIMM dA€MEHTaM
OTHOCSITCSI pa3AMYHbIE BUABI CTPYKTYPHBIX U pe-
T'YASITOPHBIX 9A€MEHTOB, TOTAQ KaK I1CEBAOTEHbI,
MOOVADbHbIE D9AEMEHTBI, SHAOTE€HHbIE BUPYCHI
u careaantHole AHK, cocTaBasiomue rerepoxpo-
MaTVHOBbIE PailOHbI, XapaKTEPU3YIOTCS HU3KOM
CTeNeHbI0 KOHCePBaTM3Ma, KaK B IIPeAeAAX BUAQ,
TaK ¥ B COCTaBe TeHOMa OAHOV 0COOM.
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A. @. Catigumounosa

Oco0eHHOCTHU PeryAsITOPHBIX 9A€MEHTOB
y ITHII

K peryAsiTopHbIM MOCAEAOBATEABHOCTSIM OT-
HOCSIT: IPOMOTOPBI U CAlIThl CBSI3bIBAHUSI TPaHC-
KPMITLIVOHHBIX (PaKTOPOB; YAAAEHHBIE PETYASITOP-
Hble SA€MEHTBI, TaK/e KaK ITOBbIIIAIOII/ie YPOBEHb
TPaHCKPUIILIVY T'€HA AV TPYIIIIBI TEHOB SHXAHCEPBI
Y TIPUBOASILIYE K TIOHVDKEHUIO MAYM TIOAHOMY I10-
AQBAEHUIO TPAHCKPUIILIMY T'eHa CallA€HCEepPBI; pa3-
AVIYHBIE OIIEPATOPBI, B TOM YMCA€ OTBeYaollye 32
VIHTEHCUBHOCTb TPAHCKPUITLIVIY TIOAKOHTPOABHBIX
TeHOB U aABTEPHATUBHbII CITAQICUHT; @ TAKXKe T0-
caepoBaTeabHocTu AHK, criocoOHbIe 6AOKMpPOBAThH
B3aMIMOAENCTBYIE MEXAY PETYASITOPHBIMU SAEMEH-
TaMM, OTBEYAIOLIe 32 TOAAEPIKaHVe TOTIOAOTUYe-
CKJ aCCOLMMPOBaHHBIX AOMEHOB XpOMaTMHAa
APXUTEKTYPHbIE SAEMEHTHI. Y ITULI, KaK Y 1 60AB-
LIMHCTBA BUAOB ITO3BOHOYHBIX, IIOAAEPIKAHME
IPOCTPAHCTBEHHOI OpraHM3aLy XpOMaTHHA 3a-
Bucur ot cBsasbiBanus ¢ beakom CTCF (CCCTC-
CBs3bIBAIOIUIT (AKTOP), KOTOPBIII BIiepBbie ObIA
omyicaH UMeHHO y Kypuubl (Lobanenkov et al. 1990).
Ero pacnpeaeaeHne B reHoMax ITHUL MOAPOOHO
MI3yY€HO B paMKax peaAusaliyi MeXXAYHapOAHOTO
MCCAEAOBATEABCKOTO MPOEKTa « DHLIMKAOIIEAUS
saemeHToB AHK» (ENCODE). TIpomoTopHbIe
palioHbI FeHOB Y MTHUL] UMEIOT HEKOTOpble Xapak-
TepHble 0COOEHHOCTH, OTAUYAIOIINE UX OT OOAb-
IIMHCTBA OYe€Hb KOHCEPBATUBHBIX PEryASITOPHBIX
MMOCAEAOBAaTEABHOCTEN U CaliTOB CBSI3bIBAHMUS
TPaHCKPUILMOHHBIX ¢pakTopoB (Abe, Gemmell
2014). Y KypuLibl CpeAHSISI AAMIHA KOPOBOIL 006AaCTH
IIPOMOTOPOB, OTBETCTBEHHBIX 32 CBSI3bIBAHME
¢ PHK-nnoanMepasoi1, Kopoye, 4eM Y MAEKOINTa-
IOLVIX, YTO MOXXET OOBSCHITBHCS OOA€e BBICOKO
yacroTon npucyrctusa B Hux TATA-6okca. Co-
Aep>xaHne GC map B X coCTaBe BapblUpyeT
B IIMPOKOM AuarnasoHe ot 31,9% a0 73,6% (cpeatee
3HaueHMe coctaBasieT 51,5%), mpuuem copepkaHue
GC mocTeneHHO YBEeAUIMBAETCS 110 Mepe MpUbAK-
JKeHMS K calTy MHuuyauyu rpanckpunuum. CpG-
OCTPOBKM 0OHapy>keHbI B pomMoTopax 58,3% Bcex
TeHOB, YTO CBUAETEABCTBYET O BBICOKOJ POAU
snuUreHeTNYecKoy peryasyuu. Koposele paitoHb
IPOMOTOPOB KYPULIBI 00OTalleHbl IIOAUITYPUHO-
BBIMM MOTMBaMU U G-KBaApYIAEKCAaMU, B TO Bpe-
MsI KaK B APYTMX palioHaX FeHOMa OHY BCTPEYaroT-
cs1 pepxo. HecMoTpst Ha oOliiee cokpalijeHue ynucAa
KOPOTKUX TaHAeMHBIX TOBTOPOB (STR), 60aee 10%
reHoB copepxat STR B peryasTopHoit obaacTu
npomoropa (Abe, Gemmell 2014). ITpucyrcTBue
MOBTOPSIIOLVIXCS] DAEMEHTOB SIBASIETCSI XapaKTe-
PUCTUKOM PEryAUPYEMBIX IPOMOTOPOB, CIIOCOOHBIX
MOACTPaMBaTh MHTEHCUBHOCTD TPAHCKPUIILIY TTOA
NOTPeOHOCTM KAETKY B OTBET Ha BHELIHME CUTHA-
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AbI (Zopl et al. 1990). Hau nccaep0BaHMsT TaKKe
MOKa3aAM BBICOKYIO 4acTOTy AoKaausauum STR
B MHTPOHAX; 0COOEHHO YaCTO TaKie DAEMEHTHI
BCTPEYAIOTCS B reHaX, KOAUPYIOLIX TPaHCMEM-
OpaHHbIe OEAKM U TPAHCKPUILMOHHbBIE (PAKTOPBI
(Bolshakova, Saifitdinova 2020), yto roBoput
00 X PYHKLUMOHAABHOM 3HaY€HMU ¥ BO3MOXXHOM
y4acCTUM B PETYASILIMM aAbTEPHATUBHOIO CITIAA-
CUHTA.

XapaKkTepucTUKa MOBTOPAKMMXCSA IAEMEHTOB
y nTuI,

CoxkpalljeHre 41CAa KON TIOBTOPSIOUXCS
9AEMEHTOB Y ITUL] CO3AAA0 CAOKHOCTU AASL UIX
VAEHTH(MKALMY I KAOHMPOBAHUS 13 TOTAaAbHOM
AHK B pAoreHOMHYI0 3pY Ha OCHOBE PYTMHHBIX
METOAOB aHAaAM3a, T. K. OHM He 00pa3oBbIBAAU
XapaKTePHBIX AASI CATEAAUTOB (PAKLVIL, TIPUTOA-
HBIX AASI NIpeNnapaTMBHOTO BbipeAeHMs. Tem
He MeHee HEKOTOPble TIOCAEAOBATEABHOCTY ObIAY
OXapaKTepr30BaHbI TAABHBIM 00pa3oM bAaropaps
PeCTPUKLMOHHOMY aHAAU3Y U CTPYKTYPHBIM 0CO-
OEHHOCTSIM CaMMX ITOCAEAOBAaTEAbHOCTeN. B Ta-
6AuLe 1 IpeACTaBAEH CIMICOK AEMTOHMPOBAHHBIX
B 06a3y pAaHHbIX GenBank nmoBTopsonMxCs saAeMeH-
TOB IITHULI.

BOABLIMHCTBO HEKOAVPYIOIVIX SAEMEHTOB IIPEA-
CTaBAEHO B FeHOMe MHO>XeCTBEHHBIMM KOIIMSIMMU,
pacripepeAeHie KOTOPBIX MOXKeT HOCUTD KaK pac-
CesSIHHBI XapaKTep, TaK ¥ TaHAEMHBIN, IpuyemM
OpMeHTaLusA B IpeAeAax 6AOKA TAHAEMHBIX I10-
BTOPOB MOXeET OBITh KaK «[OAOBA K XBOCTY», TaK
U «<TOAOBA K TOAOBE», @ TAK)Ke VX COUETAHU, YTO
AOIIOAHUTEABHO MOJKET OIIPEAEAATb CBOMCTBA KaK
camoit mocaepoBateabHocTu AHK, Tak u 06pasy—
IOLIMXCS TPaHCKpUNToB. OCOOEHHOCTM OpraHu3a-
UM TaKUX SAEMEHTOB B IreHOME CO3AQI0T
TPYAHOCTHU AASI COOPKM U MIX TIPQBUABHOM AOKAAM-
3aLMy [PV AaHAAM3€e AQHHBIX. B ueTBepTOIl Bepcun
coopku resoma xypuusl Gallus_gallus-4.0
(GCA_000002315.2) nx AOASL cOCTaBMAA BCErO
0KOAO 12,5%. YAyullleHe METOAOB aHaAM3a
MIO3BOAMAO YBEAUYNTD 3Ty LUPPY A0 16,4% B cae-
Ayiomen Bepcuu cbopku Gallus_gallus-5.0
(GCA_000002315.3), 0OAHAaKO B OCHOBHOM 3TO
KOCHYAOCH PacCesiHHbIX MOBTOpoB. O6AacTM TaH-
AEMHO ITOBTOPEHHBIX IIOCAEAOBATEABHOCTEN OCTa-
AVICh HETIPEACTABAEHHBIMY B COOPKe A0 XPOMOCOM
¥ 0OHapYXMBAAMCh PparMeHTapHO B COCTABE OT-
AEABHBIX HEAOKAAM30BAaHHBIX KOHTUTOB, 00'beAU-
HEHHBIX II0A HasBaHMeM chromosome unknown
(«HeompepeAeHHAsI XPOMOCOMA» ).

Illectas Bepcus renoma Kypuusl Gallus_gal-
lus-6.0 (GCA_000002315.5) ocHOBaHa Ha pecek-
BEHVPOBAHHBIX AQHHBIX M BKAIOYAET TAK)Ke AQHHbIE
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Taba. 1. Crincox KAOHMPOBAHHBIX 11 OXapPaKTEePU30BAHHBIX IOBTOPOB IITHL]

HasBaHue sanemeHTa

PerucrpanuoHHbIii HOMEpP

OO0BEeKTHI ICCACAOBAHMS

CchIAKa Ha UICTOYHIK

GGXhol M24754 Gallus gallus domesticus Kodama et al. 1987
CNM X51431 G. g. domesticus Matzke et al. 1990
GGSAT (EcoRI) X57344 G. g.domesticus Saitoh et al. 1991
™ X66696 Melleagris gallopavo Matzke et al. 1992
PR1 X97402 Columba livia Solovei et al. 1996
CR1 U88211 G. g.domesticus Haas et al. 1997
CJA-Bglll AB035968 Coturnix japonica Tanaka et al. 2000
ECP AF160980 Fringilla coelebs Saifitdinova et al. 2000
MHM AB046699 G. g.domesticus Teranishi et al. 2001
GGSspl AB074190 G. g.domesticus Itoh, Mizuno 2002
CCH-L3 AB104632 Coturnix chinensis Yamada et al. 2002
CCH-S7 AB104630 C. chinensis Yamada et al. 2002
CCH-S9 AB104631 C. chinensis Yamada et al. 2002
KBL-EcoRI AB103252 Bubo blakistoni Yamada et al. 2004
SUH-EcoRI AB103288 Strix uralensis Yamada et al. 2004
PO41 CL269118 G. g.domesticus Wicker et al. 2005
PIR AF124927 G. g.domesticus Wicker et al. 2005
NME-Apal AB189147 Numida meleagris Yamada et al. 2006
CCXbal AY491001 G. g.domesticus Li et al. 2007
ZBM1 EU099581 Taeniopygia guttata Itoh et al. 2008
ZBM2 EU099582 T. guttata Itoh et al. 2008
LL2R KT952327 G. g.domesticus Krasikova et al. 2010
CVI-Mspl AB872148 Colinus virginianus Ishishita et al. 2014
CVI-Nsil AB872150 C. virginianus Ishishita et al. 2014
CVI-Haelll AB872146 C. virginianus Ishishita et al. 2014
ACH-Sau3Al AB872160 Alectoris chukar Ishishita et al. 2014
CjapSAT MH475922 C. japonica Kulak et al. 2018
APL-Haelll LC416791 Anas platyrhynchos Uno et al. 2019
AFA-Hinfl-S LC416770 Anser fabalis Uno et al. 2019
AFA-Hinfl-L LC416774 A. fabalis Uno et al. 2019
CCY-Apal LC416776 Cygnus cygnus Uno et al. 2019

Table 1. List of cloned and described avian repeats

Name of the element

Accession numbers

Species names

References

GGXhol M24754 Gallus gallus domesticus Kodama et al. 1987
CNM X51431 G. g domesticus Matzke et al. 1990
GGSAT (EcoRI) X57344 G. g.domesticus Saitoh et al. 1991
™ X66696 Melleagris gallopavo Matzke et al. 1992
PR1 X97402 Columba livia Solovei et al. 1996
CR1 U88211 G. g.domesticus Haas et al. 1997
CJA-Bglll AB035968 Coturnix japonica Tanaka et al. 2000
FCP AF160980 Fringilla coelebs Saifitdinova et al. 2000
MHM AB046699 G. g.domesticus Teranishi et al. 2001
GGSspl AB074190 G. g.domesticus Itoh, Mizuno 2002
CCH-L3 AB104632 Coturnix chinensis Yamada et al. 2002
CCH-S7 AB104630 C. chinensis Yamada et al. 2002
CCH-S9 AB104631 C. chinensis Yamada et al. 2002
KBL-EcoRI AB103252 Bubo blakistoni Yamada et al. 2004
SUH-EcoRI AB103288 Strix uralensis Yamada et al. 2004
PO41 CL269118 G. g.domesticus Wicker et al. 2005
PIR AF124927 G. g.domesticus Wicker et al. 2005
NME-Apal AB189147 Numida meleagris Yamada et al. 2006
CCXbal AY491001 G. g.domesticus Li et al. 2007
ZBM1 EU099581 Taeniopygia guttata Itoh et al. 2008
ZBM2 EU099582 T. guttata Itoh et al. 2008
LL2R KT952327 G. g.domesticus Krasikova et al. 2010
CVI-Mspl AB872148 Colinus virginianus Ishishita et al. 2014
CVI-Nsil AB872150 C. virginianus Ishishita et al. 2014
CVI-Haelll AB872146 C. virginianus Ishishita et al. 2014
ACH-Sau3Al AB872160 Alectoris chukar Ishishita et al. 2014
CjapSAT MH475922 C. japonica Kulak et al. 2018
APL-Haelll LC416791 Anas platyrhynchos Uno et al. 2019
AFA-Hinfl-S LC416770 Anser fabalis Uno et al. 2019
AFA-Hinfl-L LC416774 A. fabalis Uno et al. 2019
CCY-Apal LC416776 Cygnus cygnus Uno et al. 2019
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tpaHckpuntomoB (Lawal et al. 2018), opAHaKo u 31O
He IT03BOAVAO BOCIIOAHUTD BCE CYLIECTBYIOLLIIE [IPO-
OeAbl B palloHaX AOKAAM3AL[UM TAHAEMHBIX [IOBTOPOB.
Cy11leCTBEHHBIM [IPEUMYILECTBOM 3TOI BEPCUY SIB-
ASIETCSI IOAHAST AOCTYIIHOCTD AASI @HAAM32 ChIPBIX
AQHHBIX, A€TIOHMPOBaHHbIX B GenBank roa Homepom
SRP142580. Pe3yAbTaTbl HALLMX ICCAEAOBAHMI], TOAY-
YeHHbIe Ha OCHOBE aHAAM3a ChIPBIX AAHHBIX TOAHO-
TeHOMHOT'O CeKBEHVPOBaHMsI, AOTIOAHVAM KapTUHY
pasHO00pasyisi HOBTOPSIIOLIVXCSI SAEMEHTOB U 0CO-
OeHHO MH(OPMALIIIO O COCTaBE TAHAEMHbIX IIOBTOPOB
(Komissarov et al. 2018). AauHbIie 0 HaOOAee TIpeA-
CTaBAEHHBIX TAHAEMHBIX [IOBTOPAX B FeHOME KYPUL[bI
MIOATBEPKAQIOT OOILYI0O TEHAEHLIMIO K yTpare IMo-
BTOPSIIOILIXCSI 9AEMEHTOB B FEHOMAX ITTUL] C IPe00-
AaAaHVEM MIPEACTABUTEAEI PA3AMYHBIX MUKPOCa-
TEAAUTOB.

ITO NCCAEAOBaHNE TAKXKE [T03BOAVAO AOTIOAHUTD
MH(GOPMALIMIO O COCTaBe MMOAOBBIX XPOMOCOM Y KY-
PULIBI HA OCHOBE Pa3AYMIT B YMCA€E KOTIMIT OTAEABHBIX
SAEMEHTOB B reHOMaX CaMILIOB 1 CaMOK, & TaKKe
OITVCATh M AOKaAM30BaTh Ha XpoMocoMe W KypuLibl
BTOPOI1 10 IPEACTABAEHHOCTY B FeHOME CAMOK TaH-
aemubii moBTop (GGAAA)n (Komissarov et al. 2018).
AnddepeH1MpoBKa HEpeKOMOVHUPYIOLIEN XPOMO-
COMBI CBsI3aHa C HAKOIIAEHIEM TAHAEMHBIX [IOBTOPOB,
HPUHAAAEKAIIVX K Pa3HBIM KAACCaM, YTO XapaKTep-
HO AASI 9BOAIOLIMY T€TEPOMOP(HBIX IIOAOBBIX XPO-
MocoM Y pasHbix oprannamoB (O’Meally et al. 2010).
Y Tyl ¢ reTreporaMeTHbIM KEHCKMM ITOAOM AOKa-
3aHO MOHO(UAETINYECKOE IPOUCXOXKAEHE TOAOBBIX
XPOMOCOM, OAHAKO SBOAIOLIVSI HEPEKOMOVHMPYIOLLieit
xpomocoMbl W 1I1AQ € pasHOI CKOPOCTBIO, YTO TPU-
BEAO K CYII€CTBEHHBIM CTPYKTYPHBIM OTAMYMSIM 3TOM
IIOAOBOJ XPOMOCOMBI Y MIPEACTAaBUTEAE Pa3HbIX
TakcoHOB (Zhou et al. 2014). Hecmotps Ha npouc-
XOXKAEHVIE OT OAHOI 1 TOJ >Ke ITapbl ayTOCOM, CXOACTBO

B OpraHu3aLyy XpoMocombl W'y pasHbIX BUAOB ITTUL]
COXPaHSIETCs TAQBHBIM 00Pa30M B IICEBAOAYTOCOMHBIX
PaifoHax, TOTAQ KaK CITEKTP 1 KOAMIECTBO TAHAEMHbIX
IIOBTOPOB MOXKET CYIL|eCTBEHHO BapbupoBaTth (Itoh
et al. 2006). DM 06BsICHAETCS TOT (HAKT, UTO LieAb-
HOXPOMOCOMHBIIT 30HA K XpoMocoMe W KypuLbI He
AQ€T CIel(pUYHOrO CUTHAAQ HA COOTBETCTBYIOLIEN
XpOMOcCOMe 3e0pOBOIT aMaAMHbBI, UMeIoILell 001iee
c Heit ayrocomHoe mpoucxoxkaenre (Itoh, Arnold
2005). Y 60ABLIMHCTBA M3yYEHHBIX [IPEACTABUTEAEN
Kypoo6pasHbix B cOCTaB IOAOBOI XpoMOCOMBbI W
BXOASAT MIPOTSKEHHbIE OAOKM TAHAEMHBIX TIOBTOPOB,
OTHOCSIIIMECS K CAEAYIOLIMM ceMelicTBam: X/ol, rmo-
MMMO KYPULIbI IPUCYTCTBYIOLIME B FEHOMAX MHAE-
KU 1 OOBIKHOBeHHOTO (hasaHa; Sspl, HallAeHHbIE,
IIOMMMO KYPULIbl, B TeHOMAaX 3eA€HOr0 (a3aHa, SIOH-
CKOTO TlepereAa, MaBAMHA, a3MAaTCKOTO KEKAUKA
Y 1lecapKy, a Takke Apal, o0OHapy>KeHHBIE B COCTaBe
MMOAOBOM XpOMOCOMBI W SITIOHCKOTO TepereAa
u uecapku (Itoh et al. 2008; Yamada et al. 2006).
IToBTOpstomMiics aaeMeHT PIR BXOAUT B cOCTaB Io-
AOBBIX XpOMOCOM MHOTMX BUAOB, 00pasysi pa3aAvHbIe
BapUaHThl MUHUCATEAAUTOB C AAIHOV MOHOMEPA
41 m.H. (Deryusheva et al. 2007; Itoh et al. 2008; Kra-
sikova et al. 2006; Wang et al. 2002). Ha ceroaHsiiuxmit
A€Hb IMOAOBasi XxpoMocoma W KypHL[bl OCTaeTCs
HanboAee MOAPOOHO M3y4deHHOM. AASI Hee oIpeAe-
A€HbBI U KapTUPOBAHbI OCHOBHbIE TTPEACTABUTEAU
CEeMeNCTB TAaHAEMHBIX TTOBTOPOB (TabA. 2), cocTaB-
Astroiux oKoAo 82% ee AHK, Toraa Kak Ha AOAMO
Pa3AUYHBIX PACCESHHBIX TOBTOPOB MPUXOAUTCS AUILb
0KO0AO 13%. Taxoke past xpoMocoMbl W AOKaAM30Ba-
HbI 1 TOAPOOHO OXapAKTEPU30BAHBI [ICEBAOAYTOCOM-
Hbl€ PaiOHbI C TOAHON COOPKOI KOAMPYIOIIMX dA€e-
menToB (Bellott et al. 2017), KOTOpbIE COCTABASIIOT
OKOAO 5% OT 0011Iei AAMHBI HYKA€OTUAHON ITOCA€-
AOBaTEABHOCTU STOM XPOMOCOMBIL

TabA. 2. TaHA€MHBIE TIOBTOPBI B COCTaB€e IIOAOBOI XpOMOCOMBI W KYpPHLIbI

HasBaHue snemeHTa XapakTepucTukKa CcpIAKa Ha MICTOYHUK
GGSAT (EcoRI) CaTeAAUT ¢ MOHOMepOM 1,2 T.IL. H. Saitoh, Mizuno 1992
GGXhol caTeAAUT ¢ MoHoMepoM 0,7 T. I. H. Saitoh, Mizuno 1992
(TTAGGG)n TEAOMEPHBII IIOBTOP Solovei et al. 1994
GGSspl CcaTeAAUT ¢ MOHOMepoM 508 1. H Itoh, Mizuno 2002
CNM MVHUCATEAAUT C MOHOMepPOM 41 1. H. Krasikova et al. 2006
PO41 MMHUCATEAAUT C MOHOMepOoM 41 1. H. Deryusheva et al. 2007
(GGAAA)n MUKPOCATEAAUT Komissarov et al. 2018

Table 2. Tandem repeats in the chicken W sex chromosome

Name of the element Description References
GGSAT (EcoRI) satellite with a 1.2 kbp monomer Saitoh, Mizuno 1992
GGXhol satellite with a 0.7 kbp monomer Saitoh, Mizuno 1992
(TTAGGG)n telomere repeat Solovei et al. 1994
GGSspl satellite with a 508 bp monomer Itoh, Mizuno 2002
CNM minisatellite with a 41 bp monomer Krasikova et al. 2006
PO41 minisatellite with a 41 bp monomer Deryusheva et al. 2007
(GGAAA)n microsatellite Komissarov et al. 2018
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Opeanusayus HeKoOupyruUx dIAeMEeHNO0B B 2EHOMAX NMUY,

OYHKLMOHAABPHOE 3HaY€HE OTAEABHBIX I10-
BTOPSIIOIVIXCSI 9AEMEHTOB B COCTaBE XPOMOCOMBI
W KypuLbI BCe ellje 0CTaeTCs He A0 KOHLIA TIOHSAT-
HpIM. OOHapy>KeHHbIEe TaHAEMHBIE IIOBTOPBI OT-
AVYAIOTCSI HE TOABKO AAVMHOJ MOHOMEPA, HYKA€0-
TUAHBIM COCTaBOM 1 YPOBHEM KOHCEPBATU3Ma, OHU
MOTYT IIO-Pa3HOMY BeCTU cebs B COMaTN4eCKIX
kaetkax. Hanpumep, GGSAT u GGXhol Bxopsr
B COCTaB KOHCTUTYTUBHOIO TeTEPOXPOMATUHA,
toraa kak GGSspl u (GGAAA)n B uHTepdasHbIX
sapax aucrepruposassi (Itoh, Mizuno 2002; Komis-
sarov et al. 2018). TTOBTOPAIOMIUIICS SAEMEHT
(GGAAA)n, nomumo GpopMupoOBaHMsT KPYITHBIX
OAOKOB Ha reTepoMop(HOIT TOAOBOIT XPOMOCOME,
IPUCYTCTBYET B COCTaBe TPAHCKPUOMPYeMbIX He-
KOAMPYIOLIVX PallOHOB Pa3AMYHBIX reHOB. Heko-
TOpbIE AQHHBIE CBUAETEABCTBYIOT O BO3MOXXHOM
y4acTUM CaMMX IIOBTOPOB VAU VX TPQHCKPUIITOB
B PETyASILIMY aKTUBHOCTY IIPOMOTOPOB MAU TIepe-
KAIOYEHUY IIOAMMEPA3HBIX KOMIIAEKCOB Ha aAbTep-
HATUBHBIE TIPOMOTOPBI AASI TIOAYyYEHMST PA3HbIX
BapuaHTOB TpaHckpuntoB (Bolshakova, Saifitdi-
nova 2020). TToBTOpsIoIasicst TOCAEAOBATEABHOCTD
(GGAAA)n onucana B coctaBe 5’ TpaHCKpUOUPY-
IOLL[eTICSI HEKOAMPYIOLel 00AaCTy reHa OBOTPaHC-
beppuna y pasaHa; B reHOMe KYPULIbI OTMCAHbI ABA
POACTBEHHBIX ITOBTOPA B COCTaBE PErYASTOPHBIX
obAacTelt reHOB, OTBevaIIuX 3a AubdepeHin-
poBKy roHaa (Maroteaux et al. 1983). OTa nocae-
AOBaTEABHOCTD OIMCAHA paHee B COCTABE PETYAU-
pPyeMOro nmpomMoTopa reHa IpOMeXYTOYHOTO
HeltpoduaamenTa y Kypuusl (Zopl et al. 1990).

BbiAM 0OHApY>KEHbI UHAMBUAYAAbHbIE OTANYMS
IO YMCAY KOTIMIT TOBTOPSIIOLIMXCS TOCAEAOBATEAD-
Hocrei1 y ntu (Wang, Byer 2014). Y mpeacTaBu-
TeAel pa3AMYHBIX TIOPOA KYP BbLSIBAEHBI Pa3ANYMS
B KOAMYECTBE HEKOTOPBIX BUAOB ITOBTOPSIIOIMXCS
HAEMEHTOB, UYTO MOXXET OOBSICHATHCS AQBAEHMEM
oTbopa B XOA€E OAOMAIITHUBAHUS U TIPUCTIOCOOAEHMS
K ycaoBusiM cpeabl (Lawal et al. 2018; Piégu et al.
2020; Solovei et al. 1994). VimeroTcs poaHHbIE O pas-
BUTKUM PEHOTUNMYECKUX NPU3HAKOB, CBSI3aHHBIX
C MI3MEHEeHVEeM YMCAA KOTIUI OTAEABHBIX IIOCAEAO-
BaTEAbHOCTEN B HEKOTOPBIX AOKYCAX, YTO IIPUBOAUT
K AOKAABHOMY M3MEHEHUI0 apXUTEKTYPbl XpOMa-
tuHa (Griffin et al. 2008; Seol et al. 2019). Xopouro
M3BECTHBIN (PEHOTUIT TOPOXOBUAHOIO rpeberika
Y Kyp CBsI3aH C 9KCITaHCHEN MHO)XeCTBEHHBIX KOITUIA
MOBTOPSIOIMXCS IOCAEAOBATEABHOCTEN B MUHTPO-
He reHa TpaHcKpumumoHHoro ¢paxkropa SOX5 (Wright
et al. 2009). Aynaukauys 20 T. . H. (ThICAY II. H.)
y4yacTKa B PErYASTOPHOM 0OAACTy reHa syMes3o-
AepmuHa EOMES npuBoAUT K BO3HMKHOBEHMIO
pasaBoeHHoro rpebeika y kyp (Dorshorst et al.
2015). VHcep1uusi y4acTKa MOBTOPOB AAMHOM
73 T. IL. H., COOTBETCTBYIOLIEr0 pparMeHTy XpOMO-
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COMBI 1, B pEryAITOPHYI0 00AaCTb TPAHCKPUITLIM-
onHoro ¢akropa WNT11 Ha xpomocome 3 y Ky-
pUIIBI U BbI3BAaHHOE UM M3MEHEeHUe XapaKTepa
9KCIIPECCUU TeHa pelenTopa K peTUMHOEBOU KUC-
AOTE B XOA€ Pa3BUTHS OTIPEAEASET BOSHUKHOBEHIE
npu3HaKa roaomeectu y kyp (Mou et al. 2011).
/IHBepTUpPOBaHHAS AYIAMKALIMS yYacTKa AAVHON
400 T. 1. H. Ha xpoMocoMe 20 TPUBOAUT K KOM-
MAE€KCHBIM M3MeHeHUsIM MOpdoreHesa, BbI3bIBAKO-
I[VIM IUITEPIIUTMEHTALIMIO KOXKU Y COEAVHUTEABHOI
TKaHU, 2 TAaK)Ke TOTEPI0 6OPOAOK BBICOKOTO TIO-
pPsIAKa B MaXOBBIX IIEPbSIX Y MPEACTaBUTEAEN K-
TACKO 11eAKOBOIT TOPOAbI Kyp (Dorshorst et al.
2015; Shinomiya et al. 2012). Pa3Butne TexHoAornit
MOAHOTEHOMHOTO CEeKBEHMPOBAHMS U aHAAM3A
AQHHBIX TTOCTEIEHHO paciiupsieT uHdopMaLnio
0 POAM TMOBTOPSIOLINXCS SAEMEHTOB B GOPMUPO-
BaHUY MTHAMBMAYAABHBIX MOP(GOAOTMYECKUX ITPU-
3HAKOB.

Eire 60AbIIMEe pa3AMYMS BBISIBASIIOTCS TIPU
CpaBHEHUU F€HOMOB OAU3KUX BUAOB, O Y€M CBU-
AETEABCTBYIOT PAa3AMYMSI B YMCAE KOTIMIT OTAEABHBIX
IIOBTOPOB Y pa3HbIX BUAOB roaybeit (Kretschmer
et al. 2018; Solovei et al. 1996). [TpoucxoAuT 3Bo-
AIOIIIOHMPOBAHME OTAEABHBIX BUAOB TAHAEMHBIX
MMOBTOPOB, B TOM YMCAE C U3MEHEHUEM UX AOKAAU-
saruu. Takue M3MeHeHUsT 3aTPAaruBaiOT U CIEKTP
MPEACTABAEHHBIX B T€HOME MUKPOCATEAAUTOB,
KOTOpBIE 9BOAIOLIMOHMPYIOT ObICTpee Bcero. AHaAu3
reHOMOB 16 BUAOB IITULI U3 Pa3HBIX CUCTEMATUYE-
CKVIX TPYIII IIO3BOAVIA OTIPEAEAUTD PAVIOHBI, MTOA-
BepraBlIMeCs AYIIAMKALMY B 9BOAIOLMY ITHULI,
VI 9TU AQHHBIE CBUAETEABCTBYIOT O TOM, YTO TaKue
COOBITHSI TPOUCXOAMAM Y HUX TOPA3A0 PEXKe, YeM
y MAEKOIIUTAKIINX. B TO e Bpems ropaspo vaie
OHU UMEAU MEeCTO B MUKPOXPOMOCOMAX, MpUYeM
pelaoiiee 3HaYeHE UMeA He HU3UYECKUN pasMep
XPOMOCOMBI Y AQHHOT'O BUAQ, A €€ aHL|eCTPaAbHOE
cocrostuue (Skinner et al. 2014). D10 CBUAETEAD-
CTBYET O POAM KOHKPETHOTO HYKA€OTUAHOTO KOH-
TEKCTa B CO3AQHUM YCAOBUIT AASI YBEAMYEHNS
4YMCAQ KOMUI OTAEABHBIX ITOCAEAOBATEABHOCTEN
B FeHOMe,

YHUKaABHBIN IIPUMEP TPOUCXOASILIVX U3MEHe-
HMI1 Ha OOABIIION 9BOAIOLIMOHHOM AUCTAHLUU Ae-
MOHCTPUPYET CpaBHEHME CIIEKTPA U YMCAA KOTIUIA
MOBTOPSIOLIVXCS 9AEMEHTOB B mnpepesax Kypo-
00pa3HbIX Ha IPMMepPe TeHOMOB AOMAILIHEN KypH-
Lbl U SIMTOHCKOrO meperneaa. HecmoTpst Ha o61iyro
TEHAEHIUIO B 9BOAIOLMU MTUL] K COKPAIIEHUTO
YICAQ TIOBTOPSIOIINXCS SAEMEHTOB, 3A€Ch MOKHO
BUAETH IIpUMep 06paTHoro mpoiiecca. [eHoM sIToH-
CKOTO Tieperieaa OOAbIIE TTPU COXPAHEHUU YUCAA
XPOMOCOM M OCHOBHBIX rpynn cuHTeHun (Naka-
mura et al. 1990; Schmid et al. 1982). ITo cpaBHeHUI0
C AOMaIIIHEl KypHulleil, B TeHOMe SITOHCKOTO Iepe-
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IeAa LIMpe INPeACTABAEHbl Pa3AMYHbIe IIOBTO-
psolMecs SAEMEHTBl Ha OCHOBE MOHOMepa
(TATGGGGCAGG). 3toT 6a30BBIIT MOHOMED,
B CBOIO OYepeAb, YUaCTBYeT B pOpMUPOBaHUM He
TOABKO HanboAee pacripoCTpaHEHHBIX TAHAEMHBIX
IIOBTOPOB C AAMHOUN MOHoMepa 40-41 m. H.,
HO 1 00pasyeT reTepoAMMEpBI 1 FeTepOTPUMEpPHI
Pa3HON AAVMHBI, BXOASIINE B COCTAaB TAHAEMHBIX
MOBTOPOB U MMOBTOPOB Bbicokoro mopsiaka (HOR,
high order repeat). AHaAM3 reHOMHBIX AQHHBIX
MOATBEPAMA HaAN4YMe B TeHOMe SIMOHCKOTO Iepe-
neaa cAoXHbIX HOR ¢ yuactuem aaementos PO41
u CJA-BglII (Deryusheva et al. 2007). HanpaBaeHue
OTAEABbHBIX MOHOMepOB B cocTaBe Takux HOR
MO>KeT ObITb Pa3AMYHBIM, YTO CO3A€T BO3MOXK-
HOCTY 00pa30BaHMs TPAHCKPUIITOB OTAEABHOTO
9Ae€MEeHTa B 000MX HAIpaBAEHMSIX ITPY CKBO3HOM
TPaHCKPUIILIMY Y BO3MOXKHOCTU 00Opa3oBaHMs
¢dparmenToB AByHuTeBbix PHK. PasHble BapuaHThI
OpraHM3aly TAaHAEMHBIX IOBTOPOB IIPEACTaBAe-
HbI Ha pUCyHKe 1.

A DDDDDDDDDD
B PP
¢ DD

Puc. 1. CxemaTyecKoe IpeACTaBA€HNE OpTraHU3aLn
TaHAEMHBIX IOBTOPOB B reHoMe. A. PacrioarokeHne
MOHOMEPOB APYT 32 ADYTOM «I'OAOBa K XBOCTY».

B. PacrioAao’xeHrie MOHOMEPOB BO BCTPEYHBIX
HanpaBAeHusx. C. PacrioaokeHrie MOHOMEPOB
B pasHoM HampaBaeHun. D. TaHpaeMHbIe TOBTOPBI
B coctaBe HOR MOryT BKAIOYATbh pasHble MOHOMEPbI
B pa3HOIl OpMeHTaluM, 00pa3oBbIBasi MOHOMep OoAee
BBICOKOT'O ITOPSIAKA

Fig. 1. A schematic representation of the organisation
of tandem repeats in the genome. A. Head-to-tail
arrangement of monomers one after another.

B. Arrangement of monomers in opposite directions.
C. Arrangement of monomers in different directions.
D. Tandem repeats within HOR can include different
monomers with different orientations to form a higher
order monomer
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ITpeacTaBUTEAY Pa3HBIX BUAOB IITUI] XapaKTe-
PU3YIOTCSI ONPEAEAEHHBIM CIIEKTPOM HE TOABKO
TaHAEMHBIX, HO U PaCCESIHHBIX JAEMEHTOB, NMPU-
HapAeXKaImx K pasHbiM Kaaccam (Wicker et al.
2007). Iudopmanust o cocTaBe U KOAUYECTBE
AVICIIEPTYPOBAHHBIX TOBTOPSIIOLIVIXCS TIOCAEAOBA-
TEABHOCTEN B FeHOMaX Pa3AMYHBIX BUAOB ITUL]
Ayullle IPeACTAaBAEHA I10 CPABHEHMIO C TAHAEMHBI-
MM TOBTOPaMU B aHHOTVPOBaHHBIX IIOAHBIX T€HO-
Max u 6asax AQHHBIX COOPAHHBIX AO KOHTUTOB
reHoMoB. PaccesiHHbIEe TOBTOPHI IIPEACTABAEHBI
PasHBIMU KAACCAMU MOOUMABHBIX SAEMEHTOB KaK
ITIOAHOCTBIO QPYHKLIMOHAABHBIMY, TaK Y MX IPOU3-
BOAHBIMU. K HMM OTHOCSITCS 9HAOT€HHbIE BUPYCHBIE
DAEMEHTBHI, BKAIOYAIOIIVE COXPAHMBIINECS B I€HO-
Me mocae MHPUIIMPOBAHUS U MPOHUKHOBEHUS
B AVIHMIO KAETOK 3aPOABILIEBOTO Ty T TOCAEAOBA-
TeabHOCTU OAHOHUTeBbIX AHK 1 PHK Bupycos,
a Takxe AByHuteBbnix AHK Bupycos, opHako
Y Pa3HbBIX BUAOB IITUL] YMICAO KOIIMII TAKMX SA€MeH-
TOB He mpeBbiiaet Aecsatka (Cui et al. 2014).
B reHomax nTui npakTuiecku Bce MOOMABHbBIE
DAEMEHTBHI ITPEACTABAEHBI PETPOTPAHCIIO30HAMY,
otHocsuMucs K perposupycam (ERV, endogenous
retroviruses), COAEpPXKaIMMU AAHHbIE TEPMUHAAD-
Hele noBTOpsI (LTR, long terminal repeats) nau nx
npousBopubimu (Wicker et al. 2007). B moaHocTb0
(bYHKLVOHAABHBIX 92A€MEHTAX MEKAY ABYMS MA€EH-
TuuHbIMU LTR HaxoasITCA mocaepOBaTeAbHOCTY,
KoAMpylolye 6eAOK KalCHAQ, aCllaparmHOBYIO
nporeasy, obparHylo TpaHckpunrasy, PHKasy H,
MHTerpasy 1 6eaok o6oaouku. [To mepudepuu LTR
HaXOASATCS AYIIAMIIMPOBAaHHbBIE TapTeTHBIE ITOCAE-
AOBaTEABHOCTY, 110 KOAMYECTBY Y HYKA€OTUMAHOM
ITOCAEAOBATEABHOCTH TaKuX MoBTOpoB, LTR B re-
HOMAaX IITUL] IOAPA3AEASIOT Ha mopcemericTBa ERV,
ERVK u ERVL (Kapusta, Suh 2017). Ocobennoctu
OpraHu3aluyM TapreTHbIX ITOCAEAOBATEABHOCTEN
MTO3BOASIIOT UAEHTUPUIMPOBATD U KAACCUDULIN-
poBaTb Aake epAuHnuHble ERV, ocTaBmmecs nocae
YAA€HUSI KOAVPYIOLMX ITOCAEAOBATEABHOCTEN
B pe3yAbTaTe HeaAAEABHOV TOMOAOTVIUHON PEKOM-
ounauuu (puc. 2A, B). PeTporpaHcno3oHsl,
He nMeromye LTR, mpeacTaBAeHbl y ITUL] AAVHHBI-
mu paccesiiabiMu niosropamu (LINE, long inter-
spersed nuclear element) 1 KOpoTKMMU paccesiH-
upiMu noBropamu (SINE, short interspersed
nuclear element), OHU XapaKTepPU3YIOTCS HAAUYN-
eM 3’-koH1eBbIX TOBTOPOB (puc. 2 C, D, E). B re-
HOMaX ITHUL] TPEACTABAEHbI ABa OCHOBHBIX HaA-
cemericta LINE, pasanyanoiuecs 1o cocraBy
3’-xoHueBpIx noBTOpOB: AVIRTE, xapakrepusyo-
muecs rmocaepoBareAbHocTbio (ATG)n, a Taxke
CR1, Hecymue (SATTCTRT)n (Weissensteiner, Suh
2019). Koaupylomast moCAeA0OBaTEABHOCTb PYHK-
unoHaAbHbIX LINE HeceT pBe OTKpBITble paMKu
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CUMTBIBAHUS AASI CUHTE3a SHAOHYKA€asbl 1 00-
paTHOM TpaHCKpUITTa3bl, Toraa Kak SINE xoaupy-
foT Maable PHK, a y mTu1; B 0CHOBHOM 3T IocAe-
AOBATEABHOCTY UMEIOT B CBOEM COCTaBE AEPUBAThI
tpancroptroit PHK (Wicker et al. 2007). To ectb
SINE oTHOCSATCS K HEABTOHOMHBIM dA€MEHTaM
1 MOT'YT IlepeMellaThbCsI TOABKO 32 CUeT aKTUBHO-
ctu LINE. VIHTepecHO, UTO eCAM B TeHOMeE YeAOBe-
ka uncao SINE npeBocxoput 1,5 MuaAnoHa xonuin
Ha reHOM U OHU MEIOT TEHAEHIMIO K HAKOTIA€HUIO
B o0OrallleHHbIX TeHaMI palloHaX, TO y IpeACTa-
BUTEAEN pa3HbIX BUAOB mTull uncao SINE koae-
6AeTcs B ipepaerax ot 6 A0 17 teicsiu (Kapusta, Suh
2017).

AHK-TpaHCII030HBI B reHOMaX IITUL] TPEACTaB-
A€HBI HECYII[VIMY VIHBEPTYPOBAHHbIE TEPMMHAABHbIE
noBTOpHI 9AeMeHTaMu (puc. 2 F, G). OyHKUMOHAADB-
Hble TOAHOPasMepHble MOOUABHBIE DAEMEHThI
COoAEepKaT IIOCAE€AOBATEABHOCTD, KOAVPYIOLIYIO
TPaHCII03a3Y, TOTAQ KaK AepPUBAThI IIPEACTABASIOT
co00¥1 MMHUATIOpHbIE UTHBEPTUPOBAHHBIE TIOBTO-
PSIIOIIMECsT SAEMEHTBDI, CITOCOOHbBIE K HEABTOHOMHOI
tpaucnosuuu (Wicker et al. 2007). HesaBucumas
SBOAOLIMS MITUL| TIPUBeAa K GOPMUPOBAHUIO Xa-
PaKTEPHBIX AASL UX TEHOMOB OCOOEHHOCTEN CO-
CTaBa U PaCIpPEAEAEHUST PACCESTHHBIX MTOBTOPSIIO-
HIVIXCST DAEMEHTOB, KOTOpbie chopMUPOBAAUCH
B reHoMe ux obiero npeaka. B oranume ot 6An-
>KallINX POACTBEHHMKOB U3 YMCAQ PENTUAUIN,
NTULBI YTPAaTUAM 3HaUUTeAbHYIO 4acTb ERV,
a TaK)Xe CYILI[eCTBEHHO COKPAaTUAY AOAIO B TEHOMeE
KOPOTKMX paccessHHbIX moBTOpoB (Cui et al. 2014;
Wallis et al. 2004; Zhang et al. 2014b). B renomax
HEKOTOPBIX M3YUEeHHBIX ITUL] TPAKTUIYECK TOAHO-
CTBIO OTCYTCTBYIOT SHAOT€HHbIE BUPYCHbIE DAEMEH-
Tbl U akTUBHBIe Koruu SINE, koTopbie B reHOMax
CAY’KaT UICTOYHUKAMM BapruabeABHOCTH M OCHOBOJ
AASL 9BOAIOLIY OAAroAapsi HOBOM (PyHKLIMOHAAD-
HOCTHU, YTO OTPAaHUYMBAET BO3ZMOXKHOCTU UX pac-
MIPOCTPAHEHNST AQKE TIPU CHATUY AQBAEHUS 0TOOpA
(Morris et al. 2020; Warren et al. 2017; Wicker et al.
2005).

Hanboaee pacnpocTpaHeHHBIM TUIIOM pacce-
SIHHBIX IIOBTOPOB Y IITHUL] OKa3aANCh AePUBAThI
saeMeHTa CR1 (Haas et al. 1997; Morris et al. 2020;
Treplin, Tiedemann 2007; Warren et al. 2017;
Watanabe et al. 2006). [ToAHOpa3MepHBIT MOHOMEP
CR1 u3 reHoma KypuLibl (perucTpaLiOHHBIN HOMEP
B GenBank U88211) mpeacTaBasieT co0011 peTpo-
TPaHCII030H, oTHOCcsAmuMIcA K Kaaccy LINE, koro-
DB COAEP>KUT ABE OTKPBIThIE PAMKU CYUTBIBAHUS
(Haas et al. 1997). B reHoMe Kypu1jpl IOAHOpa3-
MepHbIe, YaCTUYHO BEIPOXKAEHHbBIE U YKOPOUYEeHHbIe
9AEeMEeHTBI, oTHocsMecs K cemenictBy CR1 u ero
IIPOM3BOAHBIM, COCTABASIIOT A0 80% Bcex paccesiH-
Heix moBTopoB (Wallis et al. 2004; Warren et al.
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Puc. 2. Cxembl opraHmsanum mpeACTaBAEHHBIX
B reHOMaX IITUL] paCCESTHHBIX MTOBTOPSIIOLINXCS
aAeMeHTOB. Cepble IIPSIMOYTOAbHbIE OAOKM
MOKa3bIBAIOT OEAOK-KOAMPYIOLINEe
MOCAEAOBATEABHOCTY MOOVABHBIX SAEMEHTOB AU UX
AEPUBAThI, YepHbIe OAOKM IIOKA3bIBAIOT
nocaepoBareAbHOCTU Maabix PHK, Tpeyroabnuxu
0003HAYAI0T TIOBTOPSIIOIINECS SAEMEHTBI B COCTaBe
MOOMABHOTO 9A€MEHTA, OeAble IIPSIMOYTOAbHbIE OAOKM
0003HAYaIOT TOBTOPBI TAPTETHBIX
nocaepoBareabHOCTeN. A. OyHxkuyonaabHbiin LTR
perporpaHcnosoH. B. Opnnounsir LTR.

C. ®ynkunoHaabHbi LINE. D. HeaBTOHOMHBIN
Aepusar LINE. E. SINE. F. ®ynkunonaabubit AHK-
TpaHCo30H. G. MUHUATIOPHBIN MHBEPTYPOBAHHBII

MOOVABHBII 9AEMEHT, IIPEACTABASIIOLINNA 13 ce0s1
AepuBatr AHK-TpaHcmosoHa, coxpaHMBIINA
TepMMHAAbHbIE MHBEPTUPOBAHHbBIE SAEMEHTBI
M YTPATUBILINI 3HAYMTEAbHYIO YaCTb TeHa
TPaHCII03a3bl

Fig. 2. Organisation of scattered repetitive fractions
in bird genomes. Gray rectangular blocks show
protein-coding sequences of mobile elements or their
derivatives; black blocks show small RNA sequences;
triangles indicate repetitive fractions in the mobile
element; white rectangular blocks indicate repeats
of target sequences. A. Functional LTR
retrotransposon. B. Single LTR. C. Functional LINE.
D. A non-autonomous derivative of LINE. E. SINE.
F. Functional DNA transposon. G. A miniature
inverted mobile element—a derivative of a DNA
transposon that retained terminal inverted elements
and lost a significant part of the transposase gene

2017; Wicker et al. 2005). AAst BcTpauBaHMsI B TeHOM
CR1 ncrnoab3yeT MexaHu3M, CXOAHBIN C TEMU,
KOTOpbIe XapaKTePHbI AASI APYTUX IIPEACTABUTEAEN
LINE. OH ocHOBaH Ha MHMLMALMM Pa3pbiBa
VI IPAIMUPOBAHUY IOCAEAOBATEABHOCTH 3’ -KOHLA.
HecmoTpst Ha TO, 4TO TOAABASIIONEE OOABIIMHCTBO
noBTopoB CR1 mpepcTaBAasieT 06011 HEOOABIIION
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¢dbparmMeHT MpOU3BOAHOM 3’-KOHL[€BOTO ITOBTOPA
MOOUABHOTO SAEMEHTA, COAEPIKAIETO B OOABIINH-
CTBe CAy4YaeB KOHCEHCYCHYIO IOCA€AOBATEABHOCTD
(CATTCTRT)(GATTCTRT)1-3, B reHOMeE KypuLibl
ObIAM OOHapY>KEeHBI U IOAHOPa3MepHbIe KO
AAVIHOM 4558 11. H., UMeolI1e B COCTaBe QYHKLMO-
HaABbHBIE T€HbI SHAOHYKA€ea3bl M 00paTHOM TpaHC-
kpurnrassl (Haas et al. 1997). 9To cBrAETEABCTBY-
€T 0 COXPAHSIOILENCS CIOCOOHOCTH STOTO SAEMEH-
Ta K peTpOTpaHCHO3ULMU U obecriedyeHUun
nepeMeleHsI HeKOTOPbIX YKOPOUEHHBIX 9IA€MEeH-
TOB. [TopaBAsioiiee OOABIIMHCTBO MOBTOPSIIOIINX-
cs1 aaemenToB CR1 yTpatnam crocoOHOCTD K TpaHC-
MO3ULMU U AUBEPTMPOBAAU C 0OpasoBaHMEM
Pa3AMYHBIX TOACEMEVICTB TAHAEMHBIX 1 PacCesTHHbIX
nmoBTopoB (Wallis et al. 2004; Wicker et al. 2005).
briao nokasaHo, YTO B reHOMaXx ITHL] IPOM3BOAHbBIE
CR1 npeANnoOYTUTEABHO AOKAaAM3YIOTCS B obora-
IIIeHHbIX FeHaMy pallOHaX, UYTO HeXapaKTePHO AAS
npeactaButeaeil LINE y Apyrux rpynn opraHusmoB
(Wallen et al. 1996). 9To CBUAETEABCTBYET O TOM,
4yTo yrpara 6oabimHcTBa SINE y npeakoB mruiy
no3BoAnaa pAepuBaram CR1 pacnpocTpaHuTbcs
B paiioHbl ayxpoMaTuHa. [loaATBep>kAeHreM sSToMy
CAY’KaT Pe3yAbTaThl PU3NIECKOTO0 KapTHUPOBAHUS
CR1 y npeacTaBUTEAEN Pa3HBIX BUAOB IITUL, OT-
Hocsmuxcs K pasHbiM oTpsipaM (Coullin et al. 2005).

IIInpoxoe pacnpoctpaHeHne CR1 npuseao
K €ro 5BOAIOLIMOHMPOBAHUIO AQXKe BHYTPU OTAEAb-
HBIX TEHOMOB, XOT$I IPEACTABA€HHOCTb 3TOT'O I10B-
TOpay pa3HbIX BUAOB IITUL] BapblpYyeT B ILMPOKUX
npeaeaax (Liu et al. 2009; Watanabe et al. 2006).
Ha ocHoBaHuu pazanumit 5’- u 3’-HEKOAMPYIOLIX
palloHOB B TeHOMe KYPHULbI ObIAM BbIAEAEHBI 14
ocHoBHBIX nopcemernicts CR1 (Haas et al. 1997;
John, Quinn 2008; Kapusta, Suh 2017), kotopsie,
B CBOIO OU€PEAD, TOAPA3AEASIIOTCS HAa D0Aee MeAKEe
I'PYIIIBI HA OCHOBAHUM Pa3ANYNIL IIOCAEAOBATEAD-
HocTel u KomOouHauuu 5- u 3’-koHyos (Liu et al.
2009). AHaAus GuAOTEHETUIECKUX B3aUMOOTHO-
IIEHUIT MeXAY padAMuHbIMU TopceMericTBamy CR1
y Kypuupbl 1 HacbleHHOCTb ux CpG mosBoanaa
OIIPEAEAUTD VX BO3PACT, paclipeAeAeHIe TI0 XPo-
MOCOMaM U CTeneHb AuBepreHuuu. Hamboaee
MOAOABIE 3AeMeHThl, Takue Kak CR1-B2-2, Haxo-
ASTCSI B 00OraljeHHbIX FeHaMM palloHaX MUKpPO-
XpPOMOCOM, IIPEACTABUTEAM CAMOTO pacIpoCTpa-
HeHHOro ceMericTBa CR1-C4 nMeroT yMepeHHbI
BO3PACT, I MIMEHHO OHU OKKYIMPYIOT 0OOralieHHble
reHaMM paiioHbl MAKPOXPOMOCOM, & CaMOe ApeBHee
1 HauMeHee KOHcepBaTuBHOe ceMelicTBo CR1-Y4-4
HarboAee NMpeACTaBAEHO Ha XpOMOCOMe Z, TAe
CTeIleHb AVBEPIeHLUM 9TUX 9AeMEHTOB AOCTUTAeT
moutu 30% (Liu et al. 2009).

Apyrue TUIIbI pacCesIHHbIX TOBTOPOB Y NTHUL]
pacrpocTpaHeHbl 3HAYMTEABHO MEHBbIIIE, IT0 CPaB-

Humeepamusuas ¢pusuoroeus, 2022, m. 3, Ne 2

HeHuto ¢ npeactaButeasiMu LINE. B renome kypu-
LBl COAEPXXUTCSI TPUOAUBUTEABHO B MSITh pas
MeHbIlle MOOMABHBIX S9AEMEHTOB, OTHOCSIIUXCS
K LTR perporpancnosonam, o cpaBHenuio ¢ CR1
(Warren et al. 2017). boaee paHHMe pAaHHBIE yKa-
3bIBAAM Ha ITOBBILIEHHYIO IIPEACTABAEHHOCTD TaKMX
9AEMEHTOB B cocTaBe Makpoxpomocom (Wallis et
al. 2004), oAHaKO C yBeAMYEHMEM KayeCTBa FeHOM-
HBIX COOPOK, B OCOOEHHOCTY B YaCTU BOCTIOAHEHNS
MpoOEeAOB B MUKPOXPOMOCOMaX, HaOAIOAQETCS
BbIpaBHMBaHIMe 3TOro Mmokasareas (Warren et al.
2017). BoAbmmmHcTBO LTR peTpoTpaHCIIO30HOB
B TreHOME KYPULBI OTEPSIAU (PYHKL[MOHAABHOCTD
U IPEACTAaBAEHbI YKOPOUYEHHBIMY II0CAEAOBATEAD-
HOCTSIMY, yTPaTUBLIMMY HEKOTOPbIE KOAVPYIOLIYE
aAeMeHTBI, AU opAHOuUHBIMU LTR, oAHaKO 0KOAO
40% Bcex HallAEHHBIX YAEMEHTOB OKa3aAUCh UH-
TaKTHBIMU 1 CIIOCOOHBIMM K TpaHcno3uumy. OyHK-
uuoHaabHble LTR peTpoTpaHCcnio30HbI, BHE 3aBU-
CHMMOCTM OT BO3PacTa BCTaBKU U IIPOVICXOXKAEHMS,
OBIAY MAEHTU(ULVIPOBAHBI B COCTaBe KAACTEPOB,
rA€ IIAOTHOCTD TaKMX SA€MEHTOB ObIAQ B IISITh pa3
BBILIIE, 4eM B cpeaHeM 1o reHomy (Wallis et al. 2004).
Takue KAaCTepbI TAQBHBIM 00pa3oM AOKaAU3YIOT-
Cs B pallOHaX ayTOCOM, XapaKTePU3YIOMMXCA HU3-
KOI1 CKOPOCTbI0 pekoMbuHaumy (Warren et al. 2017).
Anaaus copepxanusi LTR B 48 reHomax ntur us
Pa3HBIX CUCTEMATUYECKMX IPYIII BBISIBUA AOBOAD-
HO UIVMPOKUI pazbpocC MO 3TOMY ITOKa3aTEeAI
y IIpeACTaBUTEAEN PA3HBIX SBOAIOLIVIOHHBIX BETBEN
(Zhang et al. 2014b). AKTMBHOCTb MOOMABHBIX
3A€MEHTOB CTaAd OCHOBHOM IIPMYMHOM yBEANYEHU
pasmMepoB OAOKOB reTepOXPOMATHHA Y SITOHCKOTO
neperneaa (Morris et al. 2020; Saifitdinova et al.
2019). BoabIiast pOAb SKCITAHCUY TIOBTOPSIIOIUXCS
9AE€MEHTOB B 9BOAIOL[MI FeTePOMOPGHBIX TOAOBBIX
XPOMOCOM Y>Ke 00CY>KAQAACh BBILIIE, HO 3A€Ch BaXK-
HO OTMETUTb PAa3AUYUS B TUIIAX MIOBTOPSIOLINXCS
JAEMEHTOB, HAKAITAVBAIOLIMXCSI HA PA3HBIX TOAOBBIX
XpPOMOCOMaX, ¥ 0COOEHHOCTSIX UX PACIIPEAEAEHUS
(Komissarov et al. 2018; Saifitdinova et al. 2016).
IToAroBas xpoMocoma Z MMeeT MAOTHOCTb pac-
npepeaennsi LTR aaemenToB Ha 64% Bblllle, yeM
MO>KHO OBIAO OBI O’KMAQTh Ha QyTOCOME KYPULIbI
ToI 3Ke AauHbI (Warren et al. 2017). AHaAoru4HbIe
MIPOLIeCCBI, IO-BUAVMOMY, TIPOUCXOAVAY B BOAIO-
LM XPOMOCOMBI AVHUY 3apoabiiieBoro mytu (GRC,
germ line restricted chromosome) y neBuux nruii,
B yacTHOCTH y amaauHbl (Torgasheva et al. 2019).
OcCo6eHHOCTU TTOAAEPIKAHUST STOM XPOMOCOMBI
B I€HOME B PsIAY IIOKOAEHMIT Y OTCYTCTBYE AQBAE-
HUsI OTOOPA, HATIPABAEHHOTO Ha 0OAerdeHue Beca
OpraHM3Ma 13-3a IPOUCXOASIIIEN B COMAaTUIECKNX
KAETKaX AVMVHYLMY XpOMAaTMHA, IPMBEAU K Ha-
KOIIA€HUIO B HEVI TIOBTOPOB, OTHOCSIIIMXCS K Pa3HbIM
KAaccam. Y meBUYMX MITUL] HA0AIOAQETCS 0COOEHHO
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BBICOKOE copepykaHue LTR B reHomax, ux akTus-
HOCTb IPUBOAUT K YBEAUYEHUIO Pa3HOOOpasusi
¥l HE3aBUCYMOMY 9BOAIOLIVIOHVMPOBAHMIO ATUX BUAOB
paccesiHHbIX TOBTOpOB (Weissensteiner, Suh 2019).
AHaAM3 TeHOMOB Pa3HBIX BUAOB ITTUL] TO3BOAMA
IIPOCAEAUTD VICTOPUIO BHEAPEHNST, PACIIPOCTPAHEHNS
u sBoALMM HeKoTOpbix AHK-TpancnosoHos (Ber-
tocchi et al. 2017; Morris et al. 2020), x0T X AOASL
10 CPAaBHEHMIO C OIMMCAHHBIMU BbIILIE SAEMEHTAMU
B reHOMax IITUL] CYII[eCTBEHHO HIDKe. B reHomax rruiy
He oOHapyxeHb! Apyrue tumbl AHK TpaHcro3oHoB,
KpOMe XapaKTepU3YIOLIMXCSI HAAUYMEM TEPMUHAAD-
HBIX MHBEPTUPOBAaHHbIX TOBTOPOB. DAaHru TEpMMU-
HAABHBIX MHBEPTMPOBAHHBIX [TOBTOPOB HECYT I10-
CAEAOBATEABHOCTH, MPEACTABASIOLIE COOOM
AYTIAVIKALIVJ TAPTeTHOTO CaiiTa. AAMHA 1 0COOEHHOCTD
STHX IIOCAEAOBATEABHOCTEN IIOMOTAET OIPEAEAUTD
VIX IPYHAAAEKHOCTb K KOHKPETHOV I'PYIIIIE SA€MEH-
TOB, T. K. 60AbIIMHCTBO AHK TpaHC030HOB B reHo-
Me MMOTePSIAY aBTOHOMHOCTb 13-32 YaCTUYHON UAU
IIOAHOJ yTPAThI IIOCAEAOBATEABHOCTH, KOAMPYIOLLEN
TpaHCro3asy ¢ 006pa3oBaHKeM HEaBTOHOMHBIX MU-
HMATIOPHBIX MHBEPTUPOBAHHBIX MOOMABHBIX SA€MEH-
toB (Wicker et al. 2007). Boabmras yacte AHK-
TPAHCIIO30HOB B FeHOMAX IITUL] IPUHAAAEKUT K ABYM
cynepcemerictBaMm: Tcl/Mariner m hAT (Kapusta, Suh
2017; Warren at al. 2010; Wicker et al. 2005). DaemeHT
Charlie7, npunapaexxammit K hAT, HakanAMBaAcs
B T€HOMaX B XOA€ PAHHETO TIEPMOAQ SBOAIOLIVIM IITUL]
Y IPUCYTCTBYET KaK Y KypULbl, TaK U Y aMaAVHbBI
(Kapusta, Suh 2017). Y poomatiiHes KypuLibl B KaueCTBe
PaCcCesTHHBIX TOBTOPSIIOLIMXCSI DAEMEHTOB HanboAee
IIMPOKO MPEACTABAEHBI ABA AOCTATOYHO APEBHUX
cemerictea AHK-Tpancriozonos Charliel2 n Galluhop
(Wallis et al. 2004; Wicker et al. 2005). TTocaepHmit
OTHOCUTCS K Mariner-rop0OHbIM 3AeMeHTaM U 00-
Hapy>keH B Pa3HOM KOAMYECTBe B FeHOMax IISITU
BUAOB KypooOpasHbIx: AOMallHe N KyPHULIbl, THAEVKH,
SITTOHCKOTO IIepereAd, BUPTMHCKOM aMepUKaHCKO
KYPOIIaTK! Y TeTEpeBa-KOCaya, a TAK)Ke Y OAHOTO U3
BUAOB IITUL-HOCOPOTOB — MaAaliCKoro kaaao (Ber-
tocchi et al. 2017). TIpoHUKHOBEHME TPAHCIIO30HA
Galluhop B reHOMBI TpeacTaBUTEAEN OOOVIX TPYIIIT
IIPOV301IIAO, TIO-BUAMOMY, ITyT€M FOPM30HTAABHO-
ro nepeHoca. KoAn4ecTBo Kommit sTOro TpaHcio3o-
Ha BapbUPYeT B IIMPOKKX IIPEAEAAX: OT 5 Y SIITOHCKO-
ro nepereaa A0 6oaee yem 10 ThICSY y AOMAIIHEN
KYPMULIbL, TPIY€M B3PbIBHOI XapaKTep 1 pacipoCcTpa-
HeHue TpaHcro3oHa Galluhop nmeao mecto y o611ie-
ro rpeAKa Kypubl 1 uHaeiiku (Bertocchi et al. 2017).

Opranusanus LLeHTPOMEPHbIX PaliOHOB
XpOMOCOM

MHorue TaHAeMHble TIOBTOPbI B TeHOMeE BbI-
MOAHSIIOT CTPYKTYpPHbIe GYHKUMY, K UX YUCAY OT-
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HOCSTCS LleHTPOMEepPHbIE U TeAOMEpPHbIE TOBTOPKI.
LleHTpOoMepbl OTBEYAIOT 32 COOPKY KMHETOXOPA,
HEOOXOAVMOTO AASI TIPUKPEIAEHMSI K MUKPOTPY-
604KaM BepeTeHa AeA€HUs U IPaBUABHOI cerpe-
ralyy XpOMOCOM BO BPeMsI KA€TOUHBIX AeAEHUIL.
LleHTpOMepHbIe paitlOHBI XPOMOCOM MMEIOT 0COOBIN
3MUTeHeTUYECKUII CTATYC, OTANYAOLINI VX KaK OT
9YXPOMAaTVHOBBIX PallOHOB FEHOMA, TaK 1 OT reTe-
pOXpoMaTyHa, B TOM YMCAE HEITOCPEACTBEHHO
MPUAETAILIEro K 06AacT GopMUPOBAHUS KMHE-
toxopa (Hori et al. 2014; Shang et al. 2016). Karo-
YeBBIM 9AEMEHTOM B GOPMUPOBAHUY LIEeHTPOMEPBI
SIBASIETCSI BKAIOUEHME B COCTaB HYKAEOCOM lieH-
TpomepHoro BapuaHTa rucroHa H3 — 6eaka CENP-A
(Miiller, Almouzni 2017). Ha KyapTypax KA€TOK
KYPULbI OBIAO TIOKA3aHO, YTO AASL €T0 IPUBAEYEHNS
HeoOXO0AVMO aleTUAMpoBaHue ructToHa H4 mo
AVIBMHOBBIM OcTaTKaM B 5 11 12 noao>xeHusix (Shang
etal. 2016). Dta MoAMbUKaLMs XapaKTepHa MMEH-
HO AASI LIEHTPOMEP, TOTAQ KaK alleTMAMPOBAHNE
ructoHa H4 mo Ausuny B 20 TOAOXKEHUH SIBASIETCA
XapaKTepPUCTUKON TPAHCKPUIILMIOHHO aKTUBHOTO
XpOMaTMHA, OAHAKO 3Ta MOAUQUKALIMS TaKKe
OKa3aAach HEOOXOAMMOI KaK AAsT GOpPMUPOBAHUS
(YHKUMOHAABHBIX LIEHTPOMED Y YeAOBeKa, TaK
ny rruy (Hori et al. 2014; Sullivan, Karpen 2004).
Auetuanpoanue ructoHa H4, a Taioke HEBO3MOX-
HOCTDb OCYII|€CTBAEHVS TUITMYHBIX AASI T€TEPOXPO-
MaTuHa MopAMduKauii ructona H3 us-3a cTpyk-
TYPHBIX OCOOEHHOCTEN €ro LIeHTPOMEPHOTO
BAapMAHTA OTAMYAET LIeHTPOMEPHbI XPOMATVH OT
reTepOXpOMATVHA, TAK)Ke BO3HMKAILIEr0 B MeCTax
AOKAAM3aLMM TAaHAEMHBIX TOBTOPOB. AOIIOAHU-
TEABHO OTAUYME BBIPA>KAeTCs B OTCYTCTBUU
MeTuAMpOBaHuA uTo3uHa B coctaBe AHK, yua-
CTBYMOLIeN B GOPMUPOBAHUY KMHETOXOPA. DINTe-
HeTUYeCKre 0COOEHHOCTU SIBASIOTCSI HEOOXOAU-
MBIMU U AOCTAaTOYHBIMU AASI TOrO, 4TOOBI
VHULIMKMPOBATh COOPKY KHeToxopa (Bergmann et
al. 2011).

AAsl MHOTHIX BUAOB OBIAO TIOKa3aHO HaAu4YMe
B cocTaBe HeHTpoMmeproit AHK cneunduueckoro
B3aVIMOAEVICTBYS C APYTMIM KVMHETOXOPHBIM O€AKOM
CENP-B, onmocpeA0BaHHOTO BBICOKOKOHCEPBATHB-
HBIM 9A€MEHTOM I€HOMa, MOAYUYMBIIVM Ha3BaHNe
CENP-B 6okca (Masumoto et al. 1989). Cob6cTBeH-
HO LIEeHTPOMEpPHBIE IT0CAEAOBATEABHOCTY OXapaK-
TEepPU30BAHBI Y ABYX BUAOB IITHUL]: IOCAEAOBATEAD-
HocTb PR1 ¢ pAamuHou moHomepa 0,9 T. m. H.
y ckaancToro roayos (Solovei et al. 1996), a Taxxe
GGSAT c poanHOM MOHOMepa 1,2 T. II. H. Y AoOMalI-
Hell KypMULibl, BIIlepBble OMMCAHHBIN KaK crieuuy-
HbI1 AAsT Xpomocombl W ntoBTop GGEcoRI (Saitoh
et al. 1991). O6e aTM TaHAEMHO TTOBTOPSIIOI[MECS
IIOCAE€AOBATEABHOCTY XapaKTePU3YIOTCS HAANYMEM
CENP-B 60kca B cocTaBe MOHOMepa. ¥ CKaAUCTO-
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ro roay6s nmocaepoBareabHocTb PR1 cocraBasier
5% reHoma, 4TO TOBOPUT O €€ U3OBITOYHOCTU.
VIHTepecHO, YTO Y BSIXMPS STOT MOBTOP BBIXOAUT
3a rpaHULbl COOCTBEHHO LIEHTPOMEPHI U BXOAUT
B COCTaB IIEPULIEHTPOMEPHOTO e TEPOXPOMATIHA,
TOTAQ KaK y TOAYOsl TOABKO Ha XpOMOCOMeE 2 OH
BBIXOAUT 32 TPaHULbI COOCTBEHHO LIEHTPOMEPHI
(Solovei et al. 1996). ITpucyTtcTByoLIe GAOKU TTO-
BTOpa GGECOoRI Ha xpomocome W Kypulipl, Co-
ctaBasomue 0,6 % reHoMa, XapaKTepU3YyIOTCs
HaAanuyeM BeipoxpeHHo1 CENP-B cBaspiBaronien
IIOCAEAOBATEABHOCTU 1 OOA€e HUBKUM YPOBHEM
KoHcepBaruaMma (0KoAo 68%) (Saitoh et al. 1991),
B TO BpeMsI KaK LIeHTPOMEPHbIE SAEMEHTBI 3TOTO
nmoBTopa (cobcrBenHo GGSAT) cocTaBASIOT
He 0oaee 0,1% renoma (Komissarov et al. 2018).
OHu xapakTepusyoTcsi 60Aee BBICOKMM KOHCep-
BaTM3MOM Y HAAMYMeM KOHCEHCYCHO ITOCAEAOBa-
TeAbHOCTHU, uMemoLeir cxopcTBo ¢ CENP-B 6oxcom
maekonuramomux: tTTTCGnnnnAaaCGGGaG.
Cunraercs, UTO IPUCYTCTBYE B COCTaBe LEHTPO-
MepHbIX nocaepoBateabHocTern CENP-B 6okca
MOBBIIIAET TOYHOCTD CBSI3bIBAHMSI KTHETOXOPHBIX
0eAKOB; B TO )K€ BpeMsI QYHKL[MOHAAbHbIE LIEHTPO-
Mepbl GopMUPYIOTCS 1 6€3 TaKOro SAeMeHTa.
B aTOM CAyuae pelraolyio poAb UI'PaeT TaHAEMHBII
XapakTep opranusanuy nocaepopatreabHocT (Craig
et al. 1999).

3a UCKAIOUYEeHVEM MOUKYIOLMXCS APOJXOKeN
Saccharomyces cerevisiae v 25 APyIrX BUAOB OAHO-
KAETOYHBIX IPUOOB, IPUHAAAEKAIIUX K Pa3HBIM
poAaM, LieHTpOMepbl KOTOPBIX (GOPMUPYIOTCS UC-
KAIOUMTEABHO 32 CYET CUKBEHC-CIelnpuieckoro
B3aMMOAENCTBUA ¢ beakamu KuHeToxopa (Guin et
al. 2020; Ng et al. 1986), y mopaBasioero 60Ab-
IIMHCTBA U3YYEHHBIX HA CETOAHSIIHUI MOMEHT
9YKapUOT LIeHTPOMEPHBIE PaliOHbI COCTOST U3
TaHAEMHO TIOBTOPEHHBIX 3AeMeHTOB. OTAEAbHbIE
MOHOMEDPBI e HTPOMEPHBIX CATEAAUTOB B HUX
IEPEMEXKAIOTCSI APYTMIMU CaTEAAUTAMY, KOTOpBIe
MOT'YT Pa3AMYaTbCs MEKAY COOO0J, OAHAKO ITOCAE-
aoBareapHOoCT HOR B mpepeAax 1jeHTpoMepbl
OTAEABHOI XPOMOCOMBI MMEIOT OYEHb BBICOKUIA
YPOBEHb TOMOAOT MY, KOTOPbBI cocTaBAsieT 95—-98%.
IIpotspxkeHHOCTh MoAe HOR MoXeT BapbupoBarthb
oT 0,5 A0 5 MMAAVIOHOB TI. H., IpMYeM pa3Mep LieH-
TPOMEPHOTO HAOKA OTAEABHBIX XPOMOCOM Habopa
MOJKeT CYIIeCTBEHHO OTAUYATHCS Y Pa3AMYHbBIX
VHAMBUAOB. Y KypHLIbl ayTOCOMBI 5 1 27, a TaK)Xe
MMOAOBAasI XPOMOCOMAa MMEIOT OYE€Hb MaA€HbKUE
ueHTpoMepsl (Shang et al. 2010). MinpuBuAyasbHbIe
0COOEHHOCTH LIEHTPOMEPHBIX PallOHOB, chopmu-
pOBaHHbIe OAATOAAPST YYACTUIO PAa3HBIX IIOBTOPSI-
IOLIVIXCSI 2AEMEHTOB, 00eCIeYlBal0T QPYHKLIMOHAAD-
HOE CXOACTBO U ITIOAAEP>KUBAIOT MHAVBMAYAAbHbIE
BUAO- U XpOMOCOMCcITeL[ipUYHbIE pa3ANIMSL.
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OmnpepeAeHHbIE TOCAEAOBATEABHOCTY OTAEABHBIX
HOR, chopmupoBaHHble 13 KOMOMHALIMK Pa3ANY-
HBIX CAaTEAAUTOB, CAY)XaT He TOABKO AASL popMu-
poBaHMUs (PYHKLVMOHAABHON LIEHTPOMEPHI,
NPUKPENASIONIENC K BePeTEeHY AEA€eHUs,
HO Y Y4aCTBYIOT B OpraHM3aliiyi XPOMOCOM B SIApE,
a TaK’Ke MOTYT UTPaTh BaKHYIO POAB IIPY KOH'BIO-
raiuu XpOMOCOM B MeN03€e U MOAAEPYKaHUI TIPO-
CTPAHCTBEHHON OPTaHM3aLuu LEeHTPOMEPHBIX
PaloHOB XPOMOCOM Ha Pa3HbIX STAMaX KAETOYHO-
ro uukAa (Aldrup-Macdonald et al. 2016; Ivanova
et al. 2019; Saifitdinova et al. 2003). Bb1COKOKOH-
CepBaTUBHAS I[EHTPOMEPHAs MTOBTOPSIOMASCS
ITIOCAEAOBATEABHOCTb, OTBETCTBEHHAS 3a KOI'€3UI0
XpOMAaTUHA U TIOAAEPYKaHUE MPOCTPAHCTBEHHOI
opraHusanuy XpoMocoM, Obiaa OOHapyKeHa
B reHome OOBIKHOBEHHOTrO 3s10AMKa (Saifitdinova
et al. 2001). Briao TOKa3aHO, YTO OHA UTPAET BaXK-
HYI0O POABb B IIPOCTPAHCTBEHHOJ OPTraHM3aLuyn
XPOMOCOM HE TOABKO B MUTOTUYECKU ACASIIVIXCS
KAETKaX, HO U B Ipodase MepBOro AeAeHust Melo-
3a (Saifitdinova et al. 2003). D1a mocaepoBaTeAb-
HOCTb XapaKTepU3yeTCsI BBICOKMM KOHCEPBATU3MOM
HE TOABKO B IIPEeAEAaX T€HOMa OAHOU ocobu,
HO U B IpeAeAax BuAQ. B To ke BpeMmst y OAM3KuUX
BUAOB BbIOPKOBBIX IITHL] OOHAPY>KMBAIOTCS I10O-
BTOPSIIOIIMECS DAEMEHTbI, UMEIOIIe CXOACTBO
C HYKAEOTUAHOI NocaepoBaTeAbHOCTbIO FCP,
HO He MMeIoIe [eHTPOMEPHOII AOKAAU3ALIUU
Y XapaKTepU3yliecs: 3HAaYMTEAbHO MEHbIIVM
ypOBHeM KOHcepBaTu3Ma. B cTpykType MoHOMepa
FCP u3 reHoMa 3510AMKa 6b1AM OOHAPYKEHBI pery-
ASITOPHBIE DAEMEHTBI, XapaKTePHbIE AAST AULIEHHBIX
TATA-60kcoB npomoTopoB PHK-moanmepassr 11
Y TPaHCKPUILMOHHBIX ¢akTopoB (Saifitdinova et
al. 2001). MimeroTcst AQHHBIE O TOM, YTO TPAHCKPUII-
L[MSI IIEHTPOMEPHBIX PaifOHOB B MHTEP(ha3e MOXKeT
UTPaTh BEKHYIO POAD AASI IOCAEAYIOLIEN KOPPEKT-
Hoi1 cerperauuy xpomocoM (Sadeghi et al. 2014).

TaHA€eMHbIE MOBTOPBI PACIPOCTPAHSIOTCS
3a rpaHuLbl QPYHKLMOHAABHON LEHTPOMEPDI
¥ GOPMUPYIOT EpULIEHTPOMEPHBIE TeTEPOXPOMaA-
THHOBBIE PailOHbI, CTabMAM3MpPYIOLIie KOPOBYIO
00AacTb LieHTpoMepbl. [IpucyTCTBYyIOIME B HUX
CaTEAAUTHI 00ECIIeYMBAIOT B3aMMOAEICTBIE MEX-
AY CECTPUHCKMMMU XPOMATUAAMMU, CIIOCOOCTBYS X
MPaBUABHOMY PACXOXXAEHUIO BO BPEMS KAETOUHBIX
aeaennit (Schalch, Steiner 2017; Yi et al. 2018).
VYBeAandeHye yMcAa KO MOHOMEPOB B 3TUX pail-
OHaX IMPOUCXOAUT MPEUMYIECTBEHHO OAAroAapsi
IpoLjeccaM pernapaunuy ABYHUTEBBIX pa3pbIBOB
u pexom6bunauuu (McFarlane, Humphrey 2010;
Talbert, Henikoff 2010), npuuem ocobeHHOCTHU
OpraHM3aLMu ePULIEHTPOMEPHBIX PAiTOHOB Pa3HBIX
XPOMOCOM Y YeAOBEKA CBUAETEABCTBYIOT O TOM,
4TO B GOPMUPOBAHUU TeTEPOXPOMATUHOBBIX
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Opeanusayus HeKoOupyruUx dIAeMEeHNO0B B 2EHOMAX NMUY,

OAOKOB ITPE0OAAAAIOT MEXXXPOMOCOMHbBIE OOMEHBI
(Warburton et al. 1996). XpomaTuH nepuiieHTpo-
MEPHBIX PaifOHOB MEET TUTUYHBIE Y€PThI KOHCTU-
TYTUBHOT'O T€TEPOXPOMATIHA C BBICOKOII CTENEHBIO
MeTtuanpoBanua AHK, koMnakTHO yrmakoBKOI
C yyacTueM rerepoxpomaruHoBoro 6eaka HP1
1 oboraujeHreM KOPOBBIX HYKA€OCOM I'ICTOHOM
H3, TpMMeTNAMpPOBaHHBIM 110 AU3VHY BO 2 1 9 110-
Aaoxennsx (Peng, Karpen 2008). KoHCTUTYTUBHBII
reTepoOXpOMATUH MEPULIEHTPOMEPHBIX PallOHOB,
(bAQHKMPYOIIMX LIEHTPOMEPBI, COCTOUT U3 KOMOM-
HALMM PA3AUYHBIX CATEAAUTHBIX IOCAEAOBATEAD-
HOCTel1 I MOOMABHBIX 9AEMEHTOB FeHOMa, KOTOpbIe
XapaKTepU3YIOTCSI CHYDKEHMEM YPOBHSI TOMOT€H-
HOCTU TIOBTOPSIOIUXCS SAEMEHTOB BbICOKOTO
nopsipka (Klein, O’Neill 2018). B To >xe Bpems atn
MMOCAEAOBAaTEABHOCTU He SIBASIIOTCS TPAHCKPUIILIV-
onHo nHeptHbIMY (Enukashvily, Ponomartsev 2013).
TpaHCKPUIITBI STUX TOCAEAOBATEABHOCTEN UTPAIOT
B)KHYIO POADb U MOTYT IIPYHUMATh y4acTye B yCTa-
HOBAEHUY XapaKTEPHOTO AAS IEPULIEHTPOMEPHO-
ro reTepOXpoOMaTHMHA CTATyCa HA PAHHMX STAIaxX
smbpuoHaabHOTO paseuTus (Casanova et al. 2013;
Probst et al. 2010). ®yHKLUMOHAABPHOE 3HAYEHNE
CaTEAAUTHDIX TIOCAEAOBATEABHOCTEN U APYTUX I10-
BTOPSIOIVIXCSI 9AEMEHTOB F€HOMA, Y4aCTBYIOIMX
B bopMUpPOBaHUM TTEPULIEHTPOMEPHOTO TeTEPO-
XpOMATUHA, Ha CETOAHSIIITHMIT MOMEHT He BbI3bIBa-
et comHeHus (Biscotti et al. 2015; Podgornaya
et al. 2018).

XOTs1 reHOMBI NITHL] XapaKTepU3YIOTCS 3HAYM-
TEAbHO 0OA€e HUBKUM COAEPYKaHMEM IOBTOPSIIO-
I[MIXCST DAEMEHTOB, AAHHBIE O COCTABE M OpraHusa-
L1 [IEPULIEHTPOMEPHOTO reTepOXpoMaTMHa OYeHb
OrpaHMYeHBL. B ero cocTaB MOr'yT BXOAUTD pa3Hble
THUIIBI CATEAAUTOB. [IOBTOPSIOIMECS TOCAEAOBA-
TEAbHOCTU C AAMHOM MOHOMepa oT 42 Ao 191 1. H.
OTIMCAaHbI B COCTABE MEPULIEHTPOMEPHOTO re€TEPO-
XPOMAaTHHA U OTHOCSTCS K YMCAY Ma>KOPHBIX IO-
BTOPOB Yy TaKMX BMAOB, KaK KpsIKBa, 3e0poBasi
aMaAMHa U HEKOTOpble BUABI nonyrae (Madsen
et al. 1992; Melters et al. 2013; Takki et al. 2022).
Y MHOTMX BMAOB ITUL| B IEPULIEHTPOMEPHOM re-
TEepOXpOMaTMHe OOHApY)KEeHbI MUHMCATEAAUTBI,
takue Kak CNM y KypuLibl, MI3BHAYaABHO BbIAEAEH-
HBIV 13 3aIKOPEHHOI Ha SIAepHOIT MeMOpaHe ppak-
uuu AHK (Matzke et al. 1990). B coctaBe nepu-
L[EHTPOMEPHOTO TeTepOXpPOMATUHA KYPULbI
OMMCaHbl MOHOMEPBI BBICOKOITOAMMOP(HOr0 MH-
BeprupoBaHHoro nosropa PIR (Li et al. 2007; Wicker
et al. 2005). [ToBTOpSIIOMIECS TOCAEAOBATEABHOCTH
C AAMHOJ MOHOMEepa OKOAO HYKA€OCOMHOTIO I10-
BTOPA, MMeEIOII[Vie YACTUYHYI0 TOMOAOTHIO € 41 I1. H.
noBTopoM CNM, TaksKe OMUCaHbI B LIEHTPOMEPHBIX
palioHaX XpOMOCOM y HEKOTOPBIX I'yceo0pasHbIX
(Uno et al. 2019). TTocAeAOBaTEABHOCTU 3TUX MU-
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HUCaTEAAUTOB KOHCEPBATUBHBI AASI KYPOOOPa3HBIX
Y YaCTO AOKAAUBYIOTCSI B COCTABE IIEPULIEHTPOMEP-
HOT'O TeTePOXPOMATUHA Y UHAECVKY, BUPTMHCKOM
KYpOIIaTKy U pa3HbIX BUAOB Ineperneaos (Ishishita
et al. 2014; Matzke et al. 1992; Tanaka et al. 2000;
Wang et al. 2002; Yamada et al. 2002). B xoae
9BOAIOLIVIM IIOCAEAOBATEABHOCTY IIEPULIEHTPOMEp-
HOT'O FeTePOXPOMATIHA TIOABEPralOTCS TOMOT€HM-
3aLMM, KOTOPasi MOXKET MPOUCXOAUTH XPOMOCOM-
ciequduuno (Ishishita et al. 2014), a moxet
bopMMPOBATH CATEAAUTDI, XapaKTEPHbBIE AAST Ma-
Kkpo- u mukpoxpomocom (Kulak et al. 2018; Takki
et al. 2022; Yamada et al. 2002) nau, xax y asuar-
CKOTO KEKAMKA, IPMBOAUTDH K 00pasoBaHMIO 1O-
Bropsmwoulerocs aaeMenta ACH-Sau3Al xapakrep-
HOTO AASI Bcex xpomocoM Habopa (Ishishita et al.
2014). PasAnyHbIE MUHUCATEAAUTBI C MOHOMEPOM
41 1. H. TaloKe 0OHAPY>KEHBI B COCTABE LIEHTPOMEDP-
HpIXx HOR 1 nepuiieHTpoMepHOro rerepoxpoma-
TVHA BCEX XPOMOCOM Y PBIOHOTO (pMAVHA U AAVIH-
HOXBOCTOV HESICBHITH, Y KOTOPBIX OHM (OPMUPYIOT
He 00AaAQo11Vie BBICOKMM KOHCEPBATU3MOM MOHO-
Mepbl 60Aee BBICOKOTO MOPSIAKA AAMHOM OKOAO
167-190 1. u. (Yamada et al. 2004). Ma>kopHbie
CaTeAAUTHI C MOHOMEPaMI OOABILIEN AAVIHBI BXOASIT
B COCTaB ME€PULIEHTPOMEPHOIO FeTEPOXPOMATHHA
y 3e06pOBOII aMaAUHBI, KUTAVICKOTO U SITTOHCKOTO
nepeneaoB (Kulak et al. 2018; Takki et al. 2022;
Yamada et al. 2002). B coctaB HOR neputjeHTpo-
MEPHOT'0 TeTePOXPOMATHHA Y SITTOHCKOTO IepereAa
TaK’Ke€ MOTYT BXOAUTDb IIOCAEAOBATEABHOCTU MO-
OUABHBIX DAEMEHTOB, & TaK)Xe pparMeHTsl pubo-
comHbIx reHoB (Saifitdinova et al. 2019). Viutepec-
HO, uyTo GC-cocTaB ITOCAEAOBATEABHOCTEN
HEePULIEHTPOMEPHOTO reTePOXPOMATIHA BapbUPy-
eT B MpoKux npepeaax (Melters et al. 2013), uto
TaK>Ke CBMAETEABCTBYET O BBICOKOM CKOPOCTU
5BOAIOLIMOHMPOBAHMS TUX PallOHOB XPOMOCOM
y ITULL.

OpraHusanusi TEAOMEpPHBIX 1 CYOTEAOMEPHBIX
palioHOB

TeaoMepsl 00€CIeYNBAIOT TOAHYIO PEIIAVKALIMIO
Ha KOHL[2X XPOMOCOM, 3aLIUINAI0T KOHI[bI AMUHENTHBIX
XPOMOCOM OT AETPaAALMM, IPENATCTBYIOT AecTa-
OvAM3MpYIOLIel aKTUBHOCTY HE3aMKHYThIX HUTEN
AHK Ha KoHITax XpoMOCOM 3a CYeT BBICTYIalolIle-
ro 3’-KOH1ja, 060raleHHOTO I'yaHMHOBBIMY OCTaT-
kamu (Wang, Zakian 1990), obecneuynBaroliero
paboTy TeAOMEPa3HOTO KOMITAEKCA Y CIIOCOOHOTO
K GopMMUPOBaHUIO BHYTPUMOAEKYASPHOIO
G-xBappynaekca (Kar et al. 2018). Y Bcex usydeH-
HBIX BUAOB IITUL] TEAOMEPBI 00pa30BaHbl KAHOHMU-
YECKUM AASI OOABIIMHCTBA IO3BOHOYHBIX JKUBOTHBIX
taHAeMHbIM ToBTOpOoM (TTAGGG)n (Meyne et al.
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1989), KOAMYECTBO KON KOTOPOTO MOXXET pas-
AMYATBCS Y IPEACTABUTEAEN PAa3HBIX BUAOB
" B KAETKax pasHoro tumna aAnddepeHunposku,
puveM COKpallieHre AAUHbI MeHee YeM A0 13 mo-
BTOPOB, IIPOUCXOASIIIEE 13-3a HEBO3MOXKHOCTHU
penAukanyy 5’-KOHLja OTCTAIOLeN e, Hapylia-
eT QYHKLMOHAABHOCTb TEAOMEPBI 1 €€ CIIOCOOHOCTD
sammuaTh KoHLbl XxpomocoMm (Capper et al. 2007).

Y HEKOTOPBIX BUAOB IITUL] TEAOMEPHBIIT TOBTOP
OTHOCHUTCST K YMCAY MA)KOPHBIX, & Y AOMALIHEN
KYPHULIbI OH SIBASIETCSI HAOOA€€e IIPEeACTaBAEHHBIM
B reHoMe. Ha ero poato nmpuxoputcs Ao 4% Bcent
AHK, yto cocraBasier 60aee 30 M. 1. H. (MUAAMO-
HOB I1. H.) Ha ranAouAHbI1 reHoM (Delany et al. 2003;
Komissarov et al. 2018). OT4yacTt TaKO€ KOAUYECTBO
TEAOMEPHBIX TIOBTOPOB B TeHOMAX MTULL 0OBSICHSI-
€TCsl IPUCYTCTBUEM MHTEPCTULIMAABHBIX CAaliTOB
(TTAGGG)n (Galkina et al. 2005; Liangouzov et
al. 2002; Nanda, Schmid 1994, Saifitdinova et al.
2003; Solovei et al. 1994). [Tomumo pacnpocTpaHe-
HVSI UIHTEPCTULUAABHBIX CAlITOB, B TEHOME KYPULIbI
MPOM3O0LIAA DKCIIAHCUSI TEAOMEPHOTO IMOBTOPA
C TEPMUHAABHOI AOKaAU3alLMEN, KOTOpas Mpu-
BeAa K GOPMUPOBAHUIO MPOTSKEHHBIX TIOAEN Te-
AOMEPHOTO TOBTOPA Ha KOHI[AX HEKOTOPBIX XPO-
MocoM ¢ GOPMUPOBAHMEM TAaK Ha3bIBAEMbBIX
«Mmerateaomep» (Delany et al. 2003; 2007). Takue
IIOCAEAOBAaTEABHOCTY He MOTYT (PYHKIIMOHAABHO
3aMeCTUTb TEAOMEPbI HA KOHLIAX XPOMOCOM,
HO OHY BXOAST B COCTaB CyOTEAOMEPHOTO reTepo-
XPOMAaTVHa, IOBBILIAs] YPOBEHD €r0 XPOMOCOMCIIe-
1MPUYHOCTY 32 CUET YCAOXKHEHMSI TIOCAEAOBATEAD-
HocTy HOR 0TA€ABHBIX CYyOTEAOMEPHBIX PAlIOHOB.

Cyb6TeAoMepHbIe PaitOHbI XDPOMOCOM Y4YaCTBYIOT
B obecrevyeHnn CBSI3M XPOMOCOM C SA€MEHTaMU
[[UTOCKEAETA U TIOAAEPIKAHUU OTIPEAEAEHHO ITPO-
CTPaHCTBEHHOW OPraHM3alUU B UHTEPHAZHOM SIAPE
6Aaropapsi 3aAKOPUBAHUIO XPOMOCOM Ha ero 060-
AOYKe, a TAKOKE UTPAIOT BXKHYIO POAD B IIPOCTPaH-
CTBEHHOIT OPTraHMU3aLUU XPOMOCOM B XOAE TIOA-
TOTOBKYM K KA€TOYHBIM AEAEHVSIM U CUHAIICUCY
TOMOAOTOB B mpodase MepBoro AeAeHus: Menosa
(Calderon et al. 2015; Riethman et al. 2005). B o1-
AVYME OT TEAOMEpP, KOTOPbIE He MTOABEPralTCs
METUAVPOBAHMIO 113-32 0COOEHHOCTEN HYKACOTHUA-
HOJT TOCAE€AOBATEABHOCTH, CYOTEAOMEPHBIE paiio-
HBI XapaKTePU3YIOTCsI CHIDKEHNEM YPOBHSI TOMO-
TreHHOCTYU TOBTOPOB U HaAuureM CpG oCTpOBKOB
(Blasco 2007), a Tak)Ke IPUCYTCTBMEM XapaKTEPHBIX
AAsi reTepoxpomMaTiHa Mopudukanmit (Gonzalo et
al. 2006; Vaquero-Sedas, Vega-Palas 2011). Cy1e-
CTBEHHYIO POAb B POPMUPOBAHUY IPOTSHKEHHDBIX
II0A€} FeTPOXPOMATHHA CYOTEAOMEPHBIX pallOHOB
XpPOMOCOM UI'PAIOT MTOBTOPSIOL[MECS DAEMEHTBI
PasHOIT TPUPOABI, TOTIAARIOLIME B TU PAllOHbI T€HBI
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MTOABEPIaloTCsI CAMAEHCHHTY, YTO XOPOIIO OIMICAHO
Kak ad ekt nmoroxenus rena (Weiler, Wakimoto
1995). CTpyKTYypHO-(YyHKL[MIOHAAbHbIE OCOOEH-
HOCTU CyOTEAOMEPHOIO reTepoXpoOMaTHHA IITHUL]
CBUAETEABCTBYIOT O TOM, YTO OH MOXXET UTPaTh
B2KHYI0 POAb OAHOBPEMEHHO B obecrieuyeHnn
YHUKAABHOCTY XPOMOCOMCIELMUYHOTO CHHAI-
C1ICa TOMOAOTOB U TOAAEP)KaHUM CTPYKTYPHOTO
€AMHO00pa3usi, HEOOXOAMMOTO AASI CBSI3U C KOM-
IIAEKCOM OEAKOB SIAEPHOV 000AOQYUKIU.

3akAuenue

[eHOMBI ITUI] XapaKTePU3YIOTCS PSAOM 0CObeH-
HOCTel, CBA3aHHBIX C CyLeCTBEHHBIM COKPALIeHM)-
€M X pa3MepOB, UTO NIPUBEAO K yTpaTe CyIeCTBEeH-
HOI1 YaCTY MMOBTOPAIOLIMXCS IIOCACAOBATEABHOCTEIN.
CoxpaHuBLINECs] HEKOAUPYIOLIYEe 3AeMEeHTbI
y IpeACTaBUTEAEN 3TOM IPYIIIbl MMEIOT PSIA Xa-
PaKTepHBIX 0COOEHHOCTEN, KOTOpbIe O3BOASIOT
VICIOAB30BATh VX B KaUeCTBE MOAEABHBIX 00beKTOB
AASL U3y4YeHUs OTAEABHBIX KAACCOB TaKUX IOCAe-
AoBaTeAbHOCTel. HecMOTps Ha cylljecTBeHHOe
COKpallleHle AOAY MOBTOPAIOIMXCSA SA€MEHTOB,
UIX paclipeAeAeHye ¥ OPTaHM3aLys CBUACTEAbCTBY-
I0T O BO3MO>XHOCTH BBIIIOAHEHMS Ba)KHBIX CTPYK-
TYPHBIX U PETYAITOPHBIX PyHKLMIL ViccaepoBaHMe
VX OPTaHM3ALMU MOXKET CTaTh KAIOYOM K IIOHMMa-
HMIO 3aKOHOMepHOCTell QyHKLMOHMPOBAHUA He-
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3HA4YeHMe KOTOPBIX AO CUX IIOP HE YAAAOCH yCTa-
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