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“Hosnanue — nouck anano2utl”
Jhoosue bonvyman

BBenenue

Co BpeMeHU OTKpBITHS MOJOBBIX XpoMocoM (Mak
Knanr, 1901), cuutaercda, dYTO WX OCHOBHas poOJb —
ompeneNieHue moja ¥ 00ecTeueHne COOTHOIICHUS TIOJIOB
(Mittwoch, 1967; Ohno 1967,1979). KoHeuHo, TOJIOBBIC
XPOMOCOMBI JIENAI0T U TO U JIPYroe, HO MOXKHO JIU CUUTATh,
4TO 3TO UX I1aBHBIC GYHKIIUU? Beap 1 onpeaeneHus noia
BIIOJIHE JIOCTATOYHO OJIHOTO ayTOCOMHOT'O I'e€Ha-TpUIrepa, a
COOTHOLLIEHHUE MOJIOB 1 : 1 aBTOMaTHYECKHU IMOJIydaeTcs: Mpu
CKPEIIMBAaHUHN PEUECCUBHOM TOMO3HUIOTHI C T€TEPO3UTOTOM.
Kpome Toro, mos cymecTBoBaJl U /10 TMOSIBJICHUS MOJOBBIX
XpPOMOCOM M MHOTHE COBPEMEHHBIE Pa3/IelIbHOMNOJIbIC BHUJIbI
WX HE UMEIOT.

B yeM »BOJIOIMOHHBIN CMBICIH, JOTHMKAa ayTOCOMHO-
roHocoMHo auddepennmanuu? Kakoi NMPUHIAI JICKUT B
ee ocHoBe? UTO marOT pasHble aAITOPUTMBI TOBEIACHUS
xpomocom? [louemy ayTocoMbl epeatoTcst OT POAUTENEH K
IIOTOMCTBY YHMCTO CIIy4alHO, a Y-XpOMOCOMa TOJBKO OT
oTua K chiHy? Kakue reHsl JOKalauM30BaHbl B ayToCOMax,
Kakue — B X-xpomMocomax, kakue — B Y-xpomocome? Kax
MOKHO OOBSICHUTH OCOOEHHOCTH KOHBIOTAIIMH, KPOCCHHIO-
Bepa WIM KOHJEHCAIIMH TTOJIOBBIX XPOMOCOM B 3aBUCUMOCTH
OT I0J1a ¥ TUIIa TAMETHOCTHU?

Msbl MHOTO 3HaeM O pa0oTe I'eHOB B XpOMOCOMAax B
OHTOTEHEe3e, HO TIOYTH HHUYETr0 He 3HaeM o0 ux ‘“‘oOpase
XKHU3HK® B TeHoMe B (uiorenese. Benyr nu onu cels
“ocemno”: “poxmarorcs’, “KHBYT’, pabOTaIOT U “yMHPAIOT’



Bsenenue

B OJHOH XpOMOCOME WM “KOUYyloT”: pas3Hble (pa3bl cBOEro
¢duorenesa nNpoBOAAT B pa3HbIX Xxpomocomax? CyiecTByer
JIM 3aKOHOMEPHBIX “MapLIpyT”’ F€HOB I10 XpoMocomMam?

Hakonunocs MHOTO 3arafiok, IpOTUBOPEUUA U HOBBIX
JAHHBIX, KOTOpbIE KJacCHYecKas TEeHETHMKa HE MOXKET
00bsicHUTh. [loueMy B MOJOBBIX XPOMOCOMAax TaK MHOIO
TPAHCHO30HOB WJIH “NpbITaromux reHor”? Jlo cux mop He
SCHa POJIb CaMUX TPAaHCHO30HOB. C MOMEHTa UX OTKPBITHUS,
TPAHCIO30HBI TOCTENOBATENBHO CUUTAIUCH KOHTPOIUPYIO-
IIUMU, 3TOMCTUYHBIMH WA TMAapa3sUTUYECKUMHU, IOTyIapa-
3UTHBIMH, YMEHbBIIAIOIIMMHU PUCIIOCOOICHHOCTh BUIA U KaK
napa3uTHBIMU, Tak u nosie3HsiMu (Le Rouzic, Capy, 2005).

OTBeTHl Ha ATH BOMPOCHI WINYT Ha TE€HHOM YpPOBHE.
Opnako, He TIOHMMAas 3BOJIOIMOHHON pPOJIM KOPEHHOTO
SIBJICHHS — T10JIa, HEBO3MOKHO TOHSTH M MHOTHE CBS3aHHBIC
C HUM SIBJICHUSI, U B YaCTHOCTH, POJIb MOJOBBIX XpOMOCOM. B
1965 r. B. 'eonaksiH, npeaiokKuil IBOJIOLUOHHYIO TPAKTOB-
Ky moyoBoi auddepeHnmamuu Kaxk CrIeqUagIu3anuo 1o
QIBTEPHATHBHBIM SBOJIIOIIMOHHBIM 33/la4aM COXPAHeHUsl U
U3MeHeHMs nonyisiuuu. Pasnenenue Ha ABa mosa, KOTOpoe
MBI TPUBBIKIN CUUTATHh 3PPEKTUBHBIM CHOCOOOM pPA3MHO-
JtceHUsl, BOBCE TAKOBBIM HE SIBISETCS, TaK KaK IMPOUTPHIBAET
OecronsiM (hopMam O YUCIIEHHOCTH TIOTOMCTBA, a repmadpo-
JIUTaM — TI0 Pa3sHO00pasHI0. IE0NOYUOHHASL Meopusi Nnoad
TPAKTYeT Ppa3JCIIbHOIONOCT, Kak 3(G(EKTUBHBIN cnocod
assontoyuu  (I'eomaksia B. A., 1989,1991). Takoi B3rsg
MO3BOJIIET, COOTBETCTBEHHO, MO-HOBOMY TPaKTOBaTh U BCE
HOHSATHS, CBSI3aHHBIE C ITOJIOM: TTOJIOBOU JUMOP(3M, COOTHO-
HIEHHE TI0JIOB, TOJIOBBIE XPOMOCOMBI, TIOJIOBbIE TOPMOHBI U
Ip., KOTOPBIE TAK)KE MPUOOPETAIOT 2680TIOYUOHHBIU CMBICIL.
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I'nasa 1.
CrtpykTypa resoma

['maBa He mMpeTeH/IyeT Ha MOJHOTY M3JI0KEHUS COBpE-
MEHHOTO COCTOSIHHSI HCCJICIOBAaHUM CTPYKTYphl TE€HOMA,
KOTOpPBIE MOXXHO HaWTH B psjae MoHorpaduii m 0030poB
(CunrepM., bepr I1., 1998; Kumynes U. ®@., 2007; Brown,
2002). Ilon eeromom TOHUMAIOT COBOKYIMHOCTH BCEH TeHe-
TUYeCKOW MHpopMmanuu opraHusma. Ito cymmaphas JIHK
rariouIHOrO Habopa XPOMOCOM M BHEXPOMOCOMHBIX T€HE-
THYECKUX 3JIEMEHTOB.

I'enombl poxapuoT

[IpokapuoThl (apxew u OaKTEpPHH) HE UMEIOT XPOMO-
COM B COOCTBEHHOM CMBICJIE ATOTO CJIOBa. Y OOJBIIMHCTBA
U3 HUX B KJIETKE UMEETCA TOJIbKO OJIHa MaKpOMOJIEKysa
JHK, 3amkHyTas B KoybLO (HyKjieound). Y psana Oaxtepuit
oOHapyXeHbl JIMHEWHbIE (HE 3aMKHYTBHIE B  KOJBIIO)
makpomosniekyabl JIHK. IIpokapuoTel 00BIMHO copepskat
tonbko onHy komuio JIHK Ha kieTky, ¥ mouTd BO BcexX
canydasx B Kaxnon moinekyine JHK mpucyrcTByer nwmib
onHa komus JOO0ro TeHa. KpoMe peryimsaTopHeIX W
CUTHAJBHBIX IOCJIEIOBATEILHOCTEN B NPOKaApHOTUYECKOU
JHK BcTpeuaeTcs OOBOJBHO Majo MOJYALIUX, TO €CTh
HETPaHCIMPYEMBbIX, y4acTkoB. I[lomMumo Hykneowna wunum
JUHENHbIX MakpoMonekyl, JJHK MoxeTr npucyrcTtBoBath B
[UTOIIa3Me MPOKAPHOTHBIX KJIETOK B BHUAE HEOONBIIMX
3aMKHYTBIX B Kouibllo MoJiekyn JIHK, Tak Ha3piBaemMbIX
naasmMuo, KOTOpbIMU OaKTepUu MOTYT OOMEHHUBATHCS B XOJI€
napacekcyanibHo2o Mporecca.

I[aHHI)IC ITCHOMHUKHU IIO3BOJIAIOT CUUTATh, YTO B XOJC
9BOJIIOIUU HPOKAPUOT HNPOUCXOAUIN I'CHHBIC ICPECHOCHI KaK
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I'naBa 1. CtpykTypa reHoma

BHYTPH IIApCTB, TaK M MEXAYy HUMH (20pUOHMANbHBIL
nepenoc 2enog). B coctaBe nmpuodpereHHsix cermenToB JITHK
4acTo 0OHAPYKUBAIOTCS MPOdary, Mmia3MHJIbI, TeHbI OCIIKOB,
YYacCTBYIOIIMX B Ipoleccax pekomMOuHanuu. ['opuzoHTaIb-
Has repejjaya reHOB pealn3yeTcs Yepe3 NpoIecChl KOHbIOTa-
UM, TPAHCAYKIIUU, TpaHCPOPMAIMN U MPOLECCH MepeHoca
TE€HOB B COCTaBE IUIa3MH]I, BUPYCOB U MOOMIIBHBIX DJIEMEH-
TOB. AKTHBHBI TMEPEHOC T'€HOB MOXET MPOUCXOAHUTH B
CUMOMOTHYECKUX ¥ Tapa3UTApHBIX CHUCTEMaX, TJE eCTh
buznyeckuif KOHTAaKT KJIETOK. bakTtepuu, CcHocoOHbIE K
KOHBIOralMk, MOryr BBoAuTh cBoW JIHK He ToiNBKO B
KJIETKH JApPYruX TMPOKapuoT, HO M B DYKAPHOTUYECKHE
KIICTKH.

I'enombl 3ykapuor

['eHOMBI PYKAapUOT COCTOSIT U3 SAJEPHOTO U TEHOMA
MHUTOXOHAPHUH. ['€HEeTHYeCKui amnmapar 3yKapHOTHYECKOU
KIIETKH 000c00JIeH B BUJE KIETOYHOTO si/ipa, BHYTPH KOTO-
pOro pacmojlaratoTcsi OCHOBHBIE HOCHUTENIM HaclleJCTBEH-
HOCTHU — XpoMocoMbl. KoauuecTBo XpoMocoM BHIOCIIE-
nuUIHO M KoebsIeTcs OT ABYX (JIomaauHasi acKapuma) 10
THICSIYM (HM3IIHME DPACTEHUs). DYKapUOTUYECKUH sIAepPHBIN
TE€HOM COJIEPKUT CMECh F€HOB apXEeMHOT0 U 0aKTepuaIbHOIO
MPOUCXOXKICHUS, KOTOPbIe O0BEAMHUIUCH HA PAaHHHUX dTarax
CTAHOBJICHUSI dYKapHOoTHYeCKOW KieTku. [logBienue moso-
BOIO IIpolecca B pe3yslbTaTeé »HBOJIOIUM MEXaHU3MOB
MEXOPTraHU3MEHHON PEeKOMOMHAIIMM MOXHO paccMaTpuBaTh
KaK BapUaHT TOPU30HTAILHOTO 0OMEHa reHaMU, TOJIBKO MPHU
MOJIOBOM TIpoIlecCe OOBEAMHSIOTCS M PEKOMOWHUPYIOT HE
(dparMeHThl T€HOMOB, a Lenble reHoMmbl (MapkoB A. B,
2008).

XapakTepHOH  OCOOEHHOCTBIO T€HOMa  JDYKApHOT
spisiercst  u30biTouHocTh  JIHK, kommyecTBO  KoTOpOM
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I'naBa 1. CtpykTypa reHoma

HAMHOTO TPEBBbIIIAET TO, KOTOPOE HEOOXOJUMO JUIst
KOJAMPOBAHUS CTPYKTYphl KJIETOUHBIX OenkoB. OnHol u3
NPUYUH U30BITOYHOCTH SIBIISIETCS HAJIMYHE MOBTOPSIOLIMXCS
MOCJIEI0BATEIbHOCTEN HYKJIEOTHIOB. B cocTaBe sykapuoTu-
gyeckoi JIHK mpucyrcrByror naBa TuIla IIOBTOPOB —
YMEPEHHO-TIOBTOPSIOIIUECS U BBICOKOIIOBTOPSIOILNAECS.

Mobunvhbvie 21emenmol
[MmobunvHbIe 21emenmbl] “3mo
CMPOUMeNbHbLI MAMepUal 260a0yuu”’

MoOWIbHBIE 2JIEMEHTHI TEHOMA YPE3BBIYAIHO pacIpo-
CTpaHEHbl B KMBOW mpuponae. B Hacrosmee BpeMs OHH
00OHapY)XEHBI BO BCEX M3YYCHHBIX JKHUBBIX OpPraHu3Max — OT
OakTepuil 1O MIICKONMUTAIOMIMX. Y YEIOBEKa Ha UX JOJIO
npuxonutcs 6onee 40% nocnenosarensuoct JJHK. VBenu-
YeHHEe pa3Mepa T'eHOMa, Kak MPaBUiIO, CBA3aHO C yBEJIU4Ye-
HUEM KOJMYeCTBa MOOWIBHBIX 3JIEMEHTOB. VX BHyTpeHHUE
pPEeryasSTOpPHBIE YacTH MOTYT BBICTYNATh KaK PETYyJISTOPHI
AKCIIPECCHH TSI OJIM3IICKAIINX TeHOB.

IlonBHKHBIE IIEMEHTHI T'€HOMAa Yy BBICIIUX OpraHU3-
MOB TMPHUHATO JCNUTh Ha JaBa Oonpmmx kimacca: JIHK-
TPAHCIO30HBl M PETPOTPAHCIIO30HBI. PeTpoTpaHCcro30HbI
ABIIIOTCSI MOAKIACCOM TPAHCIIO30HOB. PeTpoTpaHcrno3oHbl
IIMPOKO pacnpocTpaHeHbl y pacteHuid. Ilpumepno 42%
r€HOMa YeJIOBEKa COCTOUT M3 PETPOTPAHCIIO30HOB, U OKOJIO
2-3% —wu3 IHK-tpancno3onoB ) (Puc. 1).

HNHcepuimoHHBbIE MOCJIEI0BATEJILHOCTH. DTO CaMble
HpOCTLIe TpaHCHO?;I/IHI/IOHHLIC 3JICMCHTBHI. OHI/I HC HGCYT
HUKAKON TeHETUYECKON MH(POPMAIINH, 32 UCKIIFOYCHHEM TOM,
KOTOpasi HeoOXoauma JUIsl TpaHCTOo3WIuU. MHCepIuoHHBIE
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I'nmaa 1. Ctpykrypa renoma

Hexkoaupyrwan Mo6unbHbIE
OHK 3Ne MEeHTLI

IK3OHBI

1.5%

Mpokapuota JykapuoTta
(E.coli) (4enoBek)

3,

Puc. 1. I'enomst npoxkapuom u syxapuom

MOCJICIOBATEIBHOCTH OBLIM  OOHApPYXEHBI B OaKTEPHSIX,
Oaktepuodarax, mIa3MmuIax U KyKypyse.

Tpancno3onsl. TpaHCIIO30HKI YCTPOCHBI 00JIEe CIOXK-
HO: B HUX €CTh T'€HbI, HE UMEIOIINE OTHOILIEHUS K MPOIecCy
TpaHCHO3HUINU. VI3BECTHBI TPAHCIIO30HBI, COACPIKAIIIE TCHBI
YCTOHYMBOCTH K QaHTHOMOTHKAM, NOHAM TSDKEIBIX METAJUIOB
U 1pyruM uHruouropam. C MOMEHTA MX OTKPBITHSI, TPAHCTIO-
30HBI TIOCTIEJIOBATENIPHO CYHUTAIUCh KOHTPOJUPYIONIUMH,
sroucTHUHbIMU Win napasutudeckumu (Orgel, Crick, 1980),
nonymnapasutaeiMu (Hickey, 1982), kak mapa3uTHBIMU, TaK U
MIOJIC3HBIMHU, U YMEHBIIAIOIIMMHU TPUCTIOCOOJICHHOCTh BHUJIA
(Vinogradov, 2003).

TpancnoHnpyembie 3J€MEHTHI 00pa3yloT “‘mocamod-
HBIC TIOJIOCKHI” JUTSI IPYTUX TaKUX e 3JICMEHTOB — ITOYTH BCE
BCTaBKM TPAHCIIO30HOB HAXOJAATCA B emie Ooiee paHHUX
BcraBkax (Walbot, Petrov, 2001). IIpu 3TOoM, HOpManbHbIE
TeHbl He ObUTM 3aTPOHYTHI BKIIOYCHHEM PETPOTPAHCIIO30-
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I'naBa 1. CtpykTypa reHoma

HOB. TpaHCIIO30HBI MOTYT BJIMATH Ha CTPYKTYPY U (DYyHKIIMU
TCHOB TYTEM BBIKIIOYCHHS ¥ HM3MEHCHUS (DYHKIUH,
U3MEHEHHsI CTPYKTYPbl T€HOB, MOOWJIM3AIlMM M PEOpraHu-
3a1Mi ()ParMEHTOB I'€HOB M M3MEHEHHs JIUTCHETHYECKOTO
koHTpoJst reHoB (Lisch, 2013).

Perporpancno3oHbl. PeTpoTpaHCIIO30HBI NIepeMena-
oTcss npu  nomomu cBoer PHK-xomum, ¢ koTopoi
cunresupyercs JHK. JIHK 3arem BcTaBisiercs B T€HOM
MeToaoM ‘“‘kommpoBaTh W BcTaBuTh (Baillie et al. 2011).
Pe3ynbrarthl  yka3plBalOT Ha TOBBIIIEHHYIO CKOpPOCTH
MyTallMil B PETPOTPAHCIO30HAX MO CPAaBHEHHMIO C I'€HaMU
(SanMiguel et al. 1998; Walbot, Petrov, 2001).

TanoemHo nosmopsrowuecs NOC1e008ameNbHOCU

TaHneMHO  TIOBTOPSIONIMECS — TOCJIEIOBATEIILHOCTH
(tandem repeated sequenses) — TOCIEAOBATEIHHOCTH
nopropsitonuxcsi  ¢pparmenroB  JIHK — 310 oOmmas
0COOCHHOCTh TEHOMOB KaK MPOKAPUOT, TaK W JYKAPHOT.
TanaeMHbIe TOBTOPBI Pa3INYalOTCs 10 YacTOTe Ha YHUKAIb-
HbIE, YMEPEHHBIE M BBICOKOMOBTOpstomuecs. CTpyKTypHO
OHM MOTYT pacrojaraTthCsi BIUIOTHYIO APYr OPYTY WIH
pa3bpocansl 1o reHomy. I[Ipenmonaraercs, 9YTO OHH MOTYT
UTPaTh POJIb B PETYISALIUN AKTUBHOCTH T'€HOB.

Tlanunopomoi
JHK sykapuoT coaepKUT MHOKECTBO IaJIMHAPOMHBIX
MOCJIEIOBATEIBHOCTE — CMEXKHBIX HMHBEPTUPOBAHHBIX

IIOBTOPOB, OJAMHAKOBO CUMUTHIBAIOIIUMXCA M B JIEBOM
HaIpaBJIEHUN OJHOW LENU U B IPABOM HAIIPABJICHUU IPYTOU
uenu. [lanmuaAPOMBI 00/1a4aI0T OCEBOM CUMMETPHEH C OCBIO
CUMMETPUU  BTOPOrO0  NOPSAKA  NOPOXOASLIEM  4epes
HEHTpaJbHyl0 TOuKy. OCHOBaHHS MaIMHIPOMa O00pa3yroT
napbl Mexay uensiMu. Ecinu mapel ocHOBaHUI 00pa3yroTcs
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I'naBa 1. CtpykTypa reHoma

HE MEXIY LEIsMH, & BHYTPH KaXXIOW U3 LENEl, BOSHUKAET
KpecTo-o0pa3Hasi CTPYKTypa.

Yaempaxoncepsamuenvie anemenmot /JHK

VYyactku JJHK, noxoxwue y pa3HbIX BUJOB, Ha3bIBAIOT
KOHCEPBATUBHBIMHU.  YJIBTPAKOHCEPBAaTHUBHBIE  YYACTKH
IIOJIHOCTBIO MJIEHTUYHBl y HEPOJACTBEHHBIX BHJI0B. OHHU
OTHOCATCSI K HEKOJUPYIOIIUM KOHCEPBATUBHBIM IOCJIEI0BA-
teapHOCTSIM JIHK M oTinnMuaroTcs TeM, 4TO HE JOIYCKAaroT
BHYTpHU ce0si HUKakuxX Mytanuid. O4eHb MHOTHE U3 OOHapy-
JKEHHBIX YJIbTPAKOHCEPBATUBHBIX JJIEMEHTOB HE WMEIOT
OTHOIICHUS K KOJUPOBAHUIO MTOCIIEIOBATEILHOCTEN OEIKOB.

Mumoxonopuanvruasn JJTHK

MuToXoHapHUaNbHblE ~ TE€HOMBl  OTIMYAIOTCSd  OT
AJICPHBIX T€HOMOB 3yKapHOT. OHU OOBIYHO KpPYroOBBIE, HE
PEKOMOMHH-PYIOT M TPHUCYTCTBYIOT B HECKOJBKHX KOTIHSX.
Mutoxonapua-neHas JIHK  u3MeHsiercss  3HAYMTENBHO
obicTpee, uem saepHas. OnHa mnepemaercs TOJIBKO IIO
MaTepUHCKON JTMHMU. Kaxkias KeHIluHa, )KUBYILas CEro/IHs,
MOJIy4WJIa MHUTOXOHJIPUM OT CBOEH Marepu. Y 4YeloBeKa
F€HOM MWTOXOHAPUN COAECPX UT 37 T€HOB Ha OIHOMU
KOJIbLIEBOM XpoMocoMe. MHOrre MUTOXOH-IpHAJIbHBIE T€HbI
COTHU MUJUIMOHOB JIET Ha3aJ] ObUIM B3STHI B AJpO KIETKH,
II€ OHUM HAXOJATCS TMOJ CTPOrUM KoHTposieM. ['eHom
YeJIoBEeKa COJIEPXKUT Takxke O6osee 200 MUTOXOH I-pUATBHBIX
IFeHETUYECKUX  (parMeHTOB, €IMHCTBEHHass  (QYHKLUS
KOTOpBIX — 3T0 BocrnpousBenenue (Ricchetti et al., 2004). ¥V
Mapa3suTUUECKUX WM SMU(PUTHBIX pacTeHUd (HEeoOXoauMm
TECHBIN (PU3NYECKHI KOHTAKT) ONHUCAHBI CIydau TOPU30HTA-
JBHOTO TIEPEHOCA MHUTOXOHJPHAIBHBIX TI'€HOB OT OJIHOIO
pactenus k npyromy (Richardson, Palmer, 2007).
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I'naBa 1. CtpykTypa reHoma

I'enom 4yer0BEeKka

CtpykTypa reHOMa 4eJlOBeKa, KaK U JIPYTUX BBICIIUX
AYKapuoT, UMEET JBE OCHOBHBIE OCOOEHHOCTH: 1) Hamuuue
OONBIIOTO KONMHMYECTBA "M3OBITOYHON" HE KOJIUPYIOIIEH
JHK, na3naueHne W (QyHKOHM KOTOPOH OCTAlOTCS BO
MHOTOM HESICHBIMU U 2) O4Y€Hb KOMIIAKTHOE XpaHEHHUE
nH(pOpMaIMKM B KOJUPYIOIIUX 00JacTsIX reHoma. Pazmmune
HYKJICOTU]IHBIX MOCJIEA0BATEIbHOCTEN FT€HOMOB IIUMITAH3€ U
YyeJoBeKa COCTaBisieT OKoJo 1%. VY dyenoBeka 22 mapsl
ayTOCOM M Iapa MOJIOBBIX XPOMOCOM, HAaXOJSIIUXCS B SAPE.
B coctaB reHoma BXOIUT Takxke MuTOXoHIpuaibHas JIHK.
UenoBeueckuii TEHOM COJEPXKHUT OKOJIO 28 ThIC. aKTUBHBIX
T€HOB, TO €CTb TOJbKO 1,5% BCEro TE€HETHYECKOIO
MaTtepuana Koaupyer Oenku win (yHkiuonansHeie PHK.
OcranbHas yacth sBisercs Hekoaupyrowmei JIHK, koTopyro
4yacTo Ha3bIBatoT “mycopnoit” JTHK.

IBOJIIOLIMSI T€HOB U MMPpHU3HAKOB

I'enbl u gaxe 1eble TEHOMBI MAPA3UTUIYECKUX OaKTe-
pHUil MHOTJ@ MOTYT BCTaBJIATHCS B XPOMOCOMBI KMBOTHBIX-
x03s5ieB. BpIcne opraHu3Mbl MOTYT IMONy4aTh (PparMeHTHI
JHK BHpycOB M TpaHCNIO30HOB B PE3yIbTAaTe€ TOPU30HTAIb-
HOro oOMeHa. MOOWIIbHBIE 3JIEMEHTHI 00JIaaf0T TOBBIIICH-
HOM CITOCOOHOCTBIO K TOPU3OHTAJILHOM Tepeaade 1mo cpaBHe-
HUIO C IPYTUMHU YacTsIMUA FeHOMa MHOTOKJIeTOuHbIX. [loka3a-
HO, YTO MHOTHE HBOJIIOLIMOHHBIE HOBIIECTBA BO3HUKAIOT Ha
ocHoBe MoOUIBHBIX dneMeHToB (Mikkelsen et al., 2007).

PaccMoTpuM 3BOIIONUIO T€HOB U MPU3HAKOB Ha IMPH-
Mepe 0OOHATeNbHOro perentopa. C SBONIOIMMOHHON TOUYKH
3peHusi 0OOHSHUE OJHO U3 CaMbIX JPEBHUX M BAKHEHIIMX
YyBCTB, IIPHU MOMOIIH KOTOPOTO KUBOTHBIE OPUEHTHUPYIOTCS
B OKpYXKarollen cpese. ITOT aHaIU3aTop SBJISETCS OJHUM U3
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I'naBa 1. CtpykTypa reHoma

[JIaBHBIX Y MHOTHX YKHBOTHBIX. | €HbI 00OHSATEIHHOTO PEIIeTI-
TOpa 00ECTICYMBAIOT OCHOBY JJISI OOOHSHHSI M HauOOJIBIIINE
HaJICEMENCTBA F'€HOB B FTEHOMAX MJIEKOMMTAIOIUX COJEPKAT
6osee 1000 reHOB. DTH T€HBI OPraHU30BaHbBI B KJIACTEPHI, a Y
JIOZIEN HaXOATCs Ha KaX0il xpomocome, kpome 20-it n Y-
xpomocomsl (Gilad et al. 2004).

N3BecTHO, uTO B (prutoreHese demoBeka OOOHSHUE, B
OTIIMYME OT 3peHus yxyamaercs (yrpauuBaercs). MHTepec-
HO, YTO NOTEPsI FEHOB OOOHATENBHOTO PELEeNTOpa CONMPOBOXK-
JTA€TCsl pPOCTOM JIOJIM IICEBJOTEHOB. Y YEJIOBEKAa IMPUMEPHO
60% OOOHATENBHBIX T€HOB HMEIOT OJHO WJIM HECKOJIBKO
HapyIIeHUH KOoAupyrouei o0JaacTh M MO3TOMY CUHMTAIOTCS
nceBioreHamMu. Y 00€3bsiH 10l NCEBIOT€HOB COCTaBIISIET
oko0is10 30%, 4TO CYyIIECTBEHHO BBILIE, YEM Yy MBbIIIEH WIH
cobak (mpumepHo 20%) (Gilad et al. 2004).

% % %

IIporpamma "I'eHom denoBeka" pgajia MHOroe s
MOHUMAaHUS CTPOSHUS T€HOMa, HO MHOTHE BOMPOCHI, Kacaro-
nmecss ero (PyHKIIMOHUPOBAHUS, TO-TIPEKHEMY OCTAFOTCS
HEesICHBIMHU. MBI MHOTO 3HaeM 0 paboTe T€HOB B XpPOMOCOMaX
B OHTOTEHE3€, HO TMOYTH HUYEro HE 3HaeM 00 ux “oOpase
KU3HK B reHome B (usnorenese. CiycTs A€CATKH JIET MOcIie
OTKPBITHSI TIPBITAIOIINX TCHOB OCTACTCS HEM3BECTHBIM, KY/Ia,
3a4eM U KOTJia OHU IPBITAOT.
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I'naBa 2.
IBOJIOLMS MOJOBBIX XPOMOCOM

N3BecTHO, YTO CYIIIECTBYIOT Pa3HbIe BAPUAHTHI AyTOCOM-
HO-TOHOCOMHOU uddepernmaryy. ['eHpl TpocTeHImx Xpomo-
coM (JIMHEWHBIX WJIM KOJIBLIEBBIX) (DaroB, BUPYCOB U OAKTEpUil,
ObUIM paCTONIOKEHBI, B TOpsAake WX TosieHus. C poctom
YUCJia TEHOB BO3HMKIIM HOBBIE (JOPMBI XPOMOCOM M TPYIIIBI
CLETUIEHUs] T€HOB BHYTPU XpOMOCOM U 1O HHUM. [losoBbie
XpPOMOCOMBI Y PacTeHUM M KMBOTHBIX BO3HUKIN HE Cpasy.
[lepBOHauaIbHO, T€HBI, ONPEENAIONINE 10J1, ObLIM JIOKAINU30-
BaHbl B ayrocoMax. B mporecce 3BOMIOIMH, HAKOIUIE-HUE
MOP(OJIIOTHUECKUX PA3INYM BHYTPU TaKOM Mapbl ayTOCOM
IIPUBEJIO K MOSIBJIEHUIO TIOJIOBBIX XpOMOCOM. CUnTAETCS, YTO UX
OCHOBHas1 (QYHKIMS — 00ECTICUUTh pa3/iebHONOIOCTh, KOTOpast
MOXET YBEJIMYUTh AyTOPUIMHI y BHJIOB, JIMIIEHHBIX CaMO-
HecoBMectTuMocTH (Charlesworth, 1985).

Hponcxoweﬂne IOJOBBIX XpPOMOCOM

[NonoBbIe XPOMOCOMBI BO3HHKAIH HE3aBUCHUMO MHOTO pa3
y *KMBOTHBIX M pacteHuid (Bachtrog et al., 2011). ¥V »HUBOTHBIX
U [IBETKOBBIX PACTCHU €CTh JIBE CUCTEMBI OMPEICIICHUS TI0JIa U
nBa BHja MosioBbIx xpomocoM (Bull, 1983). B cuctemax XY,
camIlbl — reteporameTHbli o (XY), a caMKi — TOMOTaMEeTHbII
(XX), B T0o BpeMs Kak B cuctemMax ZW caMKd reTeporaMmeTHbI
(ZW), a cam1ibl — rOMOTaMeTHBI (ZZ).

B nauwane 19-ro Beka I'epman Miomnep mnpemioxut
MIEPBYI0 TEOPHIO 3BOJIIOLMU MOJIOBBIX XpoMocoM. CormacHo
Teopur, X ¥ Y-XpOMOCOMBI JPO30(UIIbI POU3OILTH U3 0ObIU-
HOW Mapbl ayTocoOM, M T€Hbl Ha Y-XpOMOCOME IOCTEIEHHO
pa3pylagrch, B TO BpeMsl KaK UX TOMOJIOTH Ha X-XpOMOCOME
6butn coxpanensl (Muller, 1914). B 1960-x rogax Cycymy OHo
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['maBa 2. DBOMIOIMS TOJOBBIX XPOMOCOM

OpUMEHWI Teoputo Mirojuiepa K IOJIOBBIM  XPOMOCOMAaM
MO3BOHOYHBIX, YTBEP)KIas, 4TO B TO BpeMs KakK TIOJIOBBIC
xpomocoMbl W 1 Y y IITHII ¥ MJIEKOITUTAIOIIMX BBIPOJIAIIKCH,
comepkanne Z M X XpPOMOCOM OCTaJIOCh MPAKTUYECKH
HenszMeHHbBIM (Ohno, 1967).

OOmmii nmpegoK MIEKOMUTAIONIMX W NTHUII, KaK Mpeo-
JaraeTcsi, He HCIMOIb30BAT XPOMOCOMBI, AJISL OIpEeNICHUs
nona. Koryma 5BOMIONMOHHBIE MTyTH MIJICKONMHUTAIONMX W TITHIL
Pa30LUINCh, OHU HCIOJb30BAJIM pa3Hble Mapbl IPEJKOBBIX
aytocoM Juid omnpeaenenus nona (Graves, 2002). CpaBHUTENb-
HOE KapTUpOBAaHME T€HOB TIIOKA3bIBAa€T, YTO IIOJIOBBIE
xpomocombl Mitekoruraronyx (XY), ntui (ZW) u 3meit (ZW)
HOJIHOCTBIO HETOMOJIOTUYHBI, TO €CTh OHM IPOMU3OLUIM OT
passbix map ayrocom (Nanda et al., 2008; Kohn et al., 2004;
Matsubara et al., 2006). [TosTtomy xpoMocomHbIe Tapel XY U
WZ ne noxoxu apyr Ha apyra. X XpoMOCOMa MIIEKOIIMTArO-
IOIMX TECHO CBfA3aHA C KypHUHbIMM Xpomocomamu 1, 4 u 12.
AHAJIOTUYHO MOKHO HAaWTH SKBHUBAJICHTHI NITHYBUX XPOMOCOM
W u Z B reHOMe uyenoBeka.

bonpimHCTBO NMpouce MX U3MEHEHHUH Kacauch W 1
Y XpoMOcOM, KOTOpbIE BCTPEUAIOTCSA TOJBKO Y OJHOrO IOJIA.
Hanpotus, monoBbie XpoMOCOMBI, 00IIKe y 000UX TONOB (Z H
X), HEMaJIeKo pa3OlUINCh OT CBOMX AyTOCOMHBIX IPEIKOB.
HecMmoTpss Ha mnpoUCXOXKAEHHE U3 PA3IMYHBIX —YacTed
MIPEKOBOrO TeHOMa, Z ¥ X-XpOMOCOMBI UMEIOT OOIIHE YEPTHI,
KOTOPBIC OTJIMYAIOT UX OT ayTOCOM: MPHOOPETEHUE U YCUIICHHE
T€HOB, JKCIPECCUPYIOLIMXCS B SAMYKaX, U HU3Kas IUIOTHOCTh
TCHOB B PE3yJIbTaTe PACHIMPEHUs] MEKI€HHBIX 00jacTeil. DTu
OCOOCHHOCTH HE MPUCYTCTBOBAIM B ayTOCOMax, M3 KOTOPBIX
npou30IUH Z 1 X XPOMOCOMBI, a ObLTH PHOOPETEHHI B XOZE
SBOJTIOIMM Z 1 X KaK MOJIOBBIX XpOMOCOM. MOKHO 3aKJIFOUYHTh,
4T0 Z XpOMOCOMBI NTUL[ ¥ X-XpPOMOCOMBI MIJICKOIHUTAIOIINX
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I'maBa 2. DBorOIUS TOJOBBIX XPOMOCOM

HBOJIIOLIMOHUPOBAII KOHBEPI€HTHO, HECMOTPsI HA TO, YTO OHH
IBOJTIOIIMOHUPOBAII B TIPOTHBOIIOIOKHBIX (PKEHCKOH TPOTHB
My>XCKoM) cucteMax rereporamerHoctH (Bellott et al., 2010). B
Oonee MIMPOKOM CMBICIIE, HBOJIOLMS IIOJIOBBIX XPOMOCOM Yy
OTUI] ¥ MJICKOMUTAIOIINX, BKIIIOYAIA HE TOJIBKO TOTEPIO TEHOB
B XpOMOCOMaX, CHEIM(PHYHBIX TOIBKO JUISl OJHOTO T0JIa, HO U
3aMETHOE pacUIMpeHHe W MPUOOpETeHHE T'€HOB B IIOJIOBBIX
XPOMOCOMaX, OOIIHX JUIS CAMIIOB M CAMOK.

[lpoulecc ~ BO3HMKHOBEHHSI ~ TOJOBBIX  XPOMOCOM
HAYMHAETCS C TMPHOOPETCHUSI OJHOM ayTOCOMOHM OJHOTO WM
HECKOJIbKUX TE€HOB ompefenieHus mona. EcrecTBeHHbIN 0TOOD
3aTeM CIIOCOOCTBYET TMOJABJICHUIO PEKOMOMHAIIMM MEXKIY
9TUMHU JIByMs XpoMocoMaMu. Camol pacnpoCTpaHEHHOM
XPOMOCOMHOM NEPECTPOMKOM, KOTOpasi BBI3bIBACT MOAABICHUE
PEKOMOMHAIINH Y >KUBOTHBIX SIBIISICTCS] MHBEPCHSI.

MHuoocecmeennvie X-xpomocommnvle cucmemol

['eHeTHYECKHE CHUCTEMBI, C HECKOJBKHUM X-XpOMOCOMa-
MU, HEOJJHOKPATHO BO3HUKAIIM y Pa3/IeIbHONONBIX KMBOTHBIX.
OHM THMPOKO PACTIPOCTPAHEHBI Y MO3BOHOYHBIX M OECIIO3BO-
HOYHBIX, HanpuMep, y oaHorpoxoansix (Platypus) (Grutzner et
al., 2004), o6e3psiH-peBYHOB (Aloutta) (de Oliveira et al., 2002),
poi0 (Bertollo et al., 1997), 6proxonorux mommockoB (Thiriot-
Quiévreux, Seapy, 1997), maykoB (Kral et al, 2006),
Lepidoptera (Yoshido et al., 2005) u HECKONBKUX TpYIII
Coleoptera (Galian et al., 2007). HaubGonee npeBHUMH
chUcTeMaMu cuuTaroTces cucremMa XXY y apaHeoMop(HBIX
naykoB (Kral et al., 2006), u cuctema XXXY y THUTPOBBIX
xykoB (Cicindelidae) (Galian et al., 2002).

HoBpie X-XpOMOCOMBI BO3HUKAIOT M3-3a KaPUOTUIINYEC-
KHX MEPErpynupoOBOK, CBI3aHHBIX C MOJIOBOW XPOMOCOMOM U
ayrocoMHoM mnapou. Hampumep, cimusiHue X-XpoMOCOMBI C
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ayTOCOMOM JIaeT YBEJIIMYECHHYI0 X-XPOMOCOMY, 4 OCTABLLIASCA
CECTPUHCKasg ayTOCOMa CTAHOBUTCS JOMOJHUATEIBHOM MOJIOBOM
xpomocoMoil. B cucremax XY 310 mpuBogut k XXY, Torma
Kak B ciaydae kapuotuna X0 3TO CIusiHUE NMPUBEAET K yBEIU-
YEeHHOM X-XpOMOCOME, a TOMOJIOT OyZeT NeHcTBOBaTh Kak Y-
xpomocoMa (co3maBasi Heo-XY-cucTemy). AJbTepHATHBHBIN
IyTh 3aKJIIOYAeTcs B TOM, YTO PEIKUE IEPErpyMIIMpPOBKH C
ayTOCOMaMM YBEJIMYMBAIOT pa3Mep X-XPOMOCOMBI C TIOCIHE-
IYIOIIUM €€ pa3/ielieHeM Ha HecKoJbko X-xpomocom (White,
1973). B pe3ynpraTte TeHBI TNEPEMEIIAIOTCS C ayTOCOM Ha
TI0JIOBBIE XPOMOCOMBI, UTO M3MEHSAET CKOPOCTh X SBOJIIOLINU.

bonbmoi pasmep X-XpoMOCOM B TakuMX CHCTEMax H
OTrPaHMYEHHOE COJIEP’KaHME B HUX I€TEPOXPOMATHMHA IOKAa3bl-
BAaIOT, YTO OHU COAEPKAT 3HAYUTEIIBHYIO JIOJIF0 TEHOB I'€HOMA.
OTMeueHbl YacThle EPEMENIECHUS] TEHOB MEXKAY ayTOCOMAMHU U
X-xpomocomamu. CKOpOCTH TOMOJIOTMYHOW pEKOMOMHAIUU B
MOJIOBBIX XPOMOCOMAaX YMEHBIIIAIOTCSI HATIOJIOBUHY (PEKOMOU-
HaIMs TOJBKO y camok). Kpome Toro, reMH3sMroTHOCTh X-
XpOMOCOM 3HAUYHMTEJIBbHO YBEJIMYHMBAECT OTOOP PELIECCUBHBIX
MyTauuil. OTO NPUBOAUT K TOMY, YTO INEPEMELIEHHBIE T'€HBI
JIMBEPrUPYIOT OBICTpee, YeM Ha ayTOCOMax, JlaKe €CIM 3TH
00J1aCTH TeHOB JyOJIMPOBaHBbI.

DBoJonud B cucremMax XY/XX

“Y-xpomocoma mpaouyuonno cuumanacs
CAOLIM MEeCMOM MYAHCCKUX OPSAHUIMOS,
COKpaAWaroOWuM 2eHemuyeckoe pasHooopasue
U npenamcmseyowum 360110YuU.

“Ilpu nHabarodaemoul ckopocmu uCmoujeHus
yenoseyeckas Y-xpomocoma byoem ymepaua
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yepes 5-10 munnuonos nem. Imo moodHcem
npueecmu K UC4e3HO08eHUI0 Haule2o 6uod.”’
Graves, 2002

OtcyTcTBHE pEKOMOHMHAIIMY BOKPYT T€HOB OMPE/CIICHUS
Moja TMpPUBOAUT K HAKOIUIEHHIO BPEIHBIX pPELECCUBHBIX
MyTalmii (XparnoBuk Miomtepa) B 91oil obmactu. brnaronpusr-
HblE MYyTallid Ha Y-XpOMOCOME OTOMpaloTCsi B pe3yibTare
ecTecTBeHHOro oToopa. Co BpeMeHEM 3TH MPOIECChl IPUBOIST
K TOMY, 4TO Y-XpoMocoMma Oy/leT pacXoguThCs ¢ X-XpOMOCO-
MOH Ha OOJbLIEH YacTU €€ JJIMHBL, Hampumep, TOabko 5%
YeNIOBEUYECKOM  Y-XpOMOCOMBI BCE€ €IIe JAEMOHCTPHPYET
pexomOuHarmio  X-Y. Ilporpeccupyromast JereHepanus |
noTepsi TeHOB Y XPOMOCOMBI UIET A0 TeX MOop, MOoKa Ha Hell He
OCTAIOTCSl TOJIBKO TCHBI ONPENCNICHUS T0la W HECKOIBKO
penukToBbix TeHOB (White, 1973; Bull, 1983; Rice, 1996;
Charlesworth, Charlesworth, 2000; Graves, 2006).

OMIMpHYecKUe JaHHBIC TI0 Pa3IHMIHBIM OpTraHU3MaM,
BKJIFOYAs JAHHBIC TI0 PACTCHUSIM U NITULIAM, TIOIICP>KUBAIOT ITY
KapTUHY, 1 OCOOCHHO YETKO 3TO BHIHO Ha MpPUMEPE MIICKO-
nuTaronmx. Tak cpenu 27 pa3nuvHbIX OEIKOB, KOAUPYEMBIX Y
XPOMOCOMOM y 4eJioBeKa, 18 MMEIOT OMU3KUX MPEIKOB Ha X-
xpomocome (Skaletsky et al., 2003). OTu naHHBIE TPUBETU K
MPEJIITOJIOKECHUIO, 9TO BCe Y XPOMOCOMBI BO3HUKIIM TAKHM
myTéM (WM CBSI3aHHBIM ¢ HUM Heo-Y TyTéM) (Puc. 2).

Hekotopple Ononoru mpesrmonaraiy, 4ro Y-XpoMocoma
nerpagupyer W mnocrteneHHo wucue3aer (Graves, 2006) u
nostomy ¢popma XY npemmectByer X0 (Rice, 1994). Jipyrue
CUMTAIOT, YTO €€ DBOJIONMOHHAS JCTpajaliii B OCHOBHOM
3aKOHYMJIAach, W OHa morpy3mwiack B 3actoil (Charlesworth,
Charlesworth, 2000; Bachtrog, 2008).
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[Tonarasi, 4T0 KOJMYECTBO T'€HOB HAa APEBHUX Y- U X-
XpOMOCOMax OBLJIO OIMHAKOBO, M OHO OCTAJIOCh HEU3MEHHBIM B
X-xpomocome (cerognst B Heil okosio 1500 reHOB), MOXHO
3aKJIIOYUTh, YTO YUCIIO Pa3HbIX (YHKIIMOHAJIBHBIX I'€HOB Y-
XPOMOCOMBI TOCTOSIHHO YMEHBIIAJIOCh M B HACTOSIILIEE BPEMsI
cocrarisieT MenbIe 30 (Skaletsky et al., 2003). derpagupyrot
HE TOJBKO Y-XpPOMOCOMBI MIIEKOMMTAIONIUX, COBEPIICHHO
AQHAJIOTUYHAS CUTYaITUs HAOMIoMaeTest y 'Y -XpoMOCOM pacTeHUI
(Filatov et al., 2000) u npozodunsl. Y Drosophila miranda
MPUMEPHO 2 MITH JIET Ha3a]l B Pe3yJbTaTe CIUSHUS ayTOCOMBI C
Y-xpoMocoMoit 00pa3zoBanack Heo-Y-xpomocoma. B pesynbra-
T€ TAKOW TIEPECTPOMKH HTH "ayTOCOMHBIE" TE€HBI CTaJlK
HACJIEIOBATbCS BMECTE C T€HAMH Y -XPOMOCOMBI, U HEO-Y -
XpOMOCOMa Hayasa TepATh (YyHKIIMOHABHbIEC TeHBI.

Ha Oonee mo3mHux cramusx Y XpomMocoma dYacTo
pUOOPETAET MYKCKHE TIOJIO-CIICU(UIECCKHE TEHBI M3 ayTOCOM
(Skaletsky et al., 2003; Lahn, Page, 1997) (vnu sxeHCcKHe TONO-
cneruduyeckre TeHsl B cirydae W xpomocomsl). Kpome Toro,
OTCYICTBUE PEKOMOMHAIMHM  CHOCOOCTBYET — HAKOIUICHHIO
OOJIBIIMX KOJIMYECTB MOBTOPSIOIIMXCS IOCIIEI0BATEIbHOCTEN
JHK. IlpyumHbl MX HAKOIUIEHHS B TI€TEPOXpOMATHHE Y-
xpomocoMbl octatotcsi HessicHbiMU. Charlesworth et al. (1994)
NPEANONOKWIN, YTO TAKUE IOCIEIOBATENbHOCTH IIPEACTaB-
0T coboit srouctrunyto JIHK. Onnako pasblie, BO3MOXK-
HOCTb TOT'O, YTO HEKOAMPYIOLIME OBTOPSIOLIMECS IOCIIEA0BA-
TEJILHOCTH MOTYT HMETh (DYHKUIMOHAJILHOE 3HaueHue, Obuia
npeiokena bpurrenom u J[pBuzpconom (Britten, Davidson,
1969). V npozodun u yenoBeka Y-XpOMOCOMBI CHOCOOHBI
I0JIy4aTh NT€HETUYECKUI MaTepHUas OT OCTAJIbHOM 4aCTH FeHOMA
(Gvozdev, 2005). Takx Y-xpomocoma y D.pseudoobscura
COJICPXKUT BBIPOXKACHHBIE TEHBbI (TICEBIOTE€HBI) ayTOCOMHOTO
npoucxoxaenus (Carvalho, Clark, 2005).
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O,Z[I/IH N3 BO3MOJKHBIX CLCHAPUCB, ITOCJIC OKOHYATEIILHOM
Jlerpajanuy Y -XpoMOCOMBI, — 3TO Tiepexof ydactka SRY Ha
COCEIHIOK X-XpOMOCOMY WM Ha ayTOCOMY KaKOW-TO JApYrow,
HE TI0JIOBOM Maphl.

“Bvicmpas 26oatoyus”’ Y-xpomocomol

Y-xpoMocoma MoABep;KEHa BBICOKOH CKOPOCTH MYTHPO-
BaHMs, TaK KaK OHa TMepeAaeTcs HCKIIOYUTENIbHO Yepe3
CIIEPMATO30M/Ibl, KOTOpBIE IOJBEPraroTCs MHOKECTBEHHBIM
KJIETOYHBIM JIEJIEHHsIM B TIpolecce rameToreHesa. Kaxmoe
KJIETOYHOE  JIEIEHWE  IPENOCTABISIET  JONOJHUTEIBHYIO
BO3MOXKHOCTh ISl HakomyieHuss Myrtammid. K Tomy ke
CIIEPMAaTO30M/Ibl HAXOMATCS B BBICOKOOKHCIMTENILHON cpene
AWYEK, KOTOpas CTUMYJIHPYET MYTHUPOBaHUE. OTHU YCIOBUS
MOBBIIIAIOT PUCK MYTUpPOBaHUS Y XpoMocoMmbl B 4.8 pasza 1o
CpaBHEHHIO C ocTainbHbIM TeHoMoM (Graves, 2006). MimeHHo
Omaromapst Y-xpoMocoMaMm Yy desnoBeka mpoucxomutr 70%
TeHETHYECKUX MYTaIH.

[NoBropsirommecs: mocnenosatensHoctd JJHK co3mator
ycnoBus sl “OmmOOK” PEeKOMOMHAIIMK, B TOM YHCIE JIJIst
HEPaBHOTO KPOCCHHIOBEpA, MOBBIIIAST TEM CaMbIM HECTaOWIIh-
HOCTh reHoMa 3ykapuot (XecuH P. b., 1984, c. 321). OtcyrcT-
BHE KPOCCHHIOBEpa MPUBOJUT K CIICTUICHUIO BCEX T'€HOB Y-
XPOMOCOMBI BMECTE, B pe3yJIbTaTe 4Yero CAMHUIICH IBOIFOIMU
CTaHOBUTCS IIeNasi XpOMOCOMA, a HE OTICTbHBINA I'eH, KaK 3TO
HaOMIOAETCsl Y XPOMOCOM, TOJIBEPralOLIUXCs KPOCCHHIOBEPY
(Bce ayrocombl U X-xpoMocoma). [loatomy miuoxue reusl Y-
XPOMOCOMBI [TOJIBEPratoTcsl ICHCTBUIO €CTECTBEHHOIO 0TOOpa U
Y-XpoMocoMa 3BOTIOIMOHUPYET ObICTpee, 4eM X-XpoMOocoMa U
ayrocombl (Roldan, 1999). Dto Bnmser Ha sBomoONMIO Y-
XPOMOCOMBI: CKOPOCTh (PHKCAIIMH BPEIHBIX MYTAIIUI YBEITUIH-
BaeTcsi, a OJaronpusTHBIX YMEHBIIAETCS, YTO B KOHEYHOM
UTOTE€ MOXKET TMPHUBECTH K HMCYC3HOBEHUIO (DYHKIIMOHAIILHBIX
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IT€HOB Ha Y-XxpoMmocoMme. IIpuHATO BBLIENATH HECKOJIBKO
KJTFOUEBBIX MEXaHW3MOB, OTBETCTBEHHBIX 3a JAErpajaluio Y-
XPOMOCOMBI: XparnoBUK Miosiepa, (oHOBbIM 0TOOp, PderT
Xumna-Pobeprcora u  3ddekT MOmyTHOTO  TpaHCHOpTA.
Haxorutenue BpeTHbIX MyTaruii Ha Y -XpoMOCOME TI0 OOMbIneit
YaCTH MPOUCXOJIUT 3a CUeT paboThl XparnoBuka Mrouiepa.

Paznuma B cocrape JIHK demoBeka v ImmMIIaH3€ COCTaB-
nsietT Uitk okojio 1-2%. OnHako, ux Y-XpOMOCOMBI CYIIECT-
BEHHO OTIMYAIOTCA. Y-XpOMOCOMa IIMMITAH3€ OTJINYAeTCS
OOJBIIMM YHCIIOM T€HETUYECKUX MAMHIPOMOB, HO HE MMEET
JIO TPETH TEHOB, KOTOPBIE HECYT 3TH XPOMOCOMBI Y UEJIOBEKA.

“Hanpasnsemasn camyamu 38010yus”

Tepmunbl “Hampasigemast camuamu 3Bomorus”  (male-
driven evolution) mmu 661bIIast CKOPOCTH MyTaIMK Y MY>KCKOTO
noia (male-biased mutation) ObUTM BBEIEHBI ISl OTMICAHHS
pa3MUuuil B CKOPOCTU MYTAIMi Y MOJIOBBIX XPOMOCOM MIIEKO-
nuTaronmx. Ecy ommOKM peruikanyy, KOTOPhIE BO3HUKAIOT
BO BpeMs JICJICHUS KIIETOK 3apOABIIIEBON JIMHUM, SBISAIOTCS
OCHOBHBIM MICTOYHHKOM MYTAIIMH, TO TOpa3o OoJbIIee Ynciio
KJIETOYHBIX JIJICHUH Y CaMIIOB JIOJDKHO YBEIMYUTH CKOPOCTb
MyTalMi Y -XpOMOCOMBI II0 CpPaBHEHHMIO € X-XpOMOCOMOM
(Miyata et al., 1987). JleiicTBUTENBHO, O0OIEE BHICOKASI CKOPOCTH
MyTaIMii y caMIIOB HAaOJIFOAIach y TITHII, MJICKOITUTAIOIINX U
pacrenuii (Kirkpatrick, Hall, 2004). OtHoienue ckopocTeit
MyTallii y CAMIIOB M CAMOK Oy, COCTABIIAET ~4-6 JIJIs1 BBICIIIMX
NPUMATOB, ~3 IS IUIOTOSIHBIX KUBOTHBIX U ~2 JJIsl TPBI3yHOB
(Chang et al., 1994; Li et al., 2002; Ellegren, 2007). CpaBauBas
UHTPOHHBIE CKOPOCTH 3aMEILEHUs] y JIOCOCEBBIX pHIO poxa
Oncorhynchus, aBTOpPBl TONYYWIA 3HAYEHHUS O, 5.35-6.60
(Ellegren, Fridolfsson, 2003). 310 npyroii kjiacc mo3BOHOYHBIX,
MOKa3bIBAIOUIMMA, YTO  OONBIIMHCTBO  MYTalMid  HUMEOT
OTLIOBCKOE MPOUCXOKICHUE. HOBOPOKIEHHBI IOIY4aeT OT
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poaureneil B cpeaneM 70 HOBbIX MyTauumid. [Ipu 3ToM OkoIIO
80% HOBBIX MyTalMi MPUHOCHUT CIIEPMATO30U, U TOIBbKO 20%
— stiiuexneTka. Unuceno HOBBIX MyTalMid pacTeT ¢ BO3pPacTOM
oTia ropaszio owicTpee, yeM marepu (Jonsson H. et al., 2017).

VY nTHIl TakkKe MOKHO OXKHIATh MOBBIIIEHHYIO CKOPOCTh
MYTaluK Z-XpOMOCOMBI TI0 CPAaBHEHUIO C ayTOCOMaMH, TaK Kak
OHa TIPOBOJWT JIBE TPETH CBOETO BPEMEHU y CaMIlOB, T7e
MIOKa3aTeNu JENEHHUS KIIETOK 3apOIbIIIEBON JIMHUM BBICOKH.
CoOTBETCTBEHHO, Z-XpOMOCOMa JOJIKHA SBOJIIOIMOHHPOBATH
ObIcTpee, 4yeM ayTocoMbl 1 W-XxpoMocoMa caMOK. DTO IpeIcKa-
3aHUE TONATBEP)KAACTCS aHAJM30M CKOpPOCTEH 3aMelleHuUs
UHTPOHOB, 00mmMX Mexay Z u W XpoMOCOMamH TITHIL
(Ellegren, Fridolfsson, 1997; Bartosch-Hérlid et al. 2003).

B nenom, cuuTaeTcsi, 4TO MYKCKHUE TE€HBI SBOJFOIIMOHH-
pYIOT OBICTpee M3-3a TIOJIOBOrO 0TOOpa (eunomesa “Ovicmpot
asontoyuu” camyos (faster male)) (Wu, Davis, 1993).

Ycxopennas X (“faster-X") agonoyusa

X-XpoMOCOMa TIPOBOUT y JKEHCKOTO II0Ja JIBE TPETH
BPEMEHH, a Y MYXCKOro — OnHy TpeTh. [loaTomy, ckopocTb
MyTaruii  X-XpOMOCOMBI JIOJDKHA OBITh HIKE, 4eM y Y-
xpomocoMmsl U ayrocoM (Y > A > X)) (Kirkpatrick, Hall, 2004).

VY rereporaMeTHOro ToOja, WIET CWIBHBIA OTOOp
TFEMU3UIOTHBIX ~ JIOKYCOB ~ X-XpOMOCOMBI Ha  (PUKCALUIO
NOJIE3HBIX M OYUCTKY OT BpeaHblx Mytauuid. C napyroi
CTOPOHBI, TTOCKOJIbKY camIiibl (XY) HECYT M MepenaroT TOJIBKO
oJHy X-XpoMocoMy, €€ 3(PQEeKTHBHBI pa3Mep B IMOIMYISALIN
MEHBLIE 110 CPAaBHEHUIO C ayTOCOMAMU. JTO MOXKET YBEIMYHUTH
CKOpPOCTh (DMKCAalMM CJeTKa BpeAHBIX MyTaluid Ha X-
XpOMOCOME 3a CYeT reHeruueckoro apeiida (Jaquiery et al.,
2018).  CnenoBarenbHO,  X-CBSI3aHHBIE  TI'€Hbl ~ MOTYT
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ABOJTIOLIMOHUPOBATH OBICTpEe, YeM ayTocoMmsl (““faster-X’) u3-3a
Oosiee BBICOKMX YPOBHEW MOJIOKUTENBHOTO OTOOpa (CKOPOCTH
(bUKcaluy MOJE3HBIX MyTAIlWiA) U / WM TeHETHYECKOTro Apeiida
(ckopocTh (pukcarum cierka BpemHbIXx Mytarmii) (Vicoso,
Charlesworth, 2009; Mank et al., 2010).

DBoJonus B cucremax ZW/Z.Z

B ZW-cucremax Z-xpomocoma NpUCYTCTBYET Y MYXKCKO-
TO moJia ABC TPETU BPCMCHU, I'IC MOKA3aTCIIN ACIICHUSA KIICTOK
3apOMBIIIEBON JIMHUM BBICOKH. W-XpoMOcOMa BCE€ BpeMs
NPOBOJUT y KEHCKOro mnosia. I HakoHel, ayToCOMBI IPOBOZST
MOJIOBUHY BPEMEHH Y MYXKCKOT'O T10J1a, & IPYT'YIO MOJIOBUHY — Y
KCHCKOTIO. HOE)TOMy, Y OTULl MOXXHO OXHIAAThb IMOBBIHICHHYIO
CKOPOCTh MyTalli Z-XpOMOCOMBI TI0 CPAaBHEHUIO C ayTOCOMa-
mu 1 W-xpomocomoii camok (Z > A > W) (Johnson, Lachance,
2012).

B oTimure ot MiiekonuTAIONIMX, T [T Oosee ObICTpoi
ABOIONMU  X-XPOMOCOMBI TI0 CpPaBHEHHIO C ayTOCOMaMu
MYTallMi JTOJDKHBI OBITh CHJIBHO PEIIECCUBHBI, 00Jee CHIbHBIN
MOTOK MyTalMi yepe3 Z-XpOMOCOMY IITHIL ITO3BOJIIET MPEJICKa-
3aTh OONBIIME CKOPOCTH SBONIOIMHMUA Z-XPOMOCOMBI IO
CPaBHEHHIO C ayTOCOMaMH Ja)Xe B TOM CIIy4ae, €ClIi MyTaIliH
CUIILHO JOMHUHAHTHBL [losTOMy, Z-3BOMIOIMS HAET OBICTpeEE,
4YeM HBOJIIOLHST X XPOMOCOMBL. IJTO MPEJCKa3aHUE MOATBEPK-
JACTCsI aHAIM30M CKOPOCTEH 3aMEeICHUS] MHTPOHOB, OOIIMX
Mexay Z u W XpoMOcOMaMH pa3iMuYHbIX JIMHUA TITHIL
(Ellegren, Fridolfsson, 1997; Bartosch-Héarlid et al. 2003). B
cUCTEMax C JKEHCKOM TIeTeporaMeTHOCTBbIO, YCKOpEHHas
IBOJIIOLMSA Z-XpOMOCOMBI OblTa BbIsABIEHA y nTull (Mank et al.,
2007, 2010; Corl and Ellegren 2012, Wright et al., 2015), 3meit
(Vicoso et al., 2013) u moThuTEKOB (Sackton et al. 2014).

28



I'maBa 2. DBorOIUS TOJOBBIX XPOMOCOM

IBOJIIOLIMA MOJOBBIX XpPOMOCOM Y PACTEHH I

Ecte MHOro mapasiesnei Mexay CHCTEMAMHU OIIpelelie-
HUS TI0J1a, @ TaKke B OPraHM3aIMM TOJIOBBIX XPOMOCOM Y
Pa3HBIX BHJIOB, JaXe MEXIY >KHBOTHBIMM M PACTEHHAMH. Y
HA3eMHBIX pacTeHU repMadpOAMTH3M SIBISIETCS HOPMOH, H
Pa3eIbHONONOCTh BO3HMKAJMa MHOTO pa3 HE3aBUCHMO Yy
passbix (opm. Cpean MHOTMX BHIOB ABYJOMHBIX pPacTEHHI
TMIOJIOBBIE XPOMOCOMBI 3BOJIOLIMOHUPOBAIN TOJBKO Y HEKOTO-
peix u3 HUX (Ming et al., 2007). IlepBbIM 11arom K 3BOJTIOITUN
TIOJIOBBIX XPOMOCOM SIBJISIETCS TIOSIBJICHHE MY>KCKHX M )KEHCKUX
CTEPWJIbHBIX MYTAalMi, YTO MPUBOAUT K Pa3BUTHIO OHOIIOJBIX
OpraHm3MoB. ['eHbl, y4acTBYIOIIME B pa3BUTHU IIBETKOB,
CIIy4aliHBIM 00pa3oM pacrpe/ieSieHbl B TeHOME U pa30pocaHbl
no pazHeiM xpomocomam (Wellmer et al., 2004; Zhang et al.,
2005). IlomoBble XpOMOCOMBI MOTYT Ha4aTh pPa3BHBATHCS
TOJIBKO TOT/Ia, KOT/Ia JIBa T€HA OTPEAEIICHHS 1T0J1a HAXOIATCS Ha
OTHOM U TOM € XPOMOCOME M HUMEIOT KOMIUIEMEHTApHOE
nomunupoBanue (Charlesworth, Charlesworth, 1978). Heo0xo-
IUMO TaKKe TMOJABICHHE PEKOMOWHALMK MEXAY T'€HaMH
ornpezeneHus nona B myxckoi (MSY) nonocnenmduyeckoit
obmactu Y-xpomocombl wimm sxkeHckol (FSW) ob6mactu W-
XpOMOCOMBI. MeXaHW3MBI TOAABICHHUST PEKOMOMHAIINH BKITIO-
YalOT XPOMOCOMHBIE MEpPErpYNIUPOBKA M METHIMPOBAHHE
JHK (Maloisel, Rossignol, 1998).

MOXXHO BBIIENUTH IIECTh 3TAllOB 3BOJIOIUH TOJOBBIX
XpoMocoM y pacteHuii (Pue. 2) (Ming et al., 2007). 1. Pexom-
OWHAIMS MEX[TY JTOTOJHUTEILHBIMA MY>KCKUMH M KSHCKUMU
JIOKYCaMH CTEPWILHOCTH HE TOJABIISICTCS (IMKas 3eMIITHHKA,
Fragaria virginiana). 2.PexoMOMHaIUsT MEXAy JIOKycaMH
MO/IABJISICTCS, YTO MPUBOAUT K HAUajly Ipolecca JAereHepaliiu
(acmaparyc, Asparagus officinalis). 3. IlogaBnenue pekomOu-
HAIlUK PacIIPOCTPAHSIETCS Ha COCETHHUE 00JIACTH, YTO TIO3BOJISIET
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Puc. 2. Ilecmo 3manog 3601104uu NOA0BHIX XPOMOCOM
y pacmenui(Ming et al., 2007).

OoypIIoMy 4HCTy Y-CBS3aHHBIX TEHOB JIETCHEPHPOBATH H
00pazoBaTh MYKCKYIO TOJIO-CHeIU(pHUecKyl0 obnacT Ha Y-
XpoMocome. JTa 00JacTh pacIIUpsieTCs] MyTeM HaKOIUICHHS
PETPOTPAHCIIO30HOB U TPAHCJIOKAMI U TyOJIMpOBaHUs T€HOM-
HBIX (parmMeHToB. X U Y-XpOMOCOMBI Ka)KyTCsl TOMOMOP(HBI-
MH Ha IUTOJOTMYECKOM YPOBHE, HO OHHM reTepoMOp(hHBI Ha
MOJIEKYJISIpHOM ypoBHE (mamaiisi, Carica papaya). 4. Myxckast
noso-crenupuyeckast 00J1acTh PacpoCcTpaHsSeTcs: Ha OOIBIIYI0
4acTh Y -XpOMOCOMBI, U IPOUCXOANT €€ AalTbHEMIIas IereHepa-
uusi. HakoruieHue TpaHCIIO30HOB U AYIUIMKALUM B MYMKCKOM
pPErroHe BBI3BIBAECT 3HAYMTENILHOE YBEJIMUYECHHE COJICPKAHUS
JHK na Y-xpomocome. Ha stom srtame xpomocoMsl X u Y
SIBJITIOTCST TETePOMOP(HBIMH, a Y-XpOMOCOMa MOXKET OBbITh
HaMHOTO OoIbIle, YeM X-Xxpomocoma (cMomeBka Oenasi, Silene
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latifolia). 5. CunbHas nereHepaiyisi Y-XpOMOCOMBI BBI3BIBACT
NoTepr0 (PYHKIMU OOJBIIMHCTBA T'€HOB, a MOTepsl He(YHKIHO-
HUPYIOIIUX MOCIIEA0BATEIBHOCTEN Y -XpOMOCOMBI MPUBOAUT K
e€ cokparmieHuto (caroBHWK monukatouwii, Cycas revoluta).
6. I[logaBnenne pekoMOMHAIIMM PACTIPOCTpAHSETCsl Ha BCIO Y-
xpomocoMy. Habimroaetest nanbHeiiiee yMEeHbIICHHE pa3Mepa
Y-XpoMOCOMBI 1 TIOJTHASL TIOTEPs] PEKOMOMHHPYIOIIEH TCEeBI0-
ayTOCOMAJTLHOM 00JIacTh. Y-XpOoMOCOMa HCYe3aeT U Pa3BUBACT-
Cs1 HOBasi CUCTEMa ONPENENICHNS 110J1a, OCHOBAHHAs HA COOTHO-
meHny X : ayrocoMam (I1aBenb, Rumex acetosa).

Pa3nenpHONONOCTh MIMPOKO PACIPOCTPAHEHA y IIBETKO-
BBIX PAcTEHWH, HECMOTps Ha HMX HEJaBHEE HBOJIOIIMOHHOE
npoucxoxacHue: 6% u3 240,000 BUIOB MOKPHITOCEMEHHBIX
paznenbHomonbie U 7% u3 13,000 pomoB MOKPHITOCEMEHHBIX
BKJIIOUAIOT Pa3/IebHOIONbBIE BHIbL, YTO TOBOPUT O TOM, YTO
OHa BO3HHMKAJA MHOTO pa3 B XOZAE OABOJIOIMH IIBETKOBBIX
pactenuii (Renner, Ricklefs, 1995). Pa3nenenue nomnoB Bctpe-
YaeTcsl Yalle y MHOTOJICTHUKOB, BBIOIMXCS PACTCHUH, pacTe-
HUiA, OMBUIAEMBIX BETPOM WJIM BOJOH, W TpeodnamaeT B
Tpormueckord ¢uope. MopenpHble BHIBI C XPOMOCOMHBIM
OTpeJIeTICHueM TIoNa — 3TO cMoJieBKa Oenast (Silene latifolia; XY
CHUCTEMa), XMeNlb OOBIKHOBEeHHBIM (Humulus Ilupulus, X:A
cuctema) U Bufbl masens (Rumex spp.), KOTOpbIE BKIIOUAIOT
Kak XY, Tak 1 X:A CHCTEMEL

Pa3nenpHOmoONBIE  (OpPMBI  MOTYT  pa3BUBATbCA W3
repMaQpOAUTHBIX IPU TOABICHUM MYyTallMi MYKCKOW HIIH
’KEHCKOU CTEPUWJIBHOCTH, YTO YacTO CO3JET CMEIIAHHBIE I10JI0-
BbIE CUCTEMBI, TAaKME€ KaK TMHOIMOEIMSA (CMECh JKEHCKUX U
repMadpOIUTHBIX PACTEHHUI) M aHAPOIUOCIIUS (CMECh MYIKC-
KuX pacteHuii U repmadpoauros). Ilepexon yepe3 ruHoamoe-
LU0 TIO3BOJIIET JKEHCKMM PACTEHMSIM MOJIHOCTBIO H30eraThb
UHOPUIIMHTA, B TO BPEMs KaK MEPEeXObl Yepe3 aHIPOHOCIIHIO
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SABTISIFOTCSL OOJiee TPYAHBIMHU, TOCKOJIBKY MYXKCKHE PaCTCHHS
JTOJKHBI KOHKYPHPOBATH ¢ TepMadpOAUTHHIMU 32 OIBUICHUE U
HE MMEIOT CBOMX COOCTBEHHBIX CEMSIOYEK ISl OIUIOI0TBOpE-
Hus (Bachtrog et al., 2014). [Ipeobnananue 3BOFOIIMOHHOTO
MyTH OT THHOJUOCIIMU K JBYJOMHOCTH MOXET OOBSCHHUTH TOT
daxr, uto cuctema XY BCTpeyaeTcsl y pacTEHU HAMHOT'O Yarie
(y 44-x u3 48 BunoB) (Ming et al., 2011). Xotsa cucrema XY
BO3HUKIA Y Silene coBceMm HemaBHO (MeHee 10 MITH JieT Ha3an),
MO0 CPaBHEHUIO C MIJEKONMUTaOMUMH (okono 320 MIH JieT
Ha3a](), MPOLECCHI IBOIIOIUH TOJIOBBIX XPOMOCOM Y pacTeHH
Y MJIEKOTMTAOIINX TOXO0XKHU. Y PAacCTeHHH TeTepOXpPOMAaTHHO-
BbI€ YYaCTKH MOBTOPOB pa30pocaHbl IO BCEM ayTocoMam. ITO
TOBOPHT O TOM, YTO Y HUX OoJiee paHHsist ctanus nuddepenima-
IIUH XPOMOCOM.

IHepexoabl mexay cucremamu ZW u XY

[epexonst mexxay XY u ZW HaOIIOAIHNCh B PA3TUYHBIX
rpymnmnax, Bkiarodas 6ecxBocTbix ampuoduii (Hillis, Green, 1990),
pei0 (Mank et al., 2006), u Hacekombix (Kaiser, Bachtrog,
2010). Teoperuyeckoe MOAEIUPOBAHUE IOKA3BIBAET, YTO
JIOMHHAHTHBIE CHCTEMBI OTIPE/ICIICHHS TT0J1a MOTYT PacIpoCTpa-
HATBCS JIeT4e, 4YeM PpELECCUBHbIE, U 3TO CIIOCOOCTBYET
nepexoqy oT XY k ZW (van Doorn, Kirkpatrick, 2010).
OnHako, (QuiIoreHeTHUecKuii aHau3 y 0ecXBOCTBIX aM(pUOHii
CBHUJIETEILCTBYET, YTO y HHMX MeEpexo/bl OT cucreMbl ZW K
cucreme XY mpoucxonsT vamie, yem oOpatueie (Hillis, Green,
1990). UzBectHBI TpH BHUIA, Y KOTOPBIX X, Y B W XpOMOCOMBI
COCYIIECTBYIOT B offHOM momysisiiun (Bull, 1983). V Bcex Tpex
BUI0B W nomunupyet Haa Y, a Y goMuHupyeT Haj X.
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3arajku nmoJioBbIX XpOMOCOM

[TonoBbIE XPOMOCOMBI UIMEIOT MHOTO 3arajiok. [lepBbiii
BOIIPOC — JJIsl 4ero oHM HyxHbI? OmnpeneneHue mnona y
MHOTHX BHJOB BO3MOXHO M 0€3 MOJIOBBIX XpomMocoM. B
OTJIMYME OT ayTOCOM, KOTOPBIE NIEPEMEIIUBAIOTCS CIIy4aliHO
IpU KaXJIOM CKpEIIMBaHUHU, Y XpOMOCOMa IPOBOJMUT BCE
CBOE BpEMsl Y MY>KCKOT'O 110J1a, IEPEIaBasiCh OT OTLA K ChIHY,
a X xpomocoma — 2/3 BpeMeHH Y XKEHCKOTo 1oyia. CHCTeMbl
ONpEJeNICHUs] M0JIa U YHUCIO IOJOBBIX XPOMOCOM OYE€Hb
pa3zHooOpa3Hbl. Tak y MHOTHX BHUJIOB JBE IOJIOBBIE XPOMO-
COMBI, y YEPHBIX 00€3bsIH-PEBYHOB UX YETHIPE, a Y YTKOHOCA
— Jnecarb. CTpoeHHE HMX TOXKE CHIbHO OTJIMYAaeTCs, OT
NPaKTUYECKH OJMHAKOBBIX, OOMEHHBAIOIIMXCS TEHETHYEC-
KM MaTepHalioM MoJ00HO ayTocoMaMm, A0 COBCEM MaJleHb-
KuX Y mwim W XpoMOCOM, IMOTEPSBIIUX MOYTH BCE FEHBI.

Buabl ¢ MyKCKOH reTeporaMeTHOCTbIO

3acaoxku Y xpomocomul
“...yoice uepes 125 moicau nem Y-xpomocoma
OKOHYAMEJIbHO Y2aCHem, YMo MO4Cem

cmamo KOHYOM 6ce20 uenosedecmed.”’
Graves, 2002

“... 8 oowetl macce J[HK uenosexa u wumnamnse
PA3MUYHBIMU ABTAIOMCS MOAbKO 2% 2eH08,

a Y-xpomocoma omauyaemcs 6onee uem Ha 30%!
Tpuuuna maxoti HeOHCUOAHHOU HEYCMOUYUBOCMU
Y-xpomocomwvr noxa mouno ne acua.”

bopucosa A. (2010)
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Ouenp 3aragouHa Y-xpoMocoma. Panee cumnTanocs,
4yTO Y-XpoMocoMa — He MPOCTO OJUH U3 CaMbIX KOHCEpBa-
TUBHBIX YYacTKOB TI€HOMAa, HO M YTO OHAa MEIJICHHO
“nerpamupyer”’. DTo camasi BapuaOenbHasi, OCOOCHHO IO
JUIMHE, XpOMOCOMa TeHOMa, OoraTasg HYKJICOTHIHBIMU
IOBTOPAMM M TE€TEPOXPOMAaTHHOM Yy JKHBOTHBIX, W
syxpoMaTiuHOM y pactenuii (Grant et al., 1994). ¥ yenoseka
OHa TEHETHYECKU IOYTH IycTas (€cild He CUMUTaTh I'€HOB
BOJIOCATOCTH YHIEH M MEPENOHOK MEXAY NaibllaMH HOT). Y
JIpyrux BUJOB, HANpUMep, y Jpo30(QHIbl, OHAa MOXET
COJIep>KaTh MHOT'O aKTUBHBIX TE€HOB.

VY 6osee NpUMUTUBHBIX BUAOB Y -XpOMOCOMA TakKas e
0 pasMepaM Kak X-XpOMOCOMa, KOHBIOTMPYET C HeH
MOJIHOCTHIO MJIM YaCTUYHO U Y4acTBYET B KPOCCHHIOBepe. Y
0ojsee MPOrpecCHBHBIX BHMJOB OHA MalleHbKasi, C X-
XpPOMOCOMOM COeIUHSETCS] KOHEl B KOHell, 0€3 KpPOCCUHIO-
Bepa. beun coolmienus o 6onee kpymHoi Y-xpomocome y
pa3HBIX 3THUYECKUX, WIH COLMAIBHBIX TPYII, O OOJIBIION
JUCTIepCHU €€ Yy TPhI3YHOB, OOUTAIOIUX B 30HAX MOBBILICH-
HOU celicMuueckoil akTuBHOCTH (BopoHnioB u ap., 1978), o
cBs3u ¢ perpoBupycamu (Phillips et al., 1982), ¢ HOBbIMHU
mytauusamu (Miyata et al., 1987; Shimmin et al., 1993).

Yo6equTenpbHO J0Ka3aHO, YTO Y-XpOMOCOMBI Oolee
YyBCTBUTEIbHBI M MOTHOAIOT HAMHOro OwicTpee, dem X-
XpOMOCOMBI. V3BECTHO TakXke, 4TO €CIM MYXKYHHA BO3ZEp-
JKUBAJICSI OT CEKCYaJIbHBIX KOHTAaKTOB JIBE HEJIEIH, TO B €ro
cnepme Oynet Ha 25% MeHblne Y-HECylIUX criepMueB. Y-
XpoMocoMa SBIsIeTCS Hambosiee OBICTPO MEHSIOIICHCs
YacThbl0 T€HOMa 4YeJIOBEKa M IOCTOSHHO OOHOBISIET ceOsl.
Otor "pe3ynbTaT CTOJIb K€ HEOXUJIAHHBIM, KaK U
MOTPSACAIOUINNA — MOUCTUHE YAUBUTENIBHO," TOBOPUT CKOTT
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XOy.]II/I, 9KCICPT IO IIOJIOBBIM XpOMOCOMAaM U3 HMHCTUTYTA
CroBepca B Kanzac Cutu.

Cmpoenue Y xpomocomol

IIpu cpaBHEHHH Y-XpOMOCOM BOCBMHU BHJOB MIIEKO-
MUTAIONINX, BKJIIOYas 4YeJIoBeKa, 00€3bsH, MBIIIEH, KpBbIC,
OBIKOB M OMOCCYMOB, ObLJIO 0OHapyxkeHo, uTo 18 pazHo00-
pa3HbBIX T€HOB OKA3aJIUCh YIHMBHUTEIHHO MOXOXHUMH Yy BCEX
BUJI0B. OHM MOTJIM KOHTPOJIHMPOBATH IKCIPECCUIO TEHOB BO
MHOTHX Jpyrux ooOmactsx reHoma (Bellott et al., 2014). ¥V
mofeil W MbImed  Y-XpOMOCOMBI  CHJIBHO —0OOTaIIeHBI
reHamMy, HEOOXOJUMBIMU  JJisi  clepMaToreHesa, W
UMEIOLINECS JJaHHbIE MMOKA3bIBAIOT, YTO 3TO CIPABEIIUBO U
s apyrux muekonuratomux (Skaletsky et al., 2003).

MHorue reHsl Y-XpoMOCcOMBbl HAXOATCS B MATUHAPO-
max (Kuroda-Kawaguchi et al., 2001). Takum oOpa3om,
OTCYTCTBHE KONHHU I'eHa B X-XpOMOCOME KOMIIEHCUPYETCS
HAJIMYMEM €T0 Ha IPYroM KOHIIE IMaJIHHIPOMHON TOCIeI0Ba-
tenbHOCTU. CuuTaercs, YyTo B JJAHHOM ciy4yae MyTaHTHas
KOTHS HWCIIPABIISIETCSl 3a CYET Ipolecca TaK Ha3bIBAaeMOM
KOHBEPCUHM — OJIHOHAIIPABIECHHOI'O MEPEHOCAa TeHETHYECKON
unpopmanuu (Rozen et al., 2003). IIpoBeneHHblil aHanu3
nokasai, 4yTo u3 50 MJIH HYKJICOTHA0B Y -XpOMOCOMBI OoJee
6 MJIH SIBJISIIOTCS  NAJIMHAPOMAaMH, pa30pOCaHHBIMU IO
xpomocome. JlnuHa Hambonbliedl U3 OOHApPYXEHHBIX
MOCJIEIOBATEIBHOCTEN COCTaBIISIET 3 MJIH HYKJI€OoTHA0B. [1o
BeIpaxkeHuto Ileixka, Y-xpomocoma — 310 “3ai 3epKan’.

Y denoBeka Y-XpoMOCOMa HMEET J[UIMHY BCETO
59 mummron nap ocHoBanuii (Mbp) (Skaletsky et al., 2003),
u umeer B 10 pa3 MeHblIE TIeHOB, 4eM X-XpomMocoma
(155 Mb6p) (Ross et al.,, 2005). OcHoBHyto uacth (95%)
COCTaBIIET MyXcKas nosnocnenupuyeckas obmacts (MSY),
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no o0e CTOPOHBI KOTOPOW PACIOJIOKEHBI MCEBA0AYTOCOMA-
neHBIe 00nacT (PAR) (Pue. 3a). Obnacts PARI1 comepxur
2,6 Mbp Ha KOHIIE KOPOTKOro Iuieda Y -xpoMocombl, PAR2
(320 kbp) pacnonokeHa Ha KoOHIE ATMHHOrO Ieda. O6e
o0macT MOryT pPeKOMOMHHpPOBaTH € X-XpPOMOCOMOM
(Mangs, Morris, 2007). MSY cocTtouT #3 JIBYX pa3HBIX
TUIIOB  TIOCIEAOBATEIBHOCTEH, TE€TePOXPOMATHUECKUX U
YXPOMAaTHUECKHUX.

————— Male-specific region

a Yp L H i Z
b ‘cen
I T vV I M T B 1 [
— 1 Mb

O X=transposed O Ampliconic O Pseudoautosomal

O X~degenerate Heterochromatic O Other

Puc. 3. Cmpoenue Y xpomocomul y uenoeexa (Skaletsky et al.,
2003 c. 826). Yp, Yq — ncesdoaymocomanvhoie odonacmu
PARI u PAR2. cen — yenmpomepa

HyxiieoTuanble moOBTOpPBI. [eTepoxpomaTrndeckue
YaCTH COCTaBJISAIOT oauH 010K (40 Mbp) 1 pacronokeHbl Ha
JUIMHHOM Iutedye (Ha Puc. 3a. cmpasa). OTCYTCTBHE PEKOM-
OMHAIMK CTIOCOOCTBYET HAKOIUICHHIO OOJIBIINX KOJIWYECTB
noBTopsitouxcs nocieaosatenbHocteit JJTHK. [Ipuunner nx
HAKOIUICHUS B TETEPOXPOMATHHE Y -XPOMOCOMBI OCTAIOTCS
HesicipiMu. Charlesworth et al. (1994) npenmnonoxxunu, 4to
TaKWe TIOCIIEA0BATEIIEHOCTH TPEICTABISIOT COOO0M ATOMCTHY-
Hyto JIHK, ognaxo bputren u IsBuzcon (Britten, Davidson,
1969) cunTarOT, YTO HEKOAUPYIOIIUE TMOBTOPSIOIINECS
MOCJIEeI0BATEIbHOCTH MOTYT UMETh (PYHKIIMOHAJIBLHOE 3HAYe-
Hue. Beicoko muddepeHnrpoBaHHble Y-XpOMOCOMBI Y
Drosophila melanogaster conep>kat Majao TeHOB M COCTOST B
OCHOBHOM U3 MHOTHX IOBTOpoB Hekomupyromen JIHK,
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KOTOpasi XpaHUTCS B HEAKTUBHOM COCTOSIHUHU (TE€TEpOXpoma-
tuH) (Carvalho et al., 2001; Wei, Barbash , 2015).

JyxpoMaTHYeCcKHe MOCJaeA0BaATEeJIbHOCTH. DyXpoMa-
TUYECKHE 4YacTH BKIKOYAOT X-TPAHCIIOHUPOBAHHBIE, X-
BBIPOXKICHHBIE M aMIUIMKOHHBIE oOnactu (Skaletsky et al.,
2003). X-TpaHCIIOHUPOBAHHBIE IMOCJIEAOBATEIIBHOCTU UJICH-
TUYHBl TAaKOBBIM Ha X-XpoMOcOMe. X-BBIPOXKJICHHBIE
MOCJIEIOBATENIbHOCTH  COOTBETCTBYIOT ~ JIDEBHMM  T'€HaMm
ayTOCOM, U3 KOTOPBIX COBpPEMEHHBIE XpPOMOCOMBI X U Y
ABOJIIOIIMOHUPOBATH. AMIUTUKOHHBIE OOJIACTH COCTOSIT B
OCHOBHOM M3 JJIMHHBIX YABOCHHBIX MOCIIEIOBATEILHOCTEH,
OOJIBIIMHCTBO M3 KOTOPBIX PACMHOJOXKEHBI B BOCHBMHU
MacCcHBHBIX nanuHapomax (P1-P§).

B Y-xpomocome coxep:karcs o KpaWHEW Mepe Tpu
TeHa, OIMH W3 KOTOPBHIX HeoOXoamM [yt nuddepeHnanum
CEMEHHHUKOB, BTOPOH TpeOyeTcs Ui NMPOSBICHUS aHTUIE€HA
TUCTOCOBMECTUMOCTH, a TPETUH OKa3blBaeT BIMSIHHUE Ha
pa3mep 3yOoB. Y-XpoMocOoMa UMEET HEMHOI'O T€HOB MaToJIO-
rU4ecKux mnpu3HakoB. K HUM OTHOCAT reHsl 1. oOnbIceHus;
2. runepTpuxo3a (OBOJOCEHUE KO3€JIKAa YIIHONH PaKOBUHBI B
3pesoM BoO3pacTe); 3. Halu4Msl IEPENOHOK Ha HUKHHUX
KOHEYHOCTSX; M 4. UXTHO3a (YeIyH4aTocTb M MSATHHUCTOE
yronueHue koxu). [laronornyeckrue npusHaku HACIEAYIOT-
¢4 1o napajuienbHoi cxeme Hacnenoanus (100%-oe nposis-
JICHUE TI0O MYXCKOM JIMHHH ).

IIpuTtok reHoB u3 renoma. Y npo30hui U deIoBeKa
Y-XpOMOCOMBI CIIOCOOHBI TMOJy4YaTh T'CHETUYECKUH MaTe-
puain ot octanbHO# yactu reHoma (Gvozdev, 2005). Tak Y-
xpomocoma y D. pseudoobscura COIEPKUT BBIPOKICHHBIC
reHpl  (TICEBIOTEHBI)  AyTOCOMHOTO  MPOUCXOXKICHHS
(Carvalho, Clark, 2005).
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VY 4enoBeka, 0 HEU3BECTHBIM IIPUYMHAM, Y -XPOMOCO-
Ma (1 xpomocoma 18) Takke COAEpKUT HEMPONOPLHUOHAIb-
Ho mHoro JIHK mocnenoBaTenbHOCTEH MHTOXOHApPUATHHO-
ro mpoucxoxacHus (numts — nuclear mitochondrial DNA
segments). TU MOCIEIOBATEILHOCTH TOPa3/l0 Yalle BCTpe-
YJaJnch B BEICOKOAKTUBHBIX reHax (Ricchetti et al., 2004).

Cea3b Y-xpomocomvl ¢ pemposupycamu

OtMmeueHa TecHasi CBsI3b Y -XPOMOCOMBI C PETPOBUPY-
camu. M3yuanmu yvactkn JJHK X- u Y-xpomocom wmbiiieit
metonoMm rudpuamsamuu ¢ JJTHK perpoBupycoB. B cocrase
Y-xpomocom 10 1uHUI MbIlIEH, BeCbMa OTIMYAIOIIMXCS
Ipyr ot apyra, oOHapyxwiu JJHK MbIIIMHBIX peTpoBHpY-
coB. B X-xpomocome ux He 6b110. KonuuectBo hparmeHToB
BupycHoi /IHK, BkitoueHHBIX B Y-XpOMOCOMY, BapbUpPOBa-
10 ot 1 no 100. B HekoTOophIX ciydasx a0 3% cocrtaBa Y-
XpPOMOCOMBI cocTaBisuiM nocnenoBarensHoctn JIHK petpo-
Bupycos (Phillips et al., 1982).

CrniepMaTo30u6I MHOTHX BHJIOB CIIOCOOHBI CBSI3bIBATh
gyxepoanyro /JJHK u nepenocuts €€ rnpu omionoTBOpEeHnu B
AWLEKIeTKY. SIBneHue BrepBble Obuto onucaHo B 1971 r. mo
BHeapenuto JIHK Bupyca SV40 B ciepmaTo3ouibl KpoiauKa
(Brackett et al., 1971). [1o3xe OHO OBLIO MOATBEPKICHO U
pacIpoCTpaHEHO Ha JIPYIMX >KUBOTHBIX (MbILIb, MOPCKOIO
eXa, Muely, KypHIly, CBUHBIO, KOPOBY M YEJIOBEKAa) C
BUpYyCHbIMH yacTtuiiamu U BupycHoi JIHK. Cnepmarozonasl
MO’KHO MCIIOJIb30BaTh B KaueCTBE BEKTOpa IS MOJIY4YECHHUS
TpaHCTeHHBIX KUBOTHBIX (Ky3HeroB u ap., 1996).

T'envr X xpomocomol

[InoTHOCTH reHOB B X-XpOMOCOME (TO €CTh KOJIHMYEC-
TBO T€HOB Ha €IMHUILY €€ JAJIMHBI) camasi HU3Kasi Cpel BceX
XpOMOCOM 4esloBeka. boOmnpiiyro €€ uyacTh 3aHMMArOT He
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TFeHbl, @ TaK Ha3bIBAEMbIA TE€HETUYECKUH “‘Mycop”. ITo,
Mpekie BCero, OBIBIIME TEHBI, N3MEHEHHBIC MYTallUIMH U
y)K€ HEaKTUBHBIE (MX Ha3BIBAIOT NCEBO02EHAMU), A TaKKe
COBCEM He paboTaroniue (To eCTh He CIIOCOOHBIC KOIUPOBATH
oenku) ywdactku JIHK, koropble MOBTOpsIOTCS MO JJIMHE
XpOMOCOMBI COTHM W ThICSYM pa3. Takue “noBTOPHI”
3aHUMAaIOT 56% uHbBl X-XpOMOCOMBI; €€ 29% e€ MIuHbI
3aHuMarot jJuuHHbBIe ydacTtku JIHK, cmmocoOGHbie camm ceOs
BbIpE3aTh U3 €€ LIENU U 3aT€M BCTPAUBATHCS B HEE Ha3al B
mobom apyrom Mmecte. OHU HAa3BIBAIOTCS pempoOmpaHchno-
30HaMu, N caMble PaclpOCTPAaHEHHBIE CPEIU HUX O0pas3yroT
cembu ALU wu LINE-TpaHCcnO30HOB, YacThb KOTOPBIX
(moxcemeiictBo L1) mopoi nocTuraeT orpoMHOM JJIMHBI B
Heckobko MmIIHOHOB 3BeHbeB JIHK. Uem o0O0BSICHUTH
TaKyl0 3aMyCOPEHHOCTb 4YEJOBEUECKOM X-XpPOMOCOMBI,
HEMOHATHO, KAaK HEMOHSATHO W TO, MOYeMy B Heil Takas
HU3Kas IJIOTHOCTh T€HOB.

HecmoTpss Ha Mamyr0 IUIOTHOCTH €€ TE€HOB, X-
XpOMOCOMa Ype3BbIYAHO HarpyxeHa ,,00J€3HETBOPHBIMU
reHaMH, TaK Kak OHa He peKOMOMHUpPYET ¢ Y XPOMOCOMOH U
HE MOXXET, KaK Jpyrue Imapbl XpoMOCOM, H30aBIATHCS OT
HAKOIMBIIUXCA HA HEW BpeOHbIX Myranui. Bcero na X-
xpomocoMe oOHapyxkeHO 307 OIMHOYHBIX I'€HOB, MYTallU{
KOTOPBIX MPUBOJAT K 3a00JIEBaHUSAM. DTO COCTABIIAET OKOJIO
10% Bcex HM3BECTHBIX HACIEACTBEHHBLIX OOJIE3HEH, CBS3aH-
HbIX C OJMHOYHBIMM T'€HAMH, IPU TOM, YTO BCE X-T€HBI
coctaBistoT nuuib 4% renoma. Oxono 100 U3 3THUX reHOB
CBsI3aHBI ¢ HeHposornueckumu 3adoseBanusmu. K 2001 r.
6bu10 0O0Hapy)eHo 202 X-XpOMOCOMHBIX CHHIPOMA, BBI3bI-
BAIOILIMX MICUXWYECKUE HApYyIICHUs U3 958 BCeX M3BECTHBIX.
To ectp, nmpumepHo 21% Bcex NCUXUYECKUX HapyLIEHUI
BBI3BaHbl MyTALMSIMU B X-XpOMOCOME. Y KEHIIMH UMMYHH-
TET CUJIbHEE, YeM y MYXKYMH, HO OHU 0oJjee MOABEpPKEHBI
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ayTOMMMYHHBIM 3200J1€BaHUSIM. DTO CBSI3aHO C TEM, 4TO X-
XpOMOCOMa COJICP’KUT MHOTO T€HOB, CBS3aHHBIX ¢ UMMYHU-
tetom (Wang, 2016).

Tax xak OOJIBIIMHCTBO T€HOB X-XpPOMOCOMBI HE UMEIOT
aHAJIOTOB Ha Y-XpOMOCOME, Y CaMILOB OyIyT HPOSIBIATHCS
KaK JJOMMHAHTHBIE, TaK U PELECCUBHBbIE ajulenu. BiusHue
JTUX TEHOB Yallle BCEro NPOSABISETCS Ha MYKYMHAX, U
TaKMe, CYILECTBEHHO 0o0jee paclpoCTpaHEHHbIE Cpeau
MYX4HH, 3a00JIeBaHuUs, KaK IIBETHas CIJENoTa, reMoQuius,
HEKOTOpbIe ()OPMBI MBIICYHOU AUCTPOGUN U MHOTHE BHUIIBI
YMCTBEHHOM OTCTAJIOCTH, BbI3BaHBl KaK pa3 MYTaHTHBIMU
F€HaMH TOW X-XpOMOCOMBI, KOTOpasi MMEETCS B KIIETKax
Myx4duH. Tak kak X-xpomocoma nmpoBoAuT 1/3 cBoei kxu3Hu
y MY’KCKOTO MoJa (TMOCKOJIbKY X-HECyllue CriepMaTO30Uabl
Y OJIHA U3 JIByX X-HECYIIUX AWLEKIETOK BCEr1a OKa3bIBAIOT-
Csl B )KEHCKOM 3UT0Te), €€ TeHbl PeKe MOABEPratoTcsi 0TO0pY
M0 CpaBHEHUIO C TeHaMu Y -xpoMocoMsl (Vinogradov, 1998).

Jlokychl reHoB Ha X-XpoMOcOM€ Kak MUHHUMYM B TpH
paza yarie y4acTBYIOT B Pa3BUTHU IOJIOBBIX IPU3HAKOB, UEM
JOoKychl TeHoB Ha ayrocomax (Hurst, 2001). Jlepke
IPEIIOJIOKUII, YTO TE€HbI, KOTOPbIE ONPENESIOT OCHOBHBIE
WHTEJUIEKTYalIbHbIE 4YEpThbl, MEPEHOCATCS X-XpOMOCOMOM
(Lehrke, 1972, 1974).

Komnencayus 0o3v1 2ernos

Cunraercs, yto norepss reHoB Y (1 W) XpoMocCOMBI
ocTaBiseT awiead X (Z) XpoOMOCOMBI y Te€TepOraMeTHOTO
1oJla B TaIUIOWJHOM COCTOSHHMM (IIOJIOBMHA JO3bI) II0
cpaBHeHHIO ¢ ayrocomaMmu. [To mMepe Toro kak X-xpomocoma
y CaMIIOB MOCTENEHHO CTAHOBUTCS TaIuIOMAHOU (''remMu3u-
rOTHOM'"), 3TO BhI3bIBaET aucOanaHc 1036l reHoB (Forstmeier,
Ellegren, 2010; Birchler et al., 2005; Batada, Hurst, 2007).
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YroObl n30€kaTh TAKOro JucOanaHca, BOZHUKIN Pa3Iu4HbIe
SMUTCHETHYCCKUE MEXaHU3Mbl KOMITCHCAITMH J03bI TCHOB B
HECKOJNbKUX pa3HoponHbix XX/XY cuctemax, Takux Kak
cymuarsie (Julien, 2012), apozoduia (Gupta, 2006), komapsl
(Baker, 2011), mems u Hematona (Gupta, 2006; Vicoso,
Bachtrog, 2009). Tak, y Apo30(}uiibl yBeTHUUBaETCS TPAHCK-
punusi X-XpOMOCOMHBIX TeHoB y camuoB (White, 1973;
Bull, 1983). V Miekonurammmx WHAKTUBUPYETCS OJHA X-
XpOMOCOMA, U YPOBEHb JKCIIPECCUU Y CAMOK YMEHBIIIAETCs
JI0 YPOBHS €IMHCTBEHHOI X-XpOMOCOMBI CaMIia.

X-unaxmueayust

NuaktuBanuio X-XxpoMocoMbl oOHapyxuia Mopu
Jlaiion (Mary F. Lyon) B 1960-x rogax. UtoOsl caMKu, ¢ UX
JIByMsI X-XpOMOCOMaMHM, HE TMOJy4dald JBOMHYIO /03y
TeHHBIX MPOAYKTOB 110 CPaBHEHHIO C CaMlLaMH, OAHa U3 X-
XpPOMOCOM BBIKJIIOYAETCS BO BCEX COMATUYECKUX KIETKaXx
IMOpHOHA. DTO OCYIIECTBISETCS IMyTeM TeTepoXpoMaTH3a-
IIUM: UHAKTUBUPOBAHHbIE X XPOMOCOMBI, MPEBPAIIAIOTCS B
IUIOTHO KOHJACHCHPOBAHHbIE Telblla M B TAaKOM BUJE
pacnonaraiorcss 00bIYHO 10 mnepudepun  anpa. OuHu
00pa3yloT B COMaTHUECKUX KJIETKax Tejbla bappa (momoBoit
xpomaTuH). PepMEHThl TPAHCKPHUILMKU HE MOTYT paboTaTth
Ha KOHJEHCHPOBAHHOM XPOMAaTHHE, CJIEN0BATEIbHO J03bI
(GYHKIIMOHUPYIOIIUX T€HOB CTAHOBSTCS OJIMHAKOBBIMH KaK y
CaMILIOB, TaKk U Yy caMmok. B ciywae nomucomuu no X-
XpOMOCOME HHAKTUBUPYIOTCS Bce X XpPOMOCOMBI, KpOMe
onHol (Puc. 4).

C‘lI/ITaeTCH, YTO HHAKTHUBALlUA X—XpOMOCOMBI HC

MPOUCXOAUT A0 MomeHTa wumiuiantamuu (Epstein et al.,
1978; Lyon, 1999). Onnako apyras ¢opma X-HHAKTHBAIIUU
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Puc. 4. Tenvye bappa (nonoeoii xpomamun). A - KliemKu HceHUUHbL
(XX) umerom oono menvue bappa; b — ¢ knemkax myncuunl
(XY) menvuye bappa omcymcmeyem; B — y unoueuoyymos
¢ mpemsa X xpomocomamu (XXX unu XXXY) euonwl 0sa
menvua bappa (Makkwvrocuxk, 1967).

MPOUCXOJIUT y CaMIIOB BO BpeMs crepMmaToreHesa, Korja
3apOJIbIIEBbIE  KJIETKH BXOASIT B MeEHo3. OJTO Tak
Ha3bIBaeMbIid 9 (PEKT MHAKTUBAIIMN MEHOTHYECKUX MOJIOBBIX
xpoMmocoM (meiotic sex chromosome inactivation - MSCI).
O10oT 3 (]eKT sBuseTcs YaCTHBIM ciiydaeM Oosee 00Iero
MEXaHW3Ma, Ha3bIBAEMOI'0 MEWOTHYECKMM MOJYaHUEM
HECUHXPOHHU3UPOBAHHOTO XpomaTwHa (meiotic silencing of
unsynapsed chromatin - MSUC), KOTOpbIli WHAKTUBUPYET
XpPOMOCOMBI, HE CIOCOOHBIE CHApUBATBCI CO CBOUMU
romoJyiornuHbiMu  TiapTHepamu. MSCI Obl1 0OHapyxeH B
CIIEpPMATOTeHE3e TOYTH BCEX OPTraHU3MOB, OOJATAIOIINX
nuddepeHIMPOBaHHBIMU TOJOBBIMU XpoMocoMamu (Turner,
2007). beuto Taxxke mokaszaHo, yto MSCI urpaer poib B
paHHe MHAKTHBAIMKM OTIOBCKOW X-XpOMOCOMBI Y 3MOpHO-
HOB MbImH. XioWH U Jlu (Huynh, Lee, 2003) namum, 4rto
OTILIOBCKasi X-XpoMocoma Oblla MHAKTHBHpPOBaHA YKe Ha
CTaauu JBYXKJIETOYHOW 3urorbl, a OKamMoTO U COaBT.
(Okamoto et al., 2004) oOHapyXHIu, YTO HMHAKTUBALIUA
HAYMHAETCS HA CTaIuU C 4-8 KICTKaMHU.
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HeaktuBHOE cocrosHME OmHOM U3 X-XpOMOCOM,
YCTaHOBUBIIUCH OJHAXIIBI B paHHEM dMOpHOTeHe3e, KIOHa-
JBHO TMEpEeNaeTcss JOYEPHUM COMATUYECKUM KIIETKaM BO
BCEX INOCIIENYIOUIMX KIETOYHBIX NOKoJIeHusX. [Ipeamona-
raroT, 4TO POJib MEXaHU3Ma, 3aKPEIUISIONIET0 HHAKTUBALIUIO,
UrpaeT METHJIMPOBaHUE IUTO3MHOB B MoJiekyie JJHK.

[lepBoHaYaIbHO CYUTAIOCH, YTO MPOUCXOIUT TOJHAS
X-uHaktuBanusa, onHako X. Ywmwiapa u JI. Kappen (Hunt
Willard, Laura Carrel) mokazamu, yto okosio 15% reHoB
n30eraloT nHakTHBanuu, a eme 10% TeHOB HEaKTHBHBI Y
HEKOTOPBIX JKCHIIWH, HO aKTUBHBI y Apyrux. B pesynbrare,
kaxgas u3 40 wucclIemOBaHHBIX HMM JKCHIUH HMea
VHUKAJIbHYIO KapTHHY TeHHOW AaKTHBHOCTH. YCTaHOBJICHO
HaJIMYUe HEOONBIIUX TPYHI T'eHOB (B ICEBI0AyTOCOMHBIX
paiioHax), OCTalolUXCS AKTUBHBIMH B WHAKTHBUPOBAHHOMU
X-XpOMOCOME€ W HMEIOIIUX TOMOJIOTOB B Y-XPOMOCOME.
Kpome HuX, B KOpPOTKOM IuIeYe, U B JUCTAILHOM OTHAEINe
JUTMHHOTO TuTeYa X-XPOMOCOMBI €CTh T'€HBI, COXPAHSIOIINE
AKTUBHOCTH B MHAKTHUBUPOBAHHOW X-XpOMOCOME.

VY npo30¢uiibl JONOTHUTEIBHO AKTUBUPYETCS €IUHCT-
BEHHAsI X-XpOMOCOMa CcaMIlla 10 YPOBHA ABYX X-XpPOMOCOM
CaMKHU. YTKOHOC IIOKa SBISIETCS €IAUHCTBEHHBIM BUIOM C
cucreMod XY, y KOTOPOro OTCYTCTBYET J030Basi KOMIICHCA-
uus (Julien et al., 2012).

Kakas u3 poaureibcKUX XpOMOCOM HHAKTHBHPYeET-
cs1? B Hauane sMOPHOHAIILHOTO Pa3BUTHS JTH00ast U3 ABYX X-
XpPOMOCOM I'€HOMa B MOXET MHAKTUBUPOBATHCS, 3TO BBHIOM-
paercs ciydailHO. MHakTMBamusi pa3HbIX X-XpOMOCOM
IPUBOJUT K MO3aMYHOMY NPOSIBICHUIO NpU3HAKOB. (DTO
OTHOCHTCS K KJIETKaM IUIofa. Y caMOK B pe3ysibTaTe WHAKTHU-
BallMM X-XpOMOCOMBI, TPUMEpPHO TOJOBHHA KIETOK C
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AKTMBHOM OTLIOBCKOM, a JApyras IIOJIOBUHA KIJIETOK C
aKTUBHON MartepuHcKoil X-xpomocomamu (Amos-Landgraf
et al., 2006; Check, 2005; Gunter, 2005). [ToaTomy, MOXHO
0XHath, 4YTO J(P(PEKThl TEeHOB X-XpPOMOCOMBI OyayT
yCcpeaHeHbl y caMOK. UTOObl KOHKPETHBI BapuUaHT TreHa
MOJIHOCTBIO TIPOSIBUJICS, CAMKH JOJDKHBI OBITh TOMO3HUIOT-
HBIMU TI0 3TOMY BapHaHTy reHa. B TpOTHUBOINONOXKHOCTh
3TOMY, CaMIbl IOJTHOCTBIO 3aBHUCAT OT OJHOM Komuu X-
XPOMOCOMBI, KOTOpasi y HUX ecTb (Zechner et al., 2001).

B kieTkax 3apoIbIIIeBBIX 000J0YEK, 00pa3yromuxcs
U3 TKaHU 3apO/Iblllla, NHAKTUBUPYETCS BCEI/la OTLOBCKas X-
xpomocoma (Cunrep M., bepr I1., 1998). Bo BHesamOpuona-
JbHBIX MeMOpaHax MbllIell NPEUMYIIECTBEHHO WHAKTHUBHU-
pyetcs otioBckast X-xpomocoma (Takagi, Sasaki, 1975). V
MBbIIIEH MHAKTUBALMsS OTLOBCKOH X-XpPOMOCOMBI IPOUCXO-
it o mexanusmy umnpuntuara (Cheng, Disteche, 2004).
VY nnaneHTapHbIX MIIEKOMMTAIOLIMX BBIOOP X-XPOMOCOMBI
CIIy4aeH, a y CyM4YaTblX MHAKTUBHUPYETCS BCErAa OTIIOBCKAas
X-xpomocoma (AcmanssH M. M., CongatoBa, 2010). Xist
PHK pacnpoctpansiercss BIosib X XpOMOCOMBI, ITpeaHAa3HA-
YEHHOM JJI1 MHAKTUBALIMU U MOKpbIBaeT €€. MeTunupoBanue
JHK Tak:xe moMoraet "HaKTUBAIMU X XPOMOCOMBI.

lloseodenue nonogvix xpomocom npu metioze

MeiioTnueckoe MOBEAEHUE IIOJIOBBIX XPOMOCOM Y
MHOTHX JKMBOTHBIX IIOKAa3bIBa€T 3HAYUTENIBbHBIN I0JIOBOM
numopdusm. Bo Bpems meiiosa y camok, 06e roMmoMop(HbIe
MIOJIOBBIE XPOMOCOMBI JIEKOHJEHCUPYIOTCSI M TPAHCKPHII-
[IMOHHO aKTHBHBI, KaK M ayTOCOMBI, TOT/1a KaKk B Meiose y
CaMIIOB, reTepoMOp(HBIE IMOJOBbIE XPOMOCOMBI SIBISIFOTCS
TPAHCKPHUIILIMOHHO HEAKTUBHBIMH M TeTepoXpoMaTHyec-
KHUMH, OoOpa3ys TakK Has3bplBaeMmble ‘“‘TojoBbIe” wim “XY
tenpua” Ha mepudepun sapa (McKee, Handel, 1993). B
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paHHMX CIepMATOLUTaX, B CTAJUU MMAXUTECHBI Y MbIIeH, X 1
Y XpoMOCOMBI IEMOHCTPUPYIOT O0Jiee OOIMIMPHBIA CHUHAIICUC
M0 CPaBHEHUIO ¢ OoJee MO3IHUMHU CTAAUSAMHU MAXUTEHBI, JI0
TeX Mop, Noka X U Y He MOKa3bIBAIOT TOJBKO CBS3b KOHEI] B
koHenr (Tres, 1977). Bo BpeMs HHAKTUBAallUU TOJOBBIX
XpOMOCOM B MeHO03¢ y MIICKONHUTAIONINX, WHAKTHBAIUS
HEKOTOPBIX  CYIIECTBEHHBIX  X-XPOMOCOMHBIX  TI'€HOB
KOMITCHCHPYETCSI SKCIIPECCUEN M3 PETPOINO30HOB, CKOMHPO-
BaHHBIX Ha ayrocoMbl (Wang, 2004).

[Touemy-To perummkanua JJHK oxgHoM X-XpoMOCOMBI y
TOMOTIaMETHOTO I0JIa U Y -XpPOMOCOMBI NPOMCXOIUT IOCIIE
OKOHYaHMS peruiukaiuu ayrocom (Vorontsov, 1973).

Buabl ¢ ’KeHCKOM reTeporaMeTHOCTbI0

W xpomocoma

VY OonbumHCTBa BUAOB Lepidoptera (MOTBUIBKA U
0abouk), a Takxke y nTul], W-XxpomMocomMa B OCHOBHOM COCTOUT
U3 TETEPOXPOMATHHA, CONCPKUT Maj0 AaKTHBHBIX TEHOB W
MHoro obnacrteit nmopropsiroreiicss JJHK (Traut et al., 2007). ¥
CPemM3eMHOMOPCKOTO  MYYHOTO  MOTBUIbKa OHA  TakKke
cogepxkut wmuoro JIHK mocnemoBatensHOCTE MHTOXOH-
JIPUATBHOTO TIPOUCXOXKACHUS (numts). DOUIOTCHETHUECKUI
aHaIN3 IOKa3aJl, YTO ATO HEAABHEE HBOJIIOIMOHHOE MpHOOpe-
teane W-xpomocoMbl (Ldmmerman et al., 2016). ABtopbl
CBSI3BIBAIOT IOSIBJICHUE U HAKOIUICHHWE TAaKUX TOCIIEIOBATEIIh-
HOCTEH, TaKKe KaK M TPAHCIIO30HOB, C HECIIOCOOHOCTHIO W-
XPOMOCOMBI K peKOMOHHAIINH.

Z xpomocoma

Y Lepidoptera Z-XpOMOCOMHBIE T€HBI, IO-BUANMOMY,
BHOCAT 3HAYUTENIbHBIA BKJIAJl B IMPOLECC BUA000Pa30BaHUSA
(Sperling, 1994; Naisbit et al., 2002; Dopman et al., 2005).
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MHorue mpu3HaKM, Wrparollie CYIIECTBEHHYIO pOJIb B
CO3/IaHHH PETIPONYKTHBHBIX OAPHhEPOB, TaKHe KaK OCOOCHHOCTH
(epOMOHOB U TIOBEJCHUYECKHE PEAKIMM CaMIIOB Ha HUX, Yallle
0OBIYHOTO CBSI3aHBI C Z-XpOMOCOMOM. B oTimume ot cucrem ¢
MY)KCKOH TeTepOraMeTHOCTBIO, TAe X-XpOMOCOMa HIpaeT
3HAUUTEJILHYIO POJib B JIBWKEHHM T'€HOB, HM Yy NTUI (Kyp U
390MK-3¢0pbl) HU y IIEJNKonpsga He oOHapyxkeno PHK-
(petpotpancnozupoBantoe) u JJHK-omocpenoBanHoro nepeme-
HIeHUs1 TeHOB U3 Z-xpoMocombl B ayrocomsl (Toups et al.,

2011).

Komnencayus 003vl u nonosoii xpomamun
“...6ce 8uovl ZW, uzyuennvie Ha ce200HAUMHUL OeHD,
He umerom 0030801 KOMHEHCAYUU. ...980TIOYUOHHbIE
NPUYUHBL MAKO20 PA3IUYHO20 NOBEOCHUS CUCTNEM
XY u ZW ne nonnocmoito nousimusl. ”
Mank, 2009; Naurin 2010
VY caMoK, HO HE Yy caMIIOB OOJNBIIMHCTBA BUIOB MOJU U
0aboyek, NPHUCYTCTBYET TEJNO IE€TepOoXpoMaThHA B sApax BO
BpeMs uHTepdassl (Traut, Marec, 1996). Takum oOpazom, Kak u
y MIIEKONUTAIOLINX, Yy 4YelryeKpbulblx (Lepidoptera) ecthb
TMIOJIOBOM XpOMATHH, HO 3TO HE CBA3aHO C KOMIICHCALIUEH J103bI.
HmeeTcst MHOTO JIOKa3aTeNbCTB TOTO, YTO ITOJIOBOM XPOMATHH Y
Lepidoptera sBnsieTcs XpOMAaTUHOM, TONY4YeHHBIM ©3 W-
XpOMOCOMBIL. Tak, OH OTCYTCTBYET y BUAOB € Z(-ITOJOBBIMHU

XPOMOCOMHBIMH CHCTEMaMH.

VY nrun e Habmoaaetcst 3GEeKT 1030BOM KOMITCHCALIUS
AHAJIOTMYHBIA MEXaHU3MY Y MJICKOITUTAIONIMX. Y CaMIIOB MTHIL
(ZZ) ne obnapyxeHo tener bappa. B HECKOIBKHUX TaKCOHAX C
omnpeneneHueM rmnoiga ZW, Obula OOHapy)KeHa HeToJHast
J030Bast kommeHcammsi Z-xpomocombl (Vicoso, Charlesworth,
2006; Itoh et al., 2007). Dddexr xKomIieHCaMU 03B TEHOB
o0ecrieunBaeTCs  aKTUBU3AIMEH  SIMHCTBEHHOW  IOJIOBOU
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XpOMOCOMBI Z y reteporamerHoro mnojia — camok (Koran 3. M.,
1979). ¥V nByx BUIOB NTHUI] U OJHOTO BHJA YEITYEKPHUIBIX HE
OBLIO HAMICHO HUKAKUX JIOKA3aTCNIBCTB IJI00aILHOI0 MEXaHU3-
Ma KOMIIEHCALMH JIO3EI.

YrBepxnaetcs, 4to: (1) 1030B0M KOMITEHCAITUN TPEOYIOT
B TIEPBYIO O4YEpeb T'€HBI, KOHTPOIUPYIOIIUE MOpQOreHes u
CTpoeHHe Tena; (2) TMPOMYKTHI 3TUX TE€HOB HEOOXOJWMBI B
JMICOMHBIX J103aX OCOOCHHO BO BpEMSI OBOTE€HE3a M PAHHETO
SMOPHUOHANBHOTO pa3BUTHS; (3) reTeporaMeTHble CaMKHU BO
BpeMsI OBOT€HE3a CHHTE3UPYIOT M COXPaHSIOT MopdoreHe-
TUYECKH HEOOXOIUMbIE TMPOAYKTHI TE€HOB, B TOM YHCIE
NPOJYKThI, KOJUpYyeMble Z-CLIEIUIEHHBIMU T'eHamy; (4) oOuiue
9TUX TEHHBIX TMPOAYKTOB B SHIE M HMX COXpaHEHHE [0
CPaBHHUTEIIFHO TO3HETO0 3MOpHOTreHe3a IO3BOJISIET TeTepora-
METHBIM CaMKaM TPEOIOJIETh MOHOCOMHOE COCTOSIHHE Z
xpomocoMbl 'y ZW smOpuoHOB. JKeHcKasi reTeporaMeTHOCTh
npeobliaiaeT y NTHL, penTwinid u amduOuii, KOTOpbe Bce
UMEIOT MaKpOJICHUTAIbHBIE Sia, COAEpXaIue B HECKOJIBKO
ThICSY pa3 Oomnbine MaTepuHckoi PHK, yem siifiia mnekomnuraro-
IIMX, HEMATOI WX JPO30(Hiabl. DTO YBEIUYECHHUE DPA3MEPOB
SWI, CONEpXaHUsI JKeITKa U, OIHOBPEMEHHO, pa3Mepa
MaTEpPUHCKOTO BKJIa/ia B AMOPHUOH, BO3MOKHO, CTIOCOOCTBOBAJIO
JKCHCKOM TeTeporaMeTHOCTH U OTCYTCTBUIO JI030BOM KOMIICH-
caru (Chandra, 1991).

Paznuiia mMexny X-CHEIUICHHBIMH U Z-CUEIUICHHBIMHU
reHaMH ToAHMMaeT (yHIAMEHTAJbHBIE BOIPOCHI O POJH
I030BOM KomIteHcarmu. Ecim Obl KOHAEHC A IEUCTBUTEILHO
ObUTa A1 KOMIICHCAIIMM YIBOSHHOM 03Bl T€HOB, TO TeNbIla
bappa nomkHbl ObIM B HOpME OOpPa30BBIBATHCS BCErNa Yy
roMOraMeTHOIO I10J1a.
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Metioz y nmuy u Lepidoptera

JXeHckue OOLMTHI MOIBEPrarTCsl 3HAYUTETBHO Oosee
MPOAOIDKUTENBHOMY TIPOLIECCY Pa3BUTHA MEXIYy HayaloM
MEHOTHUYECKOM Mpoda3bl ¥ OBYJISIMEN TI0 CPABHEHUIO C BpeMe-
HEM pa3BUTHs CIEPMATOLUMTOB JUIL CO3PEBAHMS CIIEPMBI.
[Tomo6HO MONMOBEIM XpoMocoMaM X U Y 'y MIIEKOIHMTAIOIIHX,
XpoMOcoMbI Z 1 W HMEIOT JIHIIh HEOOJNBIIYIO TICEBI0AYTO-
COMHYIO 00J1aCTb. Y Cpen3eMHOMOPCKOIO MyYHOT'O MOTBLUIbKA
oOMeH reHamu Mexay W M Z-XpOMOCOMaMH HPOUCXOAUT
no3xke ayrocom. OH mpotekaeT B 4 ostama: (1) HaumHaeTcs
TOJIBKO Ha OZJHOM KOHIIE, (2) YaCTHUUYHBIN CUHAIICUC Pa3JIMUHbIX
mo pasmepam W u Z-xpomocoM, (3)TIONHBIA CHHAICHUC,
JIOCTUTAEMbIA ~ TPM  MHOTOKPaTHOM  CKpPYYHMBaHUHM, U
(4) okoHUaTeNbHAs ~ CHHANTHUYECKas  PEryJIUpoBKa  JUIst
KOMIICHCAIH pa3HuUllbl B [ymnHe (Marec, Traut, 1994).

VY Kkypuuel noseneHue napsl ZW BO BpeMsl KEHCKOTO
OBOT'€HE3a OTJIMYAETCS OT MoBeleHus napbl XY B crepMmaro-
IMTaX MJICKOIUTAIOIIUX, IMOCKOJIBKY XpoMocoMbl ZW, mo-
BUJIUMOMY, JOCTUTAIOT CTaJWM HOJHOro cuHarcuca (Schoen-
makers et al., 2009). Tpancnokauuu Mexny Z-XpoMOCOMOW U
ayTocOMaMM HE OKa3bIBAIOT CYLIECTBEHHOI'O BIMSHUS Ha
HPOJYKLHIO CIIEPMBI Y METYXOB, & KypHIIbl, HECYILIUE TPAHCIIO-
Kalui MeXAy Z- 1 MUKPOXPOMOCOMOM, MOKa3bIBalOT CPaBHU-
MYIO pOK/1a€MOCTb C HOpMallbHbIMH Kypamu (Pigozzi, 2016).

% % %

Co3maercss  BIeYamieHWME, YTO  C  IIOJOBBIMHU
XpOMOCOMaMHU, U IPEXKIE BCEro ¢ Y -XpPOMOCOMOM, MbI 4Er0-TO
CYLIECTBEHHOI'O HE ITOHNMAeM. A HE IOHMMAEM TJIABHOT'O — JIJIst
4ero I0JIOBbIe XpoMocoMbl? KakoBO MX aJaiTUBHOE 3HAUYEHHE
1 QYHKITMOHAIBHAS POJib? B 4eM MX SBOJIIOIIMOHHBINA CMBICIT?
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I'naga 4.
IBOJIOIMOHHAS TEOPHUS 101

He nonumas 26ontoyuonnou ponu
KOPEHHO020 AI8/IeHUsL — NOAd, HEBO3MONCHO

HOHSIMb POJIb ... NOJIOBBIX XPOMOCOM
Teooaran B.A., 2000

UToOBI HOHATH POJIb MOJOBBIX XPOMOCOM, HEOOXOAMMO
OTBETUTh Ha ApYyroi, Oosee (yHIAMEHTAIbHBIH, BOPOC —
“IUIg Yero CyIIeCTBYET IOJI, KAaKOe OH MMEET aJalTHBHOE
3HaueHue?” Pemenue mnpoOiaemMbl TMona BIEpPBbIE OBLIO
OomyOIIMKOBaHO B MareMmatudeckoMm kypHane (I'eomaxsin
B. A., 1965) u nmo3gHee BBIPOCTIO B D8ONIOYUOHHYIO MEOPUIO
nona (I'eomaxsn B. A., 1989,1991,2000). IlomHnoe wu3noxe-
HUE TEOPUHU T10JIa MOXKHO HaTh B MoHOorpadusx (I'eomaksn
C.B., 2012,2018), a takxe B kaurax »Ttoii cepuu (I'eogaksn
C.B., 2023a,0,r).

OO01mas uaest aCHHXPOHHOI 3BOJTIOINA

B pamkax amanrtorenesa /lapBruHa, 3BOJIIOLUS CUCTEMBI
CJIelyeT 3a U3MEHEHHEM CpPEeJbl U OCYILECTBISETCS METOJIOM
npo6 u omubok. IlosTromy BeIrOJHEE MpPOOOBaTH HE Ha
LeJIOM cucremMe, a TOJbKO Ha e yacth. Jlma storo
HEOOXO/MMO DAa3JeNUTh CUCTEMY Ha JBE YacTU: OJHY —
OCHOBHYIO, OoJiee IIEHHYI0, yOpaTh “mojaibiie’” OT Cpebl, C
TEM YTOOBI JIydllle COXPAHUTH MH(OPMAIUIO O MPOLLJIOM,
a BTOPYIO, ‘“‘DKCHEPUMEHTAJIBHYIO® W MEHEE IIEHHYIO,
BBIIBUHYTh MOOJIDKE K cpeae, 4TroObl “‘y3HATh’, UTO
TpeOyeTcs B HACTOSALIEM M KaK H3MEHHUTHhCS B OyaylIeM.
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Taxas koncepsamugro-onepamuenas cneyuaiu3ayus 4acTen
NomyNAuuu (MOJIOB) JTOCTUTaeTcsl UX AUXPOHHOW 3IBOJIIO-
nueii. Bce HOBblIE NpU3HAKM TNOSBISIIOTCS CHayalda B
onepamugHoll MOJCUCTEME (MYXCKOH I0JI), MPOXOAAT TaM
IIPOBEPKY, IIOCIIE YETr0 NEPENAIOTCA B KOHCEPS8AMUBHYIO
(xenckuit o) (I'eomaksn B. A., 1965).

Jlenutcst M pa3fesIbHONONAs MOIYJIAIUA Ha KEHCKUI
U MYXCKOH IoJ, OMylaTepajJbHbld OpraHu3M, WJIH MO3T, Ha
JEBYI0O U TpaBYylO IIOJIOBHHBI, OOLIECTBO Ha MpaBlIeH u
JEBIIEH, T€HOM Ha ayToCOMbl M TOHOCOMBI, BCE 3THU
JuddepeHaly OCHOBaHbl HA OJHOM U TOM €, IJTaBHOM
JUISL 3BOJTIOLIMOHUPYIOLUX CHUCTEM, INPUHLUIE CHEeIUalIn3a-
uu: o coxpanennio (C) u usmenenuio (M) cucremor. Bo-
NEPBBIX, KOHCEPBAaTHBHBIH M  ONEPATUBHBIM  ACIEKTbI
IBOJIIOLIMM — JIBA €€ TJIABHBIX M HENPEMEHHBIX YCIOBHS.
Ecnu 01HO U3 HUX OTCYTCTBYET, TO HET 3BOJIIOLUH: CUCTEMA
au0o ucyesaet, 1ub0 crabuibHa. Bo-BTOpPBIX, UX OTHOIIE-
Hue, 4/ C, xapakTepusyeT IBOJTIOHHOHHYIO MJIACTUYHOCTH
CUCTEMBI. B-TpeTbux, 3TH YCJIOBHs AJbTEPHATHBHBI: YEM
oonbme M, tem menspmie C, W HAO00OpOT, TaK KakK OHHU
JOTONHSIOT Apyr apyra ao exunuusl: C + M = [. lloatomy
0e3 cnenuanu3alMd TOACHUCTEM CHUCTEME MPUXOJIUTCS
BBIOMpPATh HEKUM KOMIIpOMHUCHBIM ontumym M /C, B TO
BpeMs, KaK MpU UX CHEIHaIU3alMH MOXHO MaKCUMHU3HUPO-
BaTbh OJJHOBPEMEHHO U TO U APYTOE.

KoHcepBaTuBHBIE MOJCHCTEMBI, TJaBHBIE, Oolee
JIpEeBHHUE, YAaJleHHble U 3allMIIEHHbIE OT Cpelbl, a
OTepaTUBHBIC — OHKCIEPUMEHTaJbHBIC, OOJee MOJOJbIe U
TecHee CBsA3aHHbIE co cpenoil. IloaTomy ympasistomas
uHpOpMaIUs OT Cpebl TOMAJaeT CHAavajaa B ONEPATUBHYIO
MOJICUCTEMY, a OTTY/la B KOHCEPBATUBHYIO. DTO MPUBOJAUT K
TOMY, YTO 3BOJIIOIUS JFOOOT0 MpU3HAKA MPOUCXOIUT B HHUX
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JAUXPOHHO: Yy OICPATUBHBIX OHA HAYMHACTCA M KOHYACTCA
paHbIIC, UYEM Y KOHCCPBATHUBHBIX.

JBOJIIONMOHHAS TEOPHUS 10JIa

CornacHO SBOJIIOLMOHHONW TeopuH moja, Auddepen-
[UaLys T0JIOB 3TO CIICIMAIHM3ALUs 110 TJIABHBIM aCHEeKTaM
9BOJIIOLIMH: COXPAaHCHUA, JKEHCKHI II0JI, 1 HU3MCHCHHUA —
MYXCKOH. B ornmume ot Oecnombix W repmadpoanTHBIX
HOHyJI?[IIHfI, C KOHKYPCHTHBIMH OTHOHICHUAMH MCKIAY
3JIEMEHTAaMH, Pa3JeIbHONOIOCTD MO3BOJIIET MaKCUMHU3UPO-
BaTh 00a acmekrta. [losToMy zBa moja — 3TO yK€ OpraHH3-
MEHHas CHUCTeMa, C JOMOJHIIOIIUMHU APYr Apyra, KoajH-
OUOHHBIMU OTHOIIICHUAMMU.

[TonoBast muddepeHmaus MO3BOJISIET IBOJIOIUOH-
HbIC HOBAIlUU TPOBEPSTH B MYXKCKOM T€HOME, MPEXKIE YeM
nepefaBaTh HMX B KEHCKHA. To ecTb, Npu JITUXPOHHOH
(aCMHXPOHHOM) JBOJIOLMHU, DBOJIOIHUS MYXCKOTO TMOja
MPEIIECTBYET SBOJIOIUN JKEHCKOTO. [loaTOMYy, HOBEIC
MPU3HAKU TOSIBJISTFOTCS] CHAaYada y MYXXCKOTO ToJia ¥ TIOTOM
(cmycTss MHOTO TIOKOJICHH ) TiepeaatoTcs skeHckomy (I'eoma-
kaH B. A., 1989, 1991).

EnBa nu He eIMHCTBEHHOE OOBICHEHHE BO3HHKHO-
BEHHsI TIOJIOBOTO JUMOpP(HU3Ma — TEOPHUs IMOJOBOTO OTOOpa
(Hapsun Y., 1953). Ho, 00bsicHHB 00I1Ie€ SIBIICHUE TTOJIOBOTO
auMopdu3Ma Kak cJIeACTBHEe YaCTHOIO MEXaHH3Ma IMOJI0OBO-
ro oroopa, /lapBuH JOMYyCTUI METOIOJIOTHYECKYIO OIIHOKY.
Tpakryromias Teopus Bcerja MODKHA OBITh IMIUPE TPaKTye-
Moro siBieHus. OHa He Morja OOBSACHHUTH CYIIECTBOBAHHE
MOJIOBOTO TUMOp(H3Ma y paCTeHUH, y KOTOPBIX HET MOJIOBO-
ro orbopa, y KMBOTHBIX IO MpU3HAKAM, HE HMEIOUIUM
OTHOIICHHUS K MOJIOBOMY OTOOpPY M MaJlo YTO MOTJIa pecKa-
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3bIBATh. I[pyrI/Ie y‘-ICHLIe IIbITAJIUCH O6L$ICHI/ITB MCXAaHU3MBbI
BO3HHUKHOBEHHUS M COXPAHEHWsS, HO HE CTaBHIIM BOIMPOC 00
IBOJIIOIIMOHHON (PYHKIIUU 1osioBoro aumopdusma. Hu omna
U3 CYIIECTBYIOIIUX TCOPHH HE OTBEYAaeT HAa 3TOT BOIMPOC
(I'eomaksu B. A., 1986; Geodakian, 1985).

bonee wupoxas Hopma peakyuu sHceHCKo20 noaa

My»XCKOM M )KEHCKHUH T0JI MO-pa3HOMY pPEarupyroT Ha
W3MEHEHUE cpenbl. bblia BRIIBUHYTA TUTIOTE3a O0JIee MUpo-
KOH HOPMBI PEAKIMH JKEHCKOrO I10JIa, 10 CPABHEHHIO C
MYKCKHUM, TTOATBEpKIaeMast JaHHBIMU JTUTEPATYPHI, a TAKKE
YCIEIIHBIM TPEJICKa3aHueM OOJIBIICH KOHKOPJIAHTHOCTH
MYKCKHX TIap MOHO3UTOTHBIX OJIM3HEIIOB U KEHCKUX Tap —
nu3urotHeIX (I'eomaksa B. A., 1974).

Bbonee mmpokas HOpMa peakiUu MO3BOJISET KEHCKUM
0c00siM co31aTh OoJiee alanTHBHBIN (PEHOTHIT, MAKCHMAJIHLHO
“ynamuTbes’ OT CBOMX T€HOTHUIIOB U MMOKUHYTH 30HBI 0TOOpA.
V3Kkasgs HOpMa peakIuu MYXKCKHX 0COo0€il TakoW BO3MOXK-
HocTH He naeT. OHa obecnevyrBaeT IIMPOKYIO (PeHOTHUITHYEC-
KYIO IUCIIEPCUIO MY>KCKOT'O To1a. B nomyssinym, cocTosimei u3
MYXCKHX 0CO0eH ¢ y3KOi HOpPMOM peakiyu, oomias (GeHOTHUITH-
yeckash JUCHEepcHs MYXKCKOro mosna OylneT MNpUMEPHO
COOTBETCTBOBaTh T'€HOTUIIMYECKOMY pPACIpPEAEICHUI0. JTO
IPUBOJUT K TOMY, YTO OTOOp AEHCTBYeT B OCHOBHOM Ha
MYKCKOM IIOJI: TIaJaeT €ro 4YHCJIEHHOCTb M MEHSETCs
pacrpesielieHne T'€HOTHIIOB, TO €CThb HAYMHAETCS €ro
olepexarolias 3BOJIOLMA. 3HAYUT OJHA M Ta XKe
9KoJIorn4eckas MHdopManus MoIuUIUPYET KEHCKUN IO0JT
U JJMMUHUPYET MYXKCKOM. MHBIMU cl0OBaMH, IIOJIOBOU
JUMOP(U3M 10 HOPME PEAKIMU O00ECreYuBaeT IOBBIIIECH-
HYI0 (CHOTHIHUYECKYIO IIACTUYHOCTh XEHCKOMY IOy B
OHTOI€He3€ M TCHOTHIHMYECKYIO IUIACTUYHOCTb MYKCKOMY
nony B punorenese (I'eomaksn B. A., 1965, 1974, 1991).
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Kenckuili mon mpeobpaszyeT 3KOJOrHMUYECKylo HH)OP-
MAaIMI0 BO BPEMEHHbIN MOAU(DHUKAIIMOHHBIN ((peHoTunuyec-
kuit) monoBoit numopdusm (MITJ wim ®IIM), a myxckoit
II0JI, 3aIlJIaTUB 3a HEe CBOEH YHUCICHHOCTBIO OTOOpY, — B
HBOJIIOIMOHHBIN (T€HOTUITMYECKUN) TOJIOBOH JUMOpPHU3M
(OIA wmm I'TI), ¢ TeM, 9T0OBI MOCE MPOBEPKHU TMEpeIaTh
3Ty UHPOPMALIUIO KEHCKOMY MOy “OeCKpOBHBIM’ BHYTpPEH-
HuM nyteMm. [Ipm 3TOoM, OOnbIllee cedeHHE KaHala CBS3H
MYXCKOTO I0jla C IIOTOMCTBOM TO3BOJISIET MAaKCHUMaJIbHO
THPaKUPOBATH OTOOPAHHBIE, CAMBbIE MOAXOAAIINE, TCHOTHIIBL.

Crano ObITh, CO3TAaHHBIA MYXCKHUM TOJIOM CEJICKIIHOH-
Herii [TIJ] cTaHOBHTCS HJisi JKEHCKOTO TMoyia (haKTOpOM
9BOJIONNH, JIBIKYIIMM IOTEHIMATIOM, MO3BOJISIONM €My
HOBYIO HH()OPMAITHIO TTOTyYaTh HE OT CPEJBI, @ OT MY>KCKOTO
noia, MHHYs1 OTOOp. B 3TOM JBOJIONMOHHBIH CMBICI
MOJIOBOM MU depeHnanud W TJIABHOE HNPeHMYIIecTBO
Pa3aeIbHOMOJIOCTH.

Huxponuzm u ¢azvl 260m0yuU

CornacHo JeonroyuonHou meopuu no.d, SBOIIOIUSL
T000T0 TIPHU3HAKA Y Pa3JeIbHOMOIBIX OPM COCTOUT M3 4-X
ctaauii B omnpeneneHHoM mnopsaake. 1. CtabunpHoi mpu
CUMMETPUYHOM  OTCYTCTBUM  MpHU3HAKA. 2. DBOJIOLUUU
ACHMMETPUYHOTO MOSBJICHHS Npu3Haka. 3. CTabunbHO#N mpu
CUMMETPUYHOM  HAJIMYMM  [PU3HAKA. 4. DBomouuu
ACHMMETPUYHOM yTpaThl npusHaka. CTaOMIBHOE COCTOSHUE
BcerJa MOHOMOPGHO, a 3BOJONHMH — AuMopdHO (Puc. 5).

B navanbHOM, TUBEPreHTHOIH (a3e 3BOJIOIMOHUPYET
TOJILKO MY>KCKOH TIOJI, TAK KaK HOBast HH(MOpMAIUs OT CPEIbl
(BUpyCHI, MyTalM{, TE€HBI) IMOMaJaeT TOJIBKO K HEMY.
[losiBnsieTCs reHOTUMUYECKUIN TTOJIOBOM AUMOP(]H3M, KOTO-
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Puc. 5. Acunxponnasn 360110uus OUHAPHO-CORPANCEHHBIX
ougppepenyuayui (bC/): pazoenvnononvix (PI) u
ounnoudos. Cmaouu u pazvl I60110UUU NOABTCHUA U
Ympamaul 2eH06 U RPU3HAKO8 Y MyxHccKozo (M) u scenc-
ko020 (/K) nona. Hzomopgpuzm ""nemensv' ouxponuszma
(0x), u oucnepcuii (c) koncepeamuenvix (KII) u
onepamuenwix (OII) noocucmem. qumopgusm (D),
nonoeoii (SD), zenomunuueckuii (GSD);
aa, AA - 2omo3uzomul, aA - zemepo3uzoma.

54



['maBa 4. DBOMIOIMOHHAS TEOPUS MOJIA

pBI pacTeT U3 IOKOJICHUS B IIOKOJICHHE. [IIUTENBHOCTH
JUBEPreHTHOW (a3pl, WM MOJOBON JAMXPOHU3M, DaBHA
OTCTaBaHHUIO JKEHCKOT'O 110JIa MJIU ONEPEKEHHUIO — MYIKCKOTO.
DTa BpeMeHHAs ‘“‘mucTaHius’ HEOOXoauMa JJIsi MPOBEPKHU
HOBBIX IIPU3HAKOB Y MYCKOT0 I10J]1a.

Ho nuBepreHnust IojaoB HE MOXKET NPOAOJIKATHCS
0ECKOHEYHO, MHAaue HACTYMHUT PENpOAYKTHUBHAs H3OJISLHA.
Bxirouaercs MexaHU3M — pelakcalMy  TeHOTUIINYECKOIO
HOJIOBOTO JUMOP(H3Ma — OTTOK MH(OPMAIMH OT MYKCKOI'O
II0JIa K JKEHCKOMY, TO €CTh HAYUHAETCS DBOIIOLHUS )KEHCKOTO
nojga. OTO BTOpas, mnapajielbHasi (as3a >BOIIOLUU
IpU3HaKa — Korjga o0a moja 3BOJIIOLMOHUPYIOT C OJUHAKO-
BOM CKOpPOCTBIO. YCTaHaBIMBAECTCS CTALMOHAPHBIN PEXUM
JUIS TEHOTHITMYECKOTOH TOJOBOTO JUMOp(GHU3Ma, KOTOPBIN
0CTaeTCsl MOCTOSIHHBIM 710 KOHLIA (a3bl.

Tpetbss ¢daza »BomoLMH — KOHBEPreHTHasi, B Hel
ABOJIIOIMOHUPYET TOJIBKO >KEHCKMH moj. HaumHaercst oHa,
KOIrZla Ha MY)KCKOM IIOJI IEpeCcTaeT NEUCTBOBATH JABIICHUE
Cpelbl, a Ha JKCHCKHH IMOJ MpPOJOJDKAET JEHCTBOBATH
TeHOTHNUYECKUH TonoBoi numopdusm. B pesynbrare
MOJIOBOW JUMOP(U3M YMEHBILAETCS U HCUE3aeT, TO €CTh
TUMOP(QHBI B mpolecce 3BOJIOIMHMU MPHU3HAK CTAaHOBHUTCS
cHOBa MOHOMOpP(hHBIM U cTabmiIbHBIM. Ha sTOM 3BOIIIOIIMS
IIPU3HAKa 3aBEPIIACTCH.

B cTaOunbHBIX, MOHOMOPGHBIX CTaaUAX MOKHO
BBIICIUTh TPH (a3bl: T03BOMIOIMOHHYIO (1), MEXKIBOIIIO-
uonHyio (3) u mocnesBomoIonHy0 (5). IlepBas U3z HuX
OyneT mpuHaJJIeKaTh CTaOWIBHON CTaJuH, MPEAIIEeCTBYIO-
LIEN SBOJIIOLMH, A JBE IPYTUE — MOCIIE €€ OKOHYAHUS.
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HcuesnoBenne mnpusHaka. Eciu B ganbHeuliem,
KaKHNC-TO MPHU3HAKW CTAHOBATCA HCHYXHBIMH, HPOUCXOIHT
UX yTpaTra CHayajla y caMloOB, a 3aTeM y caMmok (Puc. 5
craaus 4).

[lockonmbKy 3a SBOJIIOLMIO IUIATUT, B OCHOBHOM,
MYKCKOH T0JI, @ EHCKUU SBOJIOIMOHUPYET “OecriaTHO”,
MUHYS OTOOp, MOXHO CJENaTh BBIBOJ, 4YTO JAUXPOHHASI
3BOJIIOIUS 3KOHOMHee CHHXPOHHOH. OJTO 3HAYUT, 4YTO
Pa3leNbHOINONOCTh, KOTOPYIO TILETHO IBITAIOTCS MOHSTD,
KaK JIy4llMd crnocod pa3MHOKEHHsl, BOBCE TaKOBBIM HE
aBisieTcsi. 910 — A3((EKTUBHBIN  €NOCO0 IBOJTHOLUMHU
(I'eomaksu B. A., 1989,1991).
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I'nasa 5.
AyTOCOMHO-TOHOCOMHAA
auddepeHuMAUA TeHOMA

BoeiBoa Teopuu mojia O cCrenHaNu3aluu KEHCKOTo U
MY>KCKOT'O I10JIOB IO 3BOJIIOLMOHHBIM 33/1auaM COXpPaHEHUS
U M3MEHEHHs, TO3BOJISET HAapUCOBAaTh OOIIYI0 KapTUHY
CTPYKTYPbl M 9BOJIOIMM TE€HOMOB, au(depeHIanum
XpPOMOCOM M JBHWXKEHHS TE€HOB IO XpoMocoMaM. Takum
o0pa3om, HOMaJn4ecKast TeOpHs T€HOB OMMCHIBAET KaK 3a/1a-
yn nuddepeHuaniy nojJoB peaan3ytoTcss Ha XpOMOCOMHOM
YpOBHE.

HN3omopdu3m mo10BOM 1 XPOMOCOMHOM
nudPepeHuuanmii

Korma cucrema pasfeneHa Ha  MOJCHUCTEMBI,
yIpaBIsitomas HHGOpManus OT Cpeabl NOoNajaeT CHavyaua B
ONEpaTUBHYIO MOJCUCTEMY, a OTTYyHa, IOCJe HPOBEPKH,
nepenaeTcss B koHcepBatuBHyO (I'eomaksn B. A., 1972).
[lpu mnonoBoii auddepeHumanuy HOBYI HH(OPMAIUIO
MOJIy4yaeT MY)KCKOW TOJ (aBaHrap/) U MepeaaeT >KEHCKOMY
(appeprapn). CoOTBETCTBEHHO, HOBBIE T'€HBI JJOJDKHBI MOSB-
JSTBCA Y MY)KCKOTO T10JIa, & CTapble — COXPAHATHCS Y KEHC-
koro. Ecmum xpomocomuast nuddepenumanus uzoMopgpHa
MOJIOBOM, TO 9TO 3HAYUT, YTO HOBBIE TIEHBI JAOJKHBI
NOSIBJAITHCS B MOJIOBBIX XpOMOcoMax (Mpeskae Bcero B Y-
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XpoMocoMe), a TOTOM MepeMelaTbci B AayTOCOMBI
(l'eomaxsu B. A., 1996, 1998).

N3oMopdu3m Mexny mojJoBOM U XpOMOCOMHOM nud-
(I)epeHI_[I/IaI_II/ISIMI/I MOXHO HCIIOJIB30BaTh [JJIsI BBISABICHUA
SBOJIIOIIMOHHOM POJIM ayTOCOM M MOJOBBIX XpomocoMm. [l
ATOT0 JOCTATOYHO COMOCTABUTH, BCKPBHITHIE B SBOIIOLIUOH-
HOM TeOpUH I0JIa, pa3Hble PBOJIOIMOHHBIE POIH MYMKCKOTO
U KCHCKOTO TI0JIa B MOJy4YeHUU MHPOPMAIUU OT Cpeibl, ee
npeoOpa3oBaHUM M Teperaye MOTOMKaM, C alropUuTMaMu
nepeayl XpoMoCcoM.

KoncepBaTuBHO-ONIEpATUBHAS
CrenMaJIu3anus XxpoMocoM

Juddepennnanys Ha ayTOCOMBI U TMOJOBBIE XPOMOCO-
MBI CYIIECTBYET He Yy BceX BUI0B Kpome Toro, mon cymiect-
BOBAJ W [0 TIOSBJICHUS IIOJIOBBIX XPOMOCOM W MHOTHE
COBPEMEHHBIE DAa3JIENIbHOMNOJNbBIE BUABI MX HE HMET. Y
OKTOTEPMHBIX  (“XOJOAHOKPOBHBIX’) TIO3BOHOYHBIX IOJ
ornpenenseTcss B OONbIICH CTENEHH YCIOBUSMH CpPEAbl, YeM
reHeTu4ecku. Jlis ompenesieHus mojia BIOJHE JTOCTaTOYHO
OJTHOTO ayTOCOMHOI'O TeHa-Tpurrepa. Torja He HOHSATHO
HaJINYME y HEKOTOPBIX BUJIOB HECKOJBKUX MOJOBBIX XPOMO-
coM (mBe mapbl y YEpHBIX 00e3bsiH-peBYHOB (Alouatta
Lacépede), math map y yTKOHOCA). DTO 3HAYUT, YTO POJb
MOJIOBBIX XPOMOCOM COCTOMT HE TOJBKO B OIpEIEICHUU
noJja.

Hanuume y BUIOB ayTOCOM M TOJOBBIX XPOMOCOM,
TaK)Ke SBISETCS OWHApPHO-COMpsDKEHHOW muddepeHma-
1uel, B KOTOPO ayTOCOMBI — KOHCEp8amueHas, a TOJIOBbIE
XPOMOCOMBI — onepamuenas noacuctema (Taén. 1) (I'eona-
ksH B. A., 1972). W3BecTHO, YTO CYIIECTBYIOT pa3HbIC
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I'mara 5. AyTocoMHO-TOHOCOMHAs AudQepeHIranms reHoMma

BapuaHThl 3Toi auddepenHumanun. ['eHbl TpoCTEHIINX
XpOMOCOM (JIMHEHHBIX WJIM KOJBLIEBBIX) (ParoB, BUPYCOB U
OaxkTepuii, ObUIM PAaCIIONIOKEHBI, B TOPSJIKE UX mosiBieHus . C
POCTOM 4YHCJIa F€HOB BO3HMKJIIM HOBbIE (DOPMBI XpOMOCOM U
TPYNIBl CLEIUIEHUS T€HOB BHYTPU XPOMOCOM M IO HHM.
[TonoBble XpOMOCOMBI TOSBHUIMCH Y HEKOTOPBIX pbIO, Y
KOTOpbIX ObIBaeT M TepMappOIMTH3M, CMEHa Iojia ¢
BO3PAaCTOM WM B 3aBUCHUMOCTH OT COLIMAJIbHOTO paHra. ¥
ampuOUil ¥ penTUINN OTIpeIeIeHUE 10JIa TOXKE JIAOMIIBHO.

Taon. 1. KoncepsamugHno-onepamueHvle CReyuanu3auuu 2eHomad.
Ananozuu c nonom (I'eooaxan B.A., 2003, 2009).

IToncucremsl
Cucrema
KoncepBaruBHas OmnepatuBHas
Hyxneonporenn JHK (PHK) Benox
I'en (B opranusme) | JlomuHanTtHbi (A) | PeneccuBHelit (a)
T'omo3uroTs!
I'en (B momymsiiuu) | ['ereposurora (Aa
(B momyssIHH) p (A2) | AA. aa)
I'enom AyTOCOMBI T'oHocombl
Kierka Anpo IMuromnnasma
Opranuzm
P l'amets1 Coma
(reHeTrKa)
Oco0b I'enoTun deHoTHIT
Honynsiuust Kenckuii mon My:kckoii 1moJ
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PanbInie HE OBLIO CHEMATU3UPOBAHHBIX XPOMOCOM IIO
CO3/ITaHMI0O HOBBIX T€HOB M MYTallud BO3HHKAIM BO BCEX
ayrocoMax. Y pacTeHUH TreTepoXpoOMaTHHOBBIE YYaCTKH
MOBTOPOB pa30pocaHbl MO BCEM ayTOCOMaM, TO €CTh 3TO
MOXKHO paccMaTpuBaTh Kak Oojee paHHIOK CTaaAui0 B
SBOJIIOIIMM TeHoMa. B XoJe SBOMIONUHM YHCIO TOJOBBIX
XpOMOCOM IIOCTETIEHHO YMEHBIIAJIOCh. Y YTKOHOCAa €CTh
NATh Tap TMOJIOBBIX XPOMOCOM HauyuWHas OT THUIMA
miuekonuraomux (XX-XY) u konuas tunom ntui (ZZ-
ZW). Y 00e3bIH-pPEBYHOB — JIBE Maphbl. Y MTHI[ U BBICIINX
MJICKOIUTAIOIINX — OJHA Mapa, U B OTIUYHE OT PACTCHH,
reTepOXPOMATHH ykKe cOOpaH B Y -XpOMOCOME.

To ecTb MOXHO NPEAIONOKUTH, YTO MOJIOBBIE XPOMO-
COMBl U SBJICHHE TaMeTHOCTH 35TO HE 4YTO HHOE, Kak
HBOJIOIMOHHASL CTaJusl OJHOM M3 TOMOJIOTMYHBIX Map
ayToCcoM, INEepexoAHasl CTaaus OT CTapoil mapbl ayTOCOM K
HoBOU. Tak, y pbiO monoBeie xpoMocombl (XY u ZW)
BO3HUKAJIM MHOTO pa3, B pa3HOE BpeMsi, 1 Ha OCHOBE CaMbIX
pasHbix ayrocoM (JIucaueB A. I1., bopoxusn I1. M., 2014). ¥
YeJI0BEKa B HACTOALIEE BpeMs 22 Mapbl CUMMETPUYHBIX, U
3HAYUT CTaOMJIBHBIX ayTOCcOM, a 23-s mapa acUMMETpHUYHA,
TO €CThb 3BOJIOLUOHUpPYET. [Ipyu 3TOM HCXOIHO CUMMETpHY-
Has mapa AjA;, Korjna-to npesparunack B XX (eomomopgp-
Has cmaous), a otoM B XY (eemepomopgras cmaoust).
[Ipouecc »sBoMOIMM  3aKOHYMUTCA TOSABICHUEM  HOBOM
CHUMMETpUYHOUN (cTaOmibHOW) mapbl AjA,. Ilepexom rena
SRY Ha npyrywo mapy ayrocoM NpUBENET K IOSIBIECHUIO
HOBOM 3BOJIFOIIMOHHOM Maphl MOJIOBBIX XPOMOCOM.
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Mymcxne H JKEHCKHE I'€HbI

"... 25 npoyenmos X-xpomocomor — om 200 0o 300 cenos
MOdHCem NPOABIAMbCI UCKTIOYUMENLHO Y 00HO20 NOA ...
maxKum oopazom, cyujecmsyem He 0OUH 2eHOM 4el08eKd,
a 08a — My#ccKoll u dceHckutl. "

Willard, Carrel, 20035.

JIUXpOHHAs 3BOJIIOLMSA O3HAa4yaeT, YTo B TeHO(oHe
pa3aeabHONONION MOMYISIHUH, MO 3BOJIOIUOHHOMY ‘“BO3pac-
Ty’ W JIOKQJIU3aLUU [0 XpPOMOCOMaM TOTO U APYroro moia,
MOTYT OBITh TPU TPYIIIBI T€HOB.

1. Cyry6o my:xkckue Y- u X-reuol (“¢yrypucruueckux’
MPU3HAKOB — HOBBIE, MOJIOJbIC, ‘‘3aBTpaIlIHHE’’), KOTO-
pbl€ MOSIBUWINCH Y MYXCKOTO I10J1a, HO €I11€ HE IPOLUIN
IPOBEPKY, HE IONAJIN B ayTOCOMBI U HE CTaJd OOLIUM
JIOCTOSTHUEM.

2. Oomme reHsl (paboyne, aKTyaabHbIC, “‘CETOMHSIIHHE ).
OTO OCHOBHas Macca I'€HOMa — ayTOCOMHBIE TI€HBI,
IPUCYTCTBYIOLIME OJHOBPEMEHHO y TOTO M JpPYyroro
noJa.

3. Cyry60 xeHckue X-reHbl (CTapble, OTpadOTaBIINE YXKe
B ayTocomax, “‘BUepallHue’), KOTOPbIE YK€ yTpaueHbI
MYXCKHUM TIOJIOM, HO €Il COXPAHAIOTCS y YKEHCKOIo B
BUJIE ATABUCTHYECKHUX IIPU3HAKOB B 0XKHJIAaHUU 3IUMHU-
HalMu. JIokann3oBaHbl 3TH T'€HbI, BUANMO, B CIIELUAIIb-
HOM y4acTKe X-XPOMOCOMBI U B MY’KCKOW I'€HOM MOTYT
MIOTIACTh TOJBKO JUISl SJTMMUHAIMH.

Hanuune cyrybo My>XCKHX T'€HOB, 3Has O HaJIW4uU Y -
XpPOMOCOMBI, TPYAHO OTpHIaTh. A Cyry0O >KEHCKHE T'€HbI
OTPHULIAIOT [0 YMOJYaHUIO (TaK Kak HET CHEeIHaJIbHON
xpomocoMmbl).  HeobxomuMocTh ~ UMX  CYIIECTBOBaHUS
BBITEKAET, BO-IIEPBBIX, U3 TEOPHUH I10J1a, BO-BTOPBIX, CIEIYET
U3 LEJOro psiia M3BECTHBIX SIBJIEHUM U (DaKTOB, KOTOpHIE
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uHaue TpyaHO o0OBscHUTh (IlaBmoBckuit  O.M., 1980;
KOcymos P.M., 1986; [lomnroBa H.A., 1989).

Ha camom nene Bcsi COBOKYNMHOCTh (DAKTOB XOpPOIIO
YKJIQJIbIBAETCS B CIEAYIOLIYIO NEAYKTUBHYIO cXxeMmy. I'eHom
MPOJABUHYTHIX Pa3AEIbHONONBIX (OPM COCTOUT U3 JABYX
CyOmnomyJssIMii TeHOB: MYKCKOM | sxkeHCcKoi. VX pacmpene-
JIGHWsT CMEIIEHbl W TI0 KOOpAMHATe ‘cucrema — cpena’
(TuMopdu3M) M TO BpEeMEHH ‘cTapble — HOBBIE' (IUXPO-
HU3M). B TOoxke Bpems O3TH pacmnpeneneHuss YacTHYHO
nepekpoiBatoTes (Tpancrpeccus). Torga TeHOM MOIMYJSIITUN
COCTOUT M3 TPEX YacTeil: y JKEHCKOro MoJia cTapble 1 001Iue
IeHbl, @ Yy MYXCKOro — oOmMe U HOBbIe, TO €CTb C
CHUCTEMHOW CTOPOHBI CTapble, CO CPEIOBOM — HOBBIC, a
MEXJy HUMH OOIIME ayTOCOMHBIE T€Hbl. TO ecTb TeHOM
mto6oii camku (Gr) u camua (Gy) COCTOUT U3:

Gr=C +nAA Gm=nAA+H

rac C- CTapbIC I'CHEI, H- HOBBLIC, N — YUCJIO ITap ayTOCOM B
T'€HOMC.

Crappie T€HBI y KEHCKOTO TOJia XPaHATCS B ABYX
“nankax”. B oqHOI 10MKHBI HAXOIUTHCS T€HBI, OJTYyYEHHbIE
OT OJHOKJIETOYHBIX JI0 TOSBJICHHUS MYXCKOro mona. B
JIpyroil — apXWBHBIC TE€HBI, YK€ YTPAUCHHbIE MY>KCKUM
nosoM. HoBbIe TeHBI MO JOKaIU3alUUd TAKKE ABYX THUIIOB: B
Y- u X-xpomocome. CaMble HOBbIE T'€HbI, HAXOsAIIUECS B Y -
XpOMOCOME, OMAaCHbl TAKXKE M I MYXKCKOro mnoia. OHu B
Havale JOJDKHBI OBITh HAAEXKHO 3aKPBITBl. OTH TEHBI
HaxoJATCsl B OOHAPY)KEHHBIX B Y -XpOMOCOME NAIUHOPOMAX.
Onu He paboTaroT, TaKk KaKk HMX MPOAYKTHl — XHMHUYECKHE
QHTAarOHUCTBI — TacaT Apyr Apyra. Bropas rpynma,
peleccuBHbIe Te€HBI X-XPOMOCOMBI, HaXOASITCS B MYKCKOM
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F€HOME€ B TE€MH3UTOTHOM COCTOSIHUM, TO €CThb JOCTYIIHBI
oTOOpYy, @ B KEHCKOM T€HOME OHHU TPHUKPHITHl JTOMHUHAH-
THBIMH I'€HaMU BTOPOM X-XPOMOCOMBI.

IHoJsioBoi1 TUMOpP(pU3M reHoma

JINXpOHH3M TMpOJIMBAaeT CBET Ha €lE OJHY Ba)KHYIO
3arajKy, OTKphITYI0 B nporpamme “I'eHom uenoBeka” — Y-
XpomMocombl. MexayHaponHas rpynna u3 40 aBTOpoB
onpejenna MOJHYI0 IMOCJIEI0BaTENbHOCTh Map HYKJIEOTHU-
0B Y-XpoMOocOMBbl oaHoro MyxuuHbl (/. Yorcona). B
3aKJIIOYUTETIFHOM ab3ane cBoel cratbu “l'eHeTHdecKHe U
OMOJIOTHYECKHE Pa3INyuus MEXIy MoJlaMU’~ OHU MHINYT, YTO
TE€HOMBI JIBYX CIIY9aiiHO BBIOPAHHBIX JKCHIIUH, KaK M JIBYX
CIIy4aifHO BBIOpaHHBIX MY>XYUH, Ha 99,9 % HIEHTUYHBI MO
cocraBy HykieoTHnoB (Skaletsky et al., 2003 c. 836). Ecin
CPaBHUTH KEHIIUHY C MYXXYHHOH, TO BTOpasi X-XxpomMocoma
y KCHIIUHBI, KoTopas uMmeeT pazmep B 160 Mb (megabases),
cocraBisger npuMmepHo 3% ot aumiaouaHoro Hadopa JIHK
(Puc. 6).

Y-xpomocoma masnenbkas (60 Mb), u cocraBiser npu-
MepHO 1% reHoma. /[eliCTBUTENBHO, IO CPABHEHUIO C 3TOU
pasHHLeH, O0Iui MOIUMOPPU3M OKAKETCSI HE3HAYUTENb-
HbIM. JlJIsI MpOCTOTHI M HArJAIHOCTH BO3BMEM 3a 1%
BEJIMYMHBI TeHOMa pa3Mep Y-xpomocomsl (60 Mb), u
npumeM paszMep X-XpomocoMbl 3a 3% uHa4Ye cymMMma He
oyner 100%. Tak kxak B reHome denoBeka ~ 6.000 Mb
(100%), ayrocomMHBIE T€HBI COCTaBIAOT ~ 95%, wunm
~5.700 Mb.

B xenckom renome Habop XX cOCTaBISET MPUMEPHO
6% (3%+3%), a B myxckoMm — XY ~ 4% (3%+1%), TO ecTh
pa3HuIa MexXay HUMHU coctaBisier 2%. B sxkeHckom Habope
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Y -xpomocoma 1% renoma ~ 60 Mb

Myzcras X- xpomocoma 3 % remoma ~ 180 Mb
Kencran X- xpomocoma 3% renoma ~ 180ME
Avtocomsr 95 % renoma ~ 6.000 ME

A ;[ . o L -
KK ~0.1% XY / XX = 240/360 M-M ~ 0.1%

V' M - 240 ME uoroii uudopmarpn.
VK- 360 ME - crapoii

Puc. 6. ITonosoit oumopusm zenoma.

XX B 1,5 pasza Gonblue reHoB, yeM B MykckoM XY. Ecin
CUYMTATh, YTO YHCJIO )KEHIIUH U MY)KUYUH IPUMEPHO PaBHO, U
4TO MOTOK TI€HOB  4Yepe3 TIEHOM  CTallMOHapHbIN
(apXMB = KapaHTUHY), TO [0aJaMOBBIX (JIpPEBHUX) TI'E€HOB
~2,5%, TO ecThb MpUMEpPHO B 5 pa3 Oosblie eMKOCTH Y-
XpPOMOCOMBI, TO TOJy4yuM OajaHC IO MapamM OCHOBAaHMIA.
Jons HOBBIX reHOB B Y-XxpoMocome cocrtasisier 0,5 %
pa3smepa reHoMa, HO TYT ropa3fo BakHEe He KOJIMYECTBO, a
Ka4eCcTBO, MOCKOJIBbKY 3TO OyayIue TeHsl, a 2,5% B )KEHCKOU
mutoxouapuanpHoii JIHK (mm B X-xpomocome) — 3To
ApeBHHE (IIPOLUIbIE) FEHBI.
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B uH(}pOpManuoHHOM TOBEICHHH XPOMOCOM MOKHO
BBIJICTIUTD “‘BepmuKanvhble” U “20pu3oHmanbhble’” alropuT-
Mbl. “BepTukanbpHble” aaropuTMbl 3TO IEpegada CaMHx
XpPOMOCOM M3 TMOKOJICHHSI B MOKOJIEHUE. “T'Opu30HTaNIbHBIE”
QITOPUTMBI KOHTPOJHMPYIOT TOCTYIUIGHHE HH(GOpPMAIMH OT
Cpenbl, repenayy e€ MeIy XpOMOCOMaMU U yTpary.

NudopmannoHHbIe aIrOPUTMBI XPOMOCOM

IloBeneHne XpOMOCOM OIPEAEISIOT, IMPEXIE BCETO
TPHU BEPTUKAJBHBIX AJITOPUTMA!

1. Cmoxacmuueckuil, Korja XpOMOCOMBI TOMOJIOTHY-
HOM Maphl MONAAAI0T K ChIHY WK JOYEPU YUCTO CIYYaifHO.
DTHUM aIrOPUTMOM TIEPEAAIOTCS ayTOCOMBI U (CuuTaeTcs) X-
XPOMOCOMBI TOMOT'aMETHOT'O TIOJIa.

2. Uncu-aneopumm, Korga XpoMocoMa MEPEXOAUT OT
pOAUTENS TOJIBKO MOTOMKY TOTO K€ 10Jia. TO aNroput™ Y -
XPOMOCOMBI.

3. Konmpa-ancopumm OCYHIECTBIAET MEPEXOL OT
ponuTensi K TMOTOMKY HPOTHBOIIOJNIOXKHOIO Moja. ITO
aIropuT™M X XpOMOCOMBI T€TEPOraMeTHOrO IoJa.

CroxacTHYeCKHH aJrOpuTM HUMEET €0 TOJbKO C
obmelr 111 00OMX II0JIOB TEHETHYECKOW WH(pOpMaIuen.
[lepeMemuBasi reHbl OpH KaXJAOM OIUJIOJIOTBOPEHUH, OH
MaKCHUMU3UPYET MOHOMOJAIbHOE F€HOTUIINYECKOE Pa3HO00-
pasue, MO3TOMY Ha €ro OCHOBE HE MOXET CYIIECTBOBATH
TEHOTHUIUYECKUHA  TMOJOBOM  auMopdu3M. DTO  caMbld
JIPEBHUI aJITOPUTM, KOTOPBIM BO3HHUK €I A0 MOSBICHUS
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nojoBoil nudpdepenunanuu. OH peanusyeT TOJIBKO IpOr-
paMMBbI PenpoaAYKIUU U PEKOMOUHALMY.

HecroxacTuueckne anropuTMbl BOSHHKIHU C TOSIBIIE-
HUEM TIOJIOBBIX XpoMocoM. OHU 00eCTeuuBalOT OTrpaHUYe-
HUE TIPOITYCKHOW CITOCOOHOCTH KaHasa mepeaadn nHpopma-
U, CBA3BIBAIOLICTO MYKCKYHO MU JKCHCKYIO IMOJCUCTCMBI
BUJIA JIPYT C JIPYTOM, a TaKXe ONpeelICHHYI0 U30MpaTellh-
HOCTb 3TOro KaHana (“‘senmunvubiii 3¢hghexm”), MPENSATCT-
BYIOII[YI0 CMENICHUIO BCEH TEHETHYECKOW WH(pOpMAIUU
MOJICHCTEM. 3a CUET 3TOTr0 HeN30€)KHO BO3HUKAET HEKOTOpast
WHEPIIMOHHOCTh, CTA0WIBHOCTh, WIIM OTCTaBaHUE KEHCKOTO
noja, 4ro OOHapyXuBaeTcs B Ooyiee TMO3IHEM TOSBICHUU
WIN TIPOSIBJICHUH MPH3HAKOB B (DMIIOTEHE3e, a CIIeI0BATENb-
HO, 1 B oHTOreHes3e (['eomaksan B. A., lllepman A. JI., 1971).

Uncu-ancopummom, Korma xpoMocoMa MEPEXOIUT OT
pOAMTENS. TONBKO K IMOTOMKY TOrO K€ Ioja, INeperaercs
Y xpomocoma. Ilepenaya (HOBBIX) T€HOB Y XpOMOCOMBI 1O
MY)KCKOM JIMHMM IIO3BOJISIET MM OCTaBaTbC B MY)KCKOM
F€HOME B TEYEHHE MHOTHX IOKOJIEHUH. DTO 3aluIaer
JKEHCKUH II0J1 OT F€HOB, KOTOPBIE €IE HE MPOILIN IPOBEPKY.
AHAJIOrMYHO, T€HbI, KOTOPbIE YK€ YTPau€Hbl MY>KCKUM I10-
JIOM, HO €ILIE COXPAHAIOTCA Y )KEHCKOI'0, JOJKHBI OCTaBaThCs
B OKEHCKOM T€HOME. OJTO MPUBOAUT K HJCC HICH-X-
XPOMOCOMBI, KOTOpasi Iepelaercs TOJIbKO II0 >KEHCKOMU
JMHUU OT MaTepH K A0YEpH. X-XpOMOCOMA Fe€TePOraMeTHOIO
noja (KOHTpa-X-XpoMocoMa) MepeHOCUT HOBYIO HH(OpMa-
U0 OT OJHOIO MOJa K JPYroMy B Ka)JIOM IOKOJECHHH.
Takas, npennoxxennast A. B. Xansaskunsim (2018) Tpexrono-
COMHAasl CXeMa OIpeJIe/IeHus 110Jla, OCHOBaHAa Ha coo0paxe-
HUSIX CHUMMETPUM U COBMECTMMA C M3BECTHBIMH Ha
CerofHsANIHUN JeHb (axkramu, BKiIOYas (akTel, He
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MOJIy4YuBIINEC CBOCTO OOBSICHEHHSI B paMKax KJ1aCCUYECKOM
T'CHCTHUKH I10JIa.

HecTtoxacTuueckue aiaroputMbl CO3IAIOT, MOAICPIKHU-
BAIOT M PETYIUPYIOT 2eHOMUNUYECKUL NON0BOU OUMOPDUIM
(Ta6n. 2). Ilpu sToM, uncu-anrecopumm, NEHUCTBYS B Tpelie-
Jax OJHOTO IMOJia, CO3/aeT MH(POPMAIMOHHBIN MOTEHIMAI
MEXy MOJIaMH — T€HOTHUIUYECKUU TOJIOBOM AUMOpP(U3M,
YBEJIMYMBACT UM YMEHbILAET ero BeanunHy. OH — MHHIIHMA-
TOp mporpammsl ouggepenyuayuu. Konmpa-ancopumm, xax
U CTOXAaCTUYECKUH, MEePEeHOCUT HH(POPMAIMI0O OT OJHOTO
1oja K JPyromy, Mo3TOMY TOKE HUBEIUPYET MOTEHIIHAIBI,
HO B OTJIMYME OT HEro, He CBOAMT MOJOBOH JUMOpPHU3M K
HYJTIO, & COXPAHSET ero MOCTOSHCTBO.

Tabn. 2. X-xpomocomuulii nepekpecm, cxemuvl UHGOPMAUUOHHDBIX
ceazeil. X-Xxpomocomol 0Cyu{ecmenaom ompuyamenbHole
obpammubie cea3u, Y-xpomocoma - nonoxcumenvHyle.

ECIO nmo.I0Bas
].-.[D;ICHE'I'E!IH MYyZECEAH AHeHCEKaA
TeHoTHOBL P —

(ynpaensmoutae) )
XpoMOCOME! Y cX pomuremn cX 1X
Ceazm:
HIICH, KOHTPA
XpoMocoMel Y cX gem cX iX
PeHOTHNLI HM_D "
(yopaenaeMuie) CBIH extr— P > A0TE
Toas | B opt cpene nmamaeT pacTeT
(%) E extr cpege pacrer nagjaeT
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CoueraHre UICH-KOHTPA aITOPUTMOB 00JIaaeT BaXK-
HOM 0COOEHHOCTBIO: OHO TMO3BOJISET CO3/1aBaTh U COXPAHATh
MEXIy TMOACHUCTEeMaMU OIpEACICHHBIH TEeHOTHITHYEC-KUi
MOJIOBOW JuMOp(hU3M, MOAJNEPKUBATH €r0 IMOCTOSHCTBO U
peryiaupoBaTh €ro B 3aBUCHUMOCTH OT YCJIOBHH cpensl. [Ipu
9TOM KOHTpPA-aJITOPUTM BBICTYNAeT KaK CTA0MIU3ATOP
(oTpumnarenpHasi oOpaTHas CBS3b), a WUIICHU-AJITOPUTM — Kak
peryJsiTop (ToJIoKUTeNIbHAsi oOpaTHask CBSI3b) TEHOTHITHYEC-
Koro nosioBoro numopdusma (Geodakian, 1987). Couetanue
UIICU-KOHTpa CBsi3eil uMeeT oOmiee, KHOepHETHUECKOe
3HaYeHHE Korga TpeOyeTcs Co3/1aBaTh M TOJIECPKUBATH
ONpPEACICHHYIO “MMCTAHIUI0 MEXAYy NojacucteMamu. Jlis
o0ecrieyeHHs] aCHHXPOHHOM 3BOJIIOLMN MIICHM-KOHTPA ajro-
PUTMBI JIOJDKHBI J€HCTBOBATh B OINpPEAENICHHON MOocea0Ba-
TEIbHOCTH.

AJIrOpUTMBI XPOMOCOM M (pa3bl IBOJTIOLUHN

AHanorust Mexay MoJOBOM M XpOMOCOMHON audde-
pEeHIMAMSIMH [T03BOJISIIOT CONIOCTABUTh AJITOPUTMBI Mepesa-
Y1 XPOMOCOM C (pa3aMu 3BOTIOLMH MPU3HAKA.

llossnenue Hoso2o npusnaka.

CornacHo 3BOJIOIMOHHON TEOPHH IOJda Yy pa3AesbHO-
noNeIX (OpM MPU CMEHE CTAOWIM3HPYIOIIEH Cpeasl Ha
JBIKYIIYIO HAUMHAET 3BOJIOLMOHUPOBATH TOIBKO MYXCKOU
oyt (Puc. 5 Fn. 4). TpaekTopusi SBOIOIUN Pa3/IBAMBACTCS
Ha MYXCKYIO M EHCKYIO BETBH, MPOUCXOJIUT ‘‘pacxXokiie-
HUE” TIPU3HAKA y JBYX IOJIOB. DTO OugepeeHmuas ¢haza —
BPEMEHHAS “IUCTAHIMS, KOTOpas HEOOX0oauMa JIsl IPOBEP-
KA HOBBIX Cyryoo MyXCKux TeHOB (Y-XpOMOCOMHBIX) W
IPU3HAKOB y MYyxckoro noja. [loctymienue B ousepeenm-
Hoti (aze HOBOM MH(POPMAIIUU TOJIBKO B MY)KCKOW T'€HOM U
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ee mepefaya 1Mo MYKCKOW JIMHHHM OT OTHA K CBIHY MOXET
peanm30BaTh TOJIBKO Y XpOMOCOMa depe3 HIICH-AJTOPHTM.

Ho nuBepreHuusi mojoB HE MOXET MPOJOJIKATHCS
OCCKOHEUHO, WHAYe HACTYMUT PENPOIyKTHBHAS H3OJSIIUS.
Tak, Ha npo3odune OBUIO MMOKA3aHO, YTO KPUTEPUEM
HACTYIUICHHUS] PENPOAYKTUBHON HM3OJISAIIMA MEXAY Pa3HBIMU
pacamu SIBJISIETCSI HECOBMECTUMOCTH Y -XpOMOCOMBI OJHOM
pacsel ¢ muToruiazMoit npyroit (Ehrman, 1964). Brirouaercs
MEXaHU3M penakcayuu — OTTOK UHPOPMAIUU OT MYMKCKOTO
10J1a K KEHCKOMY, 1 HAUMHAETCS SBOJIIOLMS )KEHCKOT'0 T10J1a.

O10 BTOpAs, napainenvuas (paza IBONIOLUM MTPU3HAKA
— COOTBETCTBYET JIOKAJIH3ALUH TEHOB B AyTOCOMaX, I/ie OHH
MPOBOJSIT OCHOBHYIO YacCTh CBOETO (PHIIOTEHE3a, HAXO/ISCh B
reHoMax M Toro u japyroro moja. OGa moja 3BOJIIOLUO-
HHUPYIOT C OIMHAKOBOW CKOPOCTBIO U 2eHOMUNUYECKUll NOJIO-
601 OumMopgu3m OCTAETCS TIOCTOSIHHBIM 10 KOHIIA (Da3bl.

YroObl B napannenvroii da3e 3BOIOLUOHUPOBAIN 00a
10Jjla, @ TEHOTUIUYECKUN IOJIOBOM AMMOpPGU3M OCTaBajCs
MOCTOSIHHBIM, HEO0XOJUM OTTOK HOBOH HH(pOpPMALUU U3
Y XpOMOCOMBI B )KEHCKUW T€HOM. ITO MOXKET JeIaTh TOIBKO
KOHTpa X XpomMocoma.

Tpetpst Qaza sBomouun — Koneepecenmuas. B Hel
SBOJIIOIIMOHUPYET TOJBKO XKEHCKUU moJi. HaumHaeTcs oHa,
KOTJja Ha MY>KCKOM TOJI IIepecTaeT JIeHCTBOBaTh 0TOOD, a Ha
KEHCKUUA TOJI MPOAOJDKAET JEHUCTBOBATD 2€HOMUNUUECKUL
nonogou oumopghusm. I enomunuueckuii noi08ot OUMOp-
¢usm €O BpEeMEHEM YyMEHbUIAeTCsl M HUCYE3aeT, TO €CTh
TUMOP(QHBIA B TMpolecce 3BOJIONMM MPHU3HAK CTAaHOBHUTCS
CHOBa MOHOMOPGHBIM U cTaOuiIbHBIM. Ha 3TOM 3BOMIOIMS
npu3Haka 3aBepriaercsa. Crtano ObITh, (ha3bl IBOIIOLUHU
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IIPU3HaKa y MYXCKOTO M >KEHCKOrO II0JIa CIBHUHYTHI BO
BPEMEHH: Y MYXCKOTO 10J1a OHM HAYMHAIOTCS U KOHYAIOTCS
paHbllIe, YEM Y KEHCKOTO.

Urobsl B rousepeenmuoli ($aze IBOIIOIUOHUPOBAI
TOJILKO XKCHCKHI TIOJ W TPH STOM YMEHBIAJCS W HcYe3al
TeHOTHITUYECKHUNA MOJIOBOK AUMOpP(U3M, HEOOXOIMMO MpPEK-
paieHre TOCTYIUIEHUs HOBOM HMH(pOpMAIM M3 Cpelbl B
Y XpoMocoMy U IPOIOJDKEHHE €€ OTTOKa 4epe3 X-XpoMoco-
MY B )KEHCKUH T'€HOM.

Hcuesnosenue npusnaxa

Ecnu B nanpHeieM, Kakue-To NPU3HAKU CTAHOBSTCA
HEHY)XHBIMH, HX TEHbl IIOKMAAIOT ayTOCOMBI CHayana Yy
MYKCKOTO T0JIa, U 3aTeM y keHckoro (Puc. 5 n. 4 cra-
aua 4). B KOHIIE OHH CTAHOBSITCS CYT'yOO JKEHCKHUMU, B BHJIC
“apXMBHBIX  T'€HOB, KOJUPYIOIINX aTaBUCTHYECKHE IPU3HA-
KH. VX 3BOJIFOLMOHHBIN CMBICI — B CIIy4ae BO3BpaTa CTapbiX
YCJIOBHI BEPHYTH 3TH MPU3HAKHU, HE MpUOEras K CIOXKHOU 1
JIOJITOU MPOLEIype NPOBEPKU B MY>KCKOM I'€HOME.
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I'naBa 7.
JIBU:KEeHME TeHOB 10 XPOMOCOMAaM

“I'opu30oHTaIbHBIE” AITOPUTMBl KOHTPOJHMPYIOT IOC-
TyIUICHHE HWH()OPMAlIWU OT CpeAbl B OIHOM IIOKOJICHHUH,
nepeaady €€ Mexay XpoMocoMaMmH U ytpary. ['opuzoHTans-
HBII TIEPEHOC TeHETHYECKOW MH(POPMALUK MMPOUCXOAUT TIPU
Y4aCTHM MPOLECCOB MYyTareHe3a, KPOCCUHIOBEpa, TPAaHCIIO-
Kallui, TepeHoca 3MHUcoMaMH, BHpPYCaMH, IUIa3MU-IaMU U
MOOMIJIBHBIMU T€HAMH.

/{peii¢ u cTapeHue reHOB B XpoMocoMax 0akTepuii

Opranuzanysg reHoMa OakTepuil MOXKET IOMOYb
MOHATH KaK MPOUCXOJIUT ABWKEHUE T'€HOB I10 XPOMOCOMAM Y
BBICHIUX QOpM. Y OONBIIMHCTBA OaKTEPUl B KJIETKE UMEETCS
TOoJbKO ofHa Makpomonekyna JIHK, 3aMkHyTas B KOJbLIO
(mykneoun). Y kwumeuHod mnanouku (E. Coli) wumeercs
nojoBoil mporecc. IlonoBoit numopdusm onpexnensercs F
daktopom. OH mpucyrcTyeT B MyKCkux kietkax (F+) m
otcyrcTByeT B keHckux (F-). ®@akrop F+ moxer cymect-
BOBaTh JHMOO Kak COCTaBHAas YacTh MY)KCKOM XPOMOCOMBI,
1100 Kak O4YeHb MaJIeHbKash CaMOCTOSTENIbHAs XpPOMOCOMA.
Konbroranus Bo3MOKHa TOJIBKO B nepBoM citydae. [lomoBoi
IIPOLIECC HAauyMHAETCd C TOrO, 4TO MYXKCKas M >KEHCKas
KJIETKA COCAMHSIOTCS TMPH TMOMOUIM TOHKOTO MOCTHKA
(Puc. 7). Ilo sTromy MOCTHKY oOpa3yromiascs BO BpeMs
KOHBIOTAIIUM KOMHUS MYXKCKOH XpPOMOCOMBI HAUYMHAET
NIEPEXOUTh B JKEHCKYKO KJIETKY. YJIBOGHHE MYKCKOU
XpOMOCOMBI Bcerzna HauumHaercsi oT F+ ¢dakrtopa. OObIYHO
KOHBIOTAIMs MIPEPHIBAETCS HA HAaYalIbHOU CTAJAMU, U KIETKH
pacxozmsatcs. [loaTomy HacTosiue AUIUIOWJIHBIE KIIETKH
00pa3yloTcst OueHb peaKo. Jlanbiie mpoucXoIuT KPOCCHHIO-
BEp MEXIYy MYKCKUM KOHIIEBBIM (DParMEHTOM U KEHCKOU
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I'maBa 7. DBOJIOIMOHHBINA MaPIIPYT FEHOB IO XPOMOCOMAaM

Touka pocTa PekomMbuHaHTHas
Hauano XPOMOCOMb! KneTka

@\. =

KOHeu, / F—

N\

®dakTop F Xpomocoma
GakTepum

Puc. 7. Ilonosoit npouecc y E. coli nepedaem noesyro ungpopmauro.

xpomocomoii. [Iporecc 3aBepiaercs aeneHreM U o0pa3oBa-
HHUEM TaIuIOUHBIX TOTOMKOB. [[puMeHEeHNE Hien TUXPOHU3-
Ma IO3BOJISIET MO-HOBOMY B3IJISIHYTh Ha 3TOT IPOLIECC.

IloueMy »KeHCKasi KJIETKAa YIOBIETBOPSAETCA TOJIBKO
KOHIIEBBIM ()parMEHTOM MYKCKOH XpomocoMbl? MHorue
JWHEWHBIE cUCTeMbl: MHpopMmannonueie Mosekynsl (PHK,
JHK, Genku), XpOMOCOMBI, OpraHU3MBI (THIIpa, HEMATOIBI,
3MeH) — 3TO OWHApHO compsokeHHble auddQepeHnmranum,
cocrosinue u3 koHcepatuBHO# (KII) u onmepatusnoii (OI)
noacucteM. Hauwano (XBocT) Bcerja KOHCEpBAaTUBHAs
HoJCHCTeMa U BCErja cTaplle ONepaTHBHOTO KOHIA (HOC).
Konsnesas xpomocoma (muth JIHK) taxke umeer Oosee
JIPEeBHHI 5'-Topel — Hayaso (TaM HaXOJSATCS CTapbhle TeHbI) U
6osee momonoi 3'-toper — konel. [lockonbky nmapa F—u F+
Toke OMHapHO comnpsbkeHHas quddepennuanus: F— — KII,
F+— OII, To cTaHOBHTCS MOHSATHO, YTO >KCHCKOM KIIETKE
HYy)KHA HOBas uHQopMaIus, KOTopas €cTb TOJNBKO ¥y
MYKCKOM KJIETKH, KaK y aBaHrapja 3BOJIOIUU. A cTapoi
uHpopManuu y He€ 60JIbllIe, YeM Y MY>KCKOM KIIeTKH.
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['maBa 7. DBOMIOIMOHHBIN MapUIPyT I'€HOB 110 XPOMOCOMaM

ITosiBJIeHHEe HOBBIX F'€HOB

Wnes nuxpoHu3mMa NpUBOIUT K Hjee aperida reHoB 1o
xpomocomaM u Mexnay Humu (I'eomaksan B.A., 1998,2000)
(Puc. 8). HoBble reHbl BOZHUKAIOT B Y-XpoMocome (“poo-
O0om” reHoB). OHUM MPUXOAAT OT cpelpl (IUTOIIa3Ma) WIU
BO3HUKAIOT B pe3yibTare MyTauuid. [IoCKOIbKY T€HbI HaJO0
IIPOBEPATH HA MYXKCKUX 0C00sIX, Y-XpOMOCOMa UMEET TAKKe
GYHKIMIO KapaHmuHa TEHOB. DTO MPOUCXOJIUT B TEUECHUU
MHOTHX T[IOKOJICHM. B 3TO BpeMs TeHbl HE JOJIKHBI
HOKHJATh Y-XpOMOCOMY, YTOOBI OCTaBaTbCs B MY)KCKOH
MOJICUCTEME U TOJIBKO MOCJE 3TOrO MOJIYYUTh BO3MOKHOCTD
nokuHyte e€. CnenoBarenbHo, “Bxog” u “BbIX0A” Y-
XPOMOCOMBI JIOJKHBI OBITh yIaJieHbl APYT OT Jpyra. To ecTh
Ha Y-XpoMocoMe J0JKHA OBITh “nocadounasn’ u “eznemunasn’”
MOJIOCHl. DTH TOJIOCHI HE JOJDKHBI OBITH OJM3KO JIpyr OT
Jpyra, 4ToObl HOBBIE T€HBI HE MOIJIM Cpa3y MepedTH Ha X-
XpPOMOCOMY M IIOIIACTh B JKEHCKUN reHoM. Bpemsi, koTopoe
I€H TPATUT Ha IMEPEMEIIECHUE BIOJIb Y -XPOMOCOMBI PAaBHO
NON0BOMY OUXPOHUBMY .

Ilepexoa HOBBIX reHOB ¢ Y- Ha X-XpOMOCOMY

HoBsle reHbl MonanaT Ha MYXCKYH X-XpOMOCOMY —
“mpancnopmuyro” MyTeM W3BECTHOTO MEXaHW3Ma KPOCCHH-
rogepa. B orianume oT ayrocoM, KOTOpPHIE KOHBIOTHPYIOT
MOJIHOCTBIO, Y- U X-XpOMOCOMBI KOHBIOTHPYIOT TOJBKO B
OTIpE/ICIICHHBIX 00JacTAX (ICEBI0-ayTOCOMHBIE 00JIaCTH
(PAR)). Obnactu, T71Ie BO3MOXKHAa PEKOMOUWHAIIWS, pa3zeiie-
Hbl HEPEKOMOUMHHUPYIOIUMH ydacTKamMu (cM. Fn. 3 n 12).

[Tpu yacTHYHOW KOHBIOTAIIMH KAaK Y KUBOTHBIX, TaK H
y pacTeHuil (Tynmu, MeJaHAPUYyM), TOJBKO YacTh Y -TEHOB
HaXOAWTCsI B KOHBIorHpyromeMm yuactke (Kupnuyaukos
B. C., 1935; Winge, 1927; Grant et al., 1994). Takue rensi,
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['maBa 7. DBOMIOIMOHHBIN MapIIPYT T€HOB [0 XPOMOCOMaM

Myxckan X-xpomocoma Heackan X-xpomo-
“Jerckas KoJascka™ TPAHCIOPTHLIE coma “ratadaix”
H Kap aHTHH FeHOB H apXHE [€HOB

r— ® — ]
O] 4 -
4 AyToCOMBI — OCHOBHOE MECTO
JKHIHH H paloThI TEHOB
v
Hentpomepa [
r
Apeiid Ctapenne
TEHOB e
“pirérabie” “mocamodHbie” |§| reHOB
- /no.'mcm IOJI0CE] \l =
[— .’ — 1

Y -xpomocoma — “poggom, KapaHTHH,
Kp eMaTOp Hil, CAJI0H 0MO.I0KEHHS TeHoE”

Puc. 8. T'unomemuueckasn cxema mapuipyma H06020 2eHa
no noj1oBbIM XpOMOCOMAM.

YK€ TpoIleIINe “KapaHTUH, MONaJal0T B KOHBIOTHPYIO-
IIMH y4acTOK Ha KOPOTKOM Iuiede Y-XpOoMOCOMBI (“‘B3JeT-
Has” T0JIOCA) U TIEPEaloTCsl KPOCCHMHIOBEPOM Ha ‘‘rioca-
JIOYHYIO” TIOJIOCY MYKCKOH X-XxpomocoMmbl (Puc. 8). M3Bec-
TEH TaKX€ MEXaHU3M HepaBHOro Y -> X KPOCCHHIOBepa
(Winge, 1927), xoTopslii MOKeT 0OecreunBaTh HalpaBleH-
HBII [IEPEHOC T'EHOB.

B Myxckoil kOHTpa-X-XpOMOCOME, BUIUMO, TAK XK€,
KaK U B Y-, BXOJl ¥ BBIXOJ yJIaJIEHbI APYT OT JIpyra, MO3TOMY
MEepeABUTasICh BAOIb X-XPOMOCOMBI, “MOJIOI0N” T'€H MPOXO-
IUT BTOPOE HCIIBITAHUE B MY)KXCKOM TeHOME, Oyaydn B
FEMH3UTOTHOM COCTOSHUM. Tak KakK OOJBIIMHCTBO I'€HOB X-
XPOMOCOMBI HE UMEIOT aHAJIOTOB Ha Y -XpomocoMme, B GeHO-
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['maBa 7. DBOMIOIMOHHBIN MapUIPyT I'€HOB 110 XPOMOCOMaM

THUIIEC Y CaMIIOB OYIyT NPOSIBIISATHCS KaK JOMUHAHTHBIC, TaK U
perieccuBHBIe ayutead. [Ipu 3TOM HeymadHble BapHAHTHI
OyayT moJaBepraTbcs 0TO0pYy.

Ilepexox HOBBIX IeHOB K KE€HCKOMY MOy

HoBple TeHbl MomajarT K >KEHCKOMY IIONy dYepes
MYXXCKYI0 CX-XpOMOCOMY — “mpancnopmuyto” (BepTUKAIIb-
HBIN anroput™ (oTel — 104Yb)). B :KeHCKOM reHOMe I'eHbl Ha
X-XpOMOCOME HAaXOJATCS B TOMO3UTOTHOM COCTOSIHUH U
“OpUKpBITHI” “‘CTapplMU’ TE€HAMHM MAaTEPUHCKON HIcH-X-
XPOMOCOMBI, MO3TOMY OyAYyT HpPOSIBISTHCS TOJBKO HOBBIE
JOMHHAHTHBIE MYTAllMd. 3HAYUT, KaXKIbI HOBBIA TIeH,
IpekJe 4YeM IOoNacTh B ayTOCOMBI, IPOXOJUT JBOHHYIO
NPOBEPKY B IOJIOBBIX XPOMOCOMAax: CHayala B OusepeeH-
muot $aze B Y-XpoMocoMe, TIOTOM B napasienvrol pase B
KOHTpa-X-XpoMocoOMe, B OCHOBHOM, Y MYCKOT0O I10J1a.

“KpyroBopor” reHoB B reHOMeE

Korga crapele reHbl CTaHOBSITCS HEHYXHBIMH, OHHU
MOMEIIAIOTCA B “apXuB”’, MHAKTUBUPYIOTCS M XpaHATCSA Ha
ciaydail BoO3BpaTa CTapbiXx YciaoBUM. MX Takke MOKHO
nepepadoTaTh B HOBbIE I'eHbl. BO3MOXXHO, YTO KOJblieBas
o6akrepuansHas JIHK oOecrmeunBaer Takoit “kpyroBopot”
reHoB. Cuurtaercs, 4To X-XpOMOCOMBI KEHCKOro moja (Kak
U ayTOCOMbI) MOTYT OOMEHUBAThCS F€HaMU 10 Bcell JUIMHE,
OJIHaKo ujes Apeida reHoB Mo XpoMOcoMaM U UX CTapeHus,
MO3BOJIAET NPEAJIOKUTE HOBYIO MOJeNb 1o aHanoruu ¢ JJTHK
Oaktepuil. MOXHO TPENINOIOKUTh HATWYHE “B3JETHBIX U
“mocalouHbIX” TOJOC HE TOJBKO y Y- W KOHTpa-X-
XPOMOCOMBI, HO M Y IPYTHMX XpOMOCOM. B jkeHckoM reHome
HOBBIE T€HBl IIONAJAIOT HEPABHBIM KPOCCHUHIOBEPOM Ha
UIICH-X-XpOMOCOMY, a OT X-XpOMOCOMBI Ha ayTOCOMBI
TPAHCIYKLHUEN WU IPYTUM MEXAHU3MOM.
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['maBa 7. DBOMIOIMOHHBIN MapIIPYT T€HOB [0 XPOMOCOMaM

B ayrocomax — OCHOBHOE MECTO >KM3HU U PabOTHI
reHoB (~ 95% renoma). AyTOCOMHBIE TE€HBI, B OTJIMYHE OT
TEHOB MOJIOBBIX XPOMOCOM, MEPEMENTUBAIOTCS TPU TEPBOM
e CKPELIMBAaHUU U MOMNAJAI0T K ChIHY WM JI0YEepU CTOXac-
tudeckd. Ho, ecnu mx mpoBepka Obula HEJOCTATOYHOM, TO
elie MHOTO TIOKOJICHHH OyJeT HaOIoIaThCs “‘aCUMMETpus”
poauteneid B BUAEC Mmamepurcko2o (MO apXUBHBIM T€HaMm)
Wi omyosckozo (MO KapaHTUHHBIM TeHaM) 3¢ (dEeKToB.
MOKHO TOMBITATHCS HAPUCOBATH OOIIYIO THIIOTETUYECKYIO
KapTHUHY MEepPEeX0J0B I'€HOB IMpPH IMOCIIEI0BATEILHON 3BOIIO-
[IUU XpOMOCOM reHoMa. [Ipy mosiBJIeHMH HOBOTO IeHa:

cpena — nuromiaazmMa - Y - cXm — cXk - (iX?) > A

Cyubﬁa CTapbIX U HEHYKHBIX I'CHOB

OtpaboTaBmiie B ayTrocomMax TI€Hbl NEPEXOAAT Ha
KOHTpa-X-XpOMOCOMY, KOTOpasi BO3MOXHO SIBJISIETCA Mec-
TOM UX JIMMUHAINN:

A = iX - Xk = cXm.

Crano ObITh, TaKXke Kak Mpu mosioBoi nuddepennua-
UM CYIIECTBYET AMXPOHOMOP(}U3M NPU3HAKOB, TaK U IpHU
ayTOCOMHO-TOHOCOMHOU U] depeHmanuu J0KEH CyIIle-
CTBOBaTh OJMI'OXPOHOMOP(H3M T'€HOB, TO €CTh TPU-YETHIPE
Pa3HBIX BPEMEHHU IMOSBIEHUS U CTOJIBKO k€ (OpM JIoKaIn3a-
mun (Y, cX, A, iX,) ogHOoro m TOro ke rena. llpu stom
BEKTOpPbl JBOJIOUMH XPOMOCOMHOIO OJIMrOMOpdu3mMa
(iIX>A —> ¢cX — Y), Kak ¥ MO0JI0OBOro auMopdusMa
(>k — M), Bcerja HalpaBJI€Hbl MIPOTUBOMOJOXHO IOTOKY
uapopmarmun (Y — cX—> A — iX, M —>XK) U MOTYT
CIIYXXMTb “KoMmacoM’’ 3Boitonuu (Puc. 8).
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I'nasa 8.
IBOJIOLMOHHBIE XPOMOCOMBbI

3Has MapaipytT TICHOB, HOABIACTCSA BO3MOKHOCTH
BCKPLITH IIPUHLIHUIT UX JIOKAJIU3alUU 110 XpOMOCOMAaM.

Kakue rensl JIoKaJnu30BaHbI B ayToCcoMax,
KaKHeE - B I10JIOBBIX XpOMOCOMaX?

Ha sToT BOmpoc Kiaccuueckasi XpOMOCOMHAsl TEOPHsI
orBeTta He naer. Ho, mo wuaee M Ha3BaHHUSIM XPOMOCOM
(TOJIOBBIE, TOHOCOMBI) IOJAPA3yMEBACTCSA, YTO B ITOJIOBBIX
XpOMOCOMaXx JOJKHBI OBITh T€HBI MPU3HAKOB, CBSI3aHHBIX C
MI0JIOM, TIOJIOBBIMHM pa3MYMsIMH M Pa3MHOKEHHEM, a B
ayToCcOMax — HEMOJIOBbIX, COMaTHUYECKUX, TO €CTh KpUTEPUH
JIOKAJIM3alMU — penpoayKTHUBHBINA. CoriacHO HOBOW KOH-
HEMIUH, B IIOJOBBIX XPOMOCOMAaX JIOJDKHBI HAXOJIUTHCS TCHBI
SBOJIIOIIMOHUPYIOUINX MIPU3HAKOB, @ B @yTOCOMAaX — CTa0UIIb-
HBIX, TO €CTh KPUTEPUIi — IBOJTIOIUOHHBII (cM. Tabn. 3).

MHorue, ToJy4YeHHbIE B TOCIEIHEE BpeMs, IaHHBIC
T€HOMHKH CBHJICTEIIBCTBYIOT O TOM, YTO TBHICSYM T€HOB BO
BCEX YACTSIX F€HOMa BHOCSAT BKIIAJ B Pa3BUTHE MYKCKUX H
KEHCKUX (DEHOTHIIOB 3a CYET pPa3HOM DKCIPECCHH TEHOB
(Mank, 2009). JlaHHble y pa3HbIX BUIOB HE yKa3bIBalOT Ha
HETPOTIOPITUOHATILHO OOJIBIIYI0 POJIb IMOJIOBBIX XPOMOCOM
(Ritchie, 2000; Wolfenbarger, Wilkinson, 2001), 4yto He
MOJIJICP’KUBACT CYIIECTBYIONIYIO TCOPHIO ITOJIOBOTO AHTAro-
HU3Ma.

daxkThl, MpUBEACHHBIC B Fn. 12 MOATBEPKIAIOT HO-

BYIO KOHIICTIIIHUIO, YTO “BOAOpA3/esl” MEKAY ayTOCOMHBIMHU U
TOHOCOMHBIMH TE€HaMH TPOXOJAWT B OCHOBHOM HE IO
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['maBa §. DBOIIOIMOHHBIE XPOMOCOMEI

KPUTEPUIO Pa3MHOKEHUS, a 110 KPUTEPHUIO IBOJIFOLMOHHOTO
BO3pacTa NpHU3HAKa.

Taon. 3. Kakue 2envl 10Ka1u306amnbl 8 AYMOCOMAX - KaKue
6 nonoevix xpomocomax? (I'eooaxan, 2000)

3
Jlokanusamus KomMOuWHanum npu3HaKoOB
T'CHOB. C, K P, K (GG P,D
a -

o :c.n ccuuec A X A X
KOil Teopun - =
10 HOBOM A A X X
KOHIICIIIUHU = —
IlonoBoii

- TTI+D11
TUMOphU3M PIIAL A A A
OcHoOBa II0JI. denortu- T'enoru-

- . . | deH + ren
auMopdusmMa NUYEeCKHH | MUYeCcKuH

* C — comatnyeckue, K — nocrostaHble, P — penpoayKTuBHbBIE,
3 — spomtortnonupyrontue. PI1I/] — pernpoayKTHBHBIN OJI0BOI
JuMop¢u3m, D111 — 3BOTIOIMOHHBIH MTOJIOBON TUMOPGHHU3M.

JBOJIIOIHOHHASA JIOTMKA AyTOCOM H MOJ0BBIX
XpoOMOCOM

AyTOocOoMBI, Oyaydyd KOHCEPBATHMBHOM  MaMSTHIO
pa3JeNbHONONOr0 TeHOMa (aHajJor JKEHCKOTO TIojla B
MOMYJISIIAN) U XPAHWINIIEM CTaOUIIBbHBIX, OOIIHX IS 000X
MI0JIOB, TEHOB, HAIIEJICHBI HAa €r0 COXpaHeHHe. DBOIIOIHO-
HHO — OTO caMble CTapble XPOMOCOMBI, COJEpIKaIlIHe
GyHIaMEHTAIbHYI0O  BHAOBYIO  HH(OPMAIHIO. Onn
BBITIOJTHSIOT 0OJiee JAPEBHHE MPOTrPaMMBbl PEHPONYKIIMHA |
pekomOuHanmu. llepenaBasicy ciydaitHO, OHHM TIEpPEMEIIH-
BAIOTCS B KXKJIOM IOKOJICHHH, 00ECIIeYnBas MaKCUMaIIbHOE
pa3HooOpa3ue TeHOTHIIOB, TO €CTh HAWIYYIINM 00pa3oM
pean3yloT MpOrpamMMmbl MOJOBOTO Mpoliecca, MO0 KOTOPBIM
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HaMBBICIIINE TOCTHKEHUS y TepMadpoanuToB. B 3TOM cMbIcTe
OHU CKOpee “peKOMOMHALMOHHBbIE” .

ITosi0BBIE XpPOMOCOMBI — 3TO OIl€paTHBHAs INaMATh
WIM 3KCIIEPUMEHTaJIbHAs MOJICUCTEMA F€HOMA, [TI03TOMY OHHU
HalleJICHbl Ha €ro M3MeHeHHe (AHAJIOr MYXKCKOro IoJjia B
nomynanun). Takxke, Kak HOBBIM NMPU3HAK HE MOSIBISETCS B
’KEHCKOM (peHOTHUIIe, HE TIPOH/I IPOBEPKY B MY’KCKOM, TaK U
HOBBII T'€H HE IMOSBISETCS B ayTocoMax He NpoHas
IIPOBEPKY B IOJIOBBIX XpoOMOcOMax. [J1aBHOe Ha3HaueHue
IIOJIOBBIX XPOMOCOM — CO3[JaHHe IMXPOHOMOp(du3Ma 1A
3¢ pexTUBHOI IBOIIONNH. B rtorenese moysoBeie Xpomo-
COMBI TMOSIBUJIMCH I03XE Pa3JelbHOIOIOCTH, TO €CThb OHH
3HAYUTEIBHO ‘‘MOJIOKE” ayTOCOM. 3allycKasi M BBITIOJTHSA
nporpammy auddepeHumanuy, oHu GOPMUPYIOT B TMOITYJIsI-
LM KOHCEPBAaTHBHO-ONIEPAaTHBHBIE NOJCUCTEMBI U pacIpe-
JEJISIFOT MEX1Y HUMHU POJIM B 3aBUCUMOCTH OT MOJUTUHUU —
noiaua"apuu. Jlas 3Toro oHu cHaOxaroT 0oJiee MOHOramM-
HbIH 1OJI INMPOKOH HOPMOH peakuuu, a 0oJiee MOJIHU-
TaMHBIA — Y3KOH HE3aBHUCHUMO OT TUIAa T[aMETHOCTU
(l'eomaksan B. A., 1974). TemM caMbIM OHH CO3JAIOT JBE
000Cc00JICHHbIE ACHHXPOHHO 3BOJIIOLUOHUPYIOIIUE TOICHC-
TeMbI ¢ UHPOPMALIMOHHBIMU OapbepaMy MKy HUMHU.

B 1nosoBeIX XpoMocomax ~HaxOoIATCS, TIJIAaBHBIM
00pa3oM, 3BOJIOLMOHHUPYIONINE TeHBI, KaK MpuodpeTacmbIe,
TaK W yTpauuBaemble. Perymupysi CKOpOCTH TOpPU3OHTAIb-
HBIX TIEPEXO0J0B (BIOJH XPOMOCOM W MEXAY HHMH), OHH
PETJIAMEHTHPYIOT M JO3UPYIOT MOMNajJaHne HOBOW MH(OpMa-
[IUU B KEHCKUI reHoM. [1ocKonbKy OHHM 3amperniarT KoMou-
Hau 3 x 3 m QX @, UX JeATeNbHOCTh HampapjieHa
MPOTUB MPOrpaMMbl peKoMOUHAIMKU. Bo3MOXKHOE B pe3yib-
TaTre TOJIOBOTO TIpollecca pa3HOooOpa3we T'e€HOTHIIOB IpHU
3TOM YMEHBIIAETCS BABOE, U B 3TOM CMBICIE OHH CKOpEe

79



['maBa §. DBOIIOIMOHHBIE XPOMOCOMEI

“aHTUNONOBEIE”, yeM ‘“nooBble”. [loaTOMy Norndnee ObLIO
OB, C YYETOM HUX POJH, Ha3BaTh UX “IBOTHOIHOHHBIMU”
XPOMOCOMaMHU.

Y-xpomocoma — CBA3YIOLIEE 3BEHO MEXIY T€HOMOM U
cpenoi (muToriazmMoid). Y-xpomocomMa 3TO “‘BopoTa” st
HOBOM wH(popmammu B TeHOM. OHa TpaHCPOPMUPYET
9KOJIOTHUECKYI0 HH(POpPMAIUI0 B TE€HETHYECKYIO, TO €CTh
CO3[1a€T HOBBIE TEHBI, 3a CYET MyTalMi. Y-XpoMocoMa
3alyCKaeT MYXKCKHE TIOJIOBbIE TOPMOHBI M Yepe3 HHux
ONpefeNsieT HOPMY pEaKkLUHUHU MY>KCKOro TIOJja; COJAEPKUT
“3aBTpalllHiE’’ T€HbI, UHUIIMATOP, aKCEJIEepaToOp U PEryasaTop
MOJIOBOTO AUXPOHOMOp(U3MA; TEPBBIA “UCHBITATEILHBIN
MOJUTOH” U “KapaHTUH’ ISl HOBBIX I'eHOB. [103TOMY MOXHO
Ha3BaTh €€ “IKoJI0ruveckoi” xpomocomoil. B dumorenese
B HeH co3maércs MHPOPMAIMOHHBIM MOTEHIMAT TeHoMa —
960JIIOYUOHHBLU NON0BOU OUMOPPU3M, KOTOPBIN Kak 3aBOJ
YacoOB PAacXOJyeTcss B OHTOIEHE3e Ha MOJHATHE >KEHCKOTO
110J1a Ha YPOBEHb MYKCKOTO.

CraHOBUTCS TOHSTHBIM SIBJIEHHWE HepaBHOro Y — X
KPOCCHUHTOBEpa, TECHasi CBA3b Y-XPOMOCOMBI C PETPOBHPY-
camu u Bbeicokoe conepkanue JIHK mocnemoBarenbHOCTEH
MHUTOXOHJIPHATLHOTO TpoucxoxaeHus. Croza »e OTHOCHTCS
CHOCOOHOCTh CNEPMAaTO30MJ0B MHOTHX BHJIOB CBS3bIBATh
gyxepoanyro JJHK u nepeHocuts €€ npu omiogoTBOpEHNN B
siiniexknietky (KysnemoB A.B.u nap., 1996; Brackett et al.,
1971). MoxHo npeackasatb, yto uyxepoanyo JIHK (uiu
BUPYCHI) CBS3BIBAIOT HE BCE CIIEPMATO30HUbI, a TOJIBKO Y -
HECyIIre, MO3TOMY CpPElld TPAHCTEHHBIX KUBOTHBIX JTOJKHO
ObITH O0bIIe camioB (I'eomaksu B. A., 2000).

Konrpa-X-xpomocoma (cX) — MNEPEHOCUMK TEHOB,
CBS3YIOIIEE 3BEHO MEXKAY Y-XPOMOCOMOM U KEHCKUM
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TeHOMOM — “TpaHCIIOpTHAs; CTAOMIM3aTOp, pejaKcaTtop U
JUKBUAATOP TOJOBOTO AuUXpoHOMOpdu3Ma B (QuiioreHese.
Konrpa-X-xpomMocoma 1moiBepraercsi MHHTEHCUBHOMY OTOOpPY
y MY>KCKOTO 11014, 3TO BTOPOH IOJIUTOH, I'/I€ MOJIOJIbIE I'€HB,
Oyoyun y MYKCKOro Moja B T€MH3UTOTHOM COCTOSIHUH,
NPOXOJAAT MCIBbITaHUs B OHToreHese. Ilpomeamme orGop
NoJie3HbIe Il 00OMX TIOJOB T'€HbI MEPEeNaloTCsl )KEHCKOMY
noiay. B ciydae aHTaroHMCTMYECKUX IOJIOBBIX HPU3HAKOB,
€CTECTBEHHBIN OTOOp OyneT OmarompusiTCTBOBAaTH JIFOOOMY
MEXaHU3My, HalpuMep, UMIIPUHTUHTY, KOTOPBIN HOJaBIIsET
HKCHPECCHIO TEHOB Y CaMOK, HO He y camioB (Johnson et al.,
2009). W3-3a cuiapHOTO O0TOOpa, KOHTpa-X-XpoMocoMa
SIBIISIETCSI, BO3MOXHO, TAK)KE MECTOM DIIMMHHAILIUH OECTIOne3-
HBIX WM BPEIHBIX T€HOB, KOTOPbIE MOCTYNAIOT U3 AyTOCOM.

HNncu-X-xpomocoma (iX) (cnenuanbHbli €€ y4acTOK)
JOJDKHA OBITH TPEXIIE BCErO, CBsA3aHA C ONpeAeIICHHEM
MOJIOBBIX TOPMOHOB M HOPMBI PEAKIIUU KEHCKOTO Tofa (B
3aBUCUMOCTH OT THIA TOJHUTaMHHM) U XPaHEHHEM Cyryoo
KEHCKUX TeHOB. B X-xpomocome nomkHa ObITH OoJbliie
JIOJIST MOJAM(UKAIMOHHBIX T'€HOB KOJIMYECTBCHHBIX IPHU3HA-
KOB.

Buapl ¢ :KeHCKO# reTeporaMeTHOCTh 10

“Homanudeckass Teopus TeHOB” Oblla H3JI0XKEHA
B. 'eonakssHOM Ha mpumepe BHUAOB C MY)KCKOM rerepora-
METHOCTBIO. CHCTeMa € JKEHCKOM TIeTepOoraMeTHOCTHIO
saBisieTcs: npoTtuBopeunBoli (Pue. 9) (I'eomaksH, 1983 6).
MO3TOMY KapTHHA TMepexoJa TEeHOB IO XPOMOCOMaM He
OyZneT cToib sicHOH. AHamorom Y -XpOMOCOMBI BBICTYTIA€T HE
W-xpomocoma, a onna (unu o6e) Z-xpomocoma(bl).
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Puc. 9. Koncepsamuenvie u onepamugnsle noocucmemul
HA PA3HBIX YPOGHAX OP2AHU3AUUU Y MIEKORUMAIOU{UX
u nmuu.

Cropocms mymayuti B cucremax ZW/ZZ

B ZW-cucremax Z-xpoMocoMa MPUCYTCTBYET Yy
MYCKOTI'0 I10J1a JIBE TPETU BPEMEHH, /1€ MOKa3aTesu JEeJICHUs
KJIETOK 3apOJIbIIIEBOM JIMHUM BBICOKHM. W-XpomocoMa Bce
BpeMsl IPOBOJIUT Y JKEHCKOro moisia. M HakoHel, ayTOCOMBI
MPOBOJAT TMOJOBUHY BPEMEHH Y MYXCKOTO MOJa, a JIPYryko
MOJIOBUHY — Y JKE€HCKOro. [loaTomy, y ITHUIl MOXHO OXHIATh
MOBBIIIICHHYIO ~ CKOPOCTb ~ MyTallud  Z-XPOMOCOMBI IO
CpaBHEHMIO C ayrocomamMu M W-XpOMOCOMOW CaMOK
(Z> A> W) (Johnson, Lachance, 2012).

CkopocTh MyTanuii M 3BOMIOLUU  Z-XpOMOCOM(bI)
MEHbIIIe, 4eM y Y-XpOMOCOMBI, HO Ooibuie 4yem y X-
XPOMOCOMBI, ayTOCOM U W-XpOMOCOMBI, II03TOMY Z-XpOMO-
COMY TaKXe, KaK U Y -XpOMOCOMY MOYKHO CUHTAaTh “‘BOpPOTa-
MU~ A7 TOCTYIUIEHUS HOBOM MH(popManuu B reHoM. Tax
KaK Z-XpOMOCOMbBI HE HHAKTUBUPYIOTCS, OHM OOMEHUBAIOTCS
reHaMH MeXIy co00il M 3T reHbl MoJBeprarTcs (IMOJI0BO-
My) OTOOPY Y CaMIIOB.
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OCHOBHBIE XapaKTEPUCTUKHA OCCIONION TOMYJISINH:
YUCIEHHOCTh  0co0eit (N), mucmepcust (G;j) W CpenHuii
resorunn ( X;) 1©o mnpu3HaKy i. Y pa3lerabHOIOJIBIX
NONMYJIAMKA OHM  yABAaMBAIOTCS, HO paccMaTpuBas HX
COOTHOIIIEHUSI, CHOBAa MOKHO CBecTH K TpeM: Nm /Nixk = CII,
oM /ox = ITI, Xm/ Xox = [1/1. A MOCKOJIBKY COOTHOIIEHNE
II0JIOB, 3TO HE YTO HHOE, KaK I0JIOBOM JUMOpGU3M IO
YHUCJICHHOCTH, a JUCIEPCUs MOJOB — IOJIOBOH AUMOpHU3M
o  JAMCIepcHuH, TO  IpobjemMa  pa3JesIbHONOJIOCTH
(akTHUECKH CBOAUTCS K IpoOJeMe IMOJIOBOro IuMopduzmMa
(B IIMPOKOM CMBICIIE).

Teopuss momoBoro orbopa Obula BBeAE€HA IS
OOBSICHEHUS  BO3HUKHOBECHHSI  IIOJIOBOTO  JuMoOpdm3ma
(Hdapsun Y., 1953). Opnako, oO0BsICHHB oOlIee sIBICHUE
MOJIOBOTO TUMOpGU3Ma KaK CIIEICTBHE YaCTHOTO MEXaHNU3Ma
nojioBoro orbopa, JlapBUH OMYCTHJI METOJOJIOTHYECKYIO
ommOKy. TpakTyromiasi Teopusi Bcerja J0KHA OBbITh IIUPE
TpakTyeMoro sBieHus. B 3ToM mpuunHa ci1abocTu ero
teopurn. OHa He Moria OOBSCHUTH CYIIECTBOBAHUE
MoJIOBOr0 guMopdu3Ma y pacTeHUdd, Yy KOTOPBIX HET
MOJIOBOTO  OTOOpa, Y JKUBOTHBIX TI0 TMpHU3HAKaM, He
UMEIOIUM OTHOIICHHsI K TOJIOBOMY OTOOpY M HHYEro He
MOTJIa IPECKa3bIBATh.

Jlpyrue Teopuu MbITAINCH OOBSICHUTh MEXaHU3MbI
BO3HMKHOBEHHUs U COXPAaHEHMs, HO HE CTaBHJIU BOIIPOC O
CYLIECTBOBAHUM  HBOJIOLMOHHBIX  (YHKUUH  IOJOBOTO
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nuMop(hu3Ma, BBISIBISIONIMX 3aKOHOMEPHOCTH. UTO Takoe
nosioBor  nuMmopduzm?  Kakoii wuMeeT IBOIOIMOHHBIN
cMbici? YUto oH gaeT m o ueM rooput? CBsizaH 1 ¢
npyrumu gBieHusMu? Hu ogHa U3 CyIIeCTBYIOIIMX TEOPU
He oTBeuaeT Ha 3Tu Bompockl (Geodakian, 1985; I'eomaksH,
1986). B »Toif TmaBe MBI PACCMOTPUM KaK BO3HHUKAET
MOJIOBOM AUMOP(U3M U KaK OH PEryIHpyeTCs.

IBOJIIOIUA MOJOBOr0 JUMopduzma

ITon B mporecce 3BOJIIOLMY, BOSHUKHYB CHayalsla, Kak
YUCTO pENpOAYKTUBHOE (PEKOMOMHAIMOHHOE) SIBJICHHUE,
MOCTENIEHHO MPHOOpETaeT 3BOMOLMOHHbIE (pyHKIMU. OnHO-
BPEMEHHO M OIpPE/eNICHUE T10JIa 3aKOHOMEPHO MEPEXOIUT OT
renHoro (y repmadpoauToB) K XpoMocoMHOMY (Y
pa3eNbHOMONBIX (OPM HAUWHAS, BHIAMO, C pbIO) H
reHoMHomy (y muen). IlapanienbHO MOBBIIIAETCS YPOBEHb
T epeHanul 1 TPOUCXOIUT “IKCHAHCHA” TIOJIOBOTO
mumophusma: 'y oOecnonvix (HOpM OH OTCYTCTBYET, Y
eepmaghpooumos CymecTBYeT MOJIOBOH TUMOP(PHU3M TOIBKO
Ha YpOBHE MEPBUYHBIX MOJIOBBIX MPU3HAKOB (FaMET, FOHAN),
Yy PazoenbHonoIblX MOHO2AMO8 TIOSIBISIETCS OpPraHU3MeH-
HbI  1OJNIOBOM  AMMOp(U3M  (BTOPHUYHBIX  TOJOBBIX
MIPU3HAKOB), Y pA30€1bHONONbIX NOAUSAMOE — MO JISIIHOH-
HbIH, BKJIIOYAOLINHA MOJIOBOM TUMOPGU3M MO YHUCICHHOCTH
U JMCIEPCUU TIOJOB, a y nuen (BO3MOXHO M JAPYIMX
OOIIECTBEHHBIX HACEKOMBIX) — TMOSBISIETCA  I1OJIOBOU
JuMopu3M reHoma (Tario-IuruIonIus).

®opMbI 10J10BOT0 TUMOPU3IMA

DBOJIOIMOHHAs TEOPHsI I10JIa pacCCMAaTPUBAET OJIOBOM
nuMop(hu3M He Kak MOHOMOP(HOE SIBIICHHUE, a COCTOAIIEE U3
OCHOBHOTO  penpodyKmueHo20 TOJIOBOTO  JAUMOp(pU3Ma
(PITJI) u, mpencka3aHHOTO TeOpHUEll, paHee HEU3BECTHOTO,
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9601I0YUOHHO20 TIOJIOBOTO TUMOP(H3MA, BO3ZHUKAIOIIETO
CHayajla Kak CIEJCTBUE MOOUDUKAYUOHHBIX W3MEHEHUN
JKEHCKOT'0 T0J1a, KOTOPBIE JaJbIle 3aMEHAIOT CeleKYUOHHbIE
— MYXCKOTO0.

Penpooykmuensiii nonosou oumopghuzm (PIIJ]) — sto
MOCTOSTHHBINA, KOHCTUTYTHBHBIH, 0a30BbI quMophu3M Mo
MEPBUYHBIM M BTOPUYHBIM IOJIOBBIM NPU3HAKAM, Pa3HbIM Y
MYKCKOT'O ¥ KEHCKOI'O 110J1a, UMEIOIIUM IIPSIMOE OTHOLLEHUE
K Pa3MHOXEHUIO (TaMeTbl, TOHA/IbI, TEHUTAIINU, aHAPOTE€HHO-
ACTPOrE€HHOE COOTHOLIEHWE M BCE OIpEeAeisieMble UM
NPU3HAKU: HOpMA peaxkyuu, MOIOYHBIE >Kene3bl, Oopojaa
YyeJoBeKa, TIpuBa JbBa, IINOPHI IeTyXa W Ap.). ITO
dbyHIaMeHTallbHbIe, BHJIOBBIE MPHU3HAKHU, T'€HBl KOTOPBIX,
COTJIACHO TEOpHUH, MOJDKHBI HAXOAUTBCA B ayTOCOMAax, M
OBITH OOIIMMHU I JBYX MOJOB. PenpoyKTUBHBINM MMOJIOBOMA
JuMOp(hU3M — TOPMOHAIbHBIN, TO €CTh (PEHOTHNUYECKHUH.
OH BO3HUKAeT B SMOPHOTEHE3€¢ M OCTACTCs] MOCTOAHHBIM B
OHTOreHese M (QuuoreHeze. Ero Ha3HaueHume — 3amathb
IIPOTPAMMBI JBYX I10JIOB.

Moougpuxayuonnwiii nonosoti oumopgpusm (MII]) sto
(baky/IbTaTUBHBIM, BpeMEHHbIH (B Ipeaenax OHTOIeHE3a)
TUMOP(U3M, KOTOPBIA BO3HHUKAET B pe3ysbTaTe U3MEHEHHUS
JKEHCKOI0 110Jla, HUMEIoUlero 0osee MUPOKYID HOPMY
peakLuy U IOBBIIIEHHYIO (PEHOTHNMYECKYIO TUIACTUYHOCTD.
OH nmpenuiecTByeT 3BOJIIOLMU  JIFOOOr0  aalTUBHOIO
OpU3HAKa M YeM IIUpe HOpMa pEeaKLUUU MpPU3HAKA, TEM
Oosbllie MOXKET OBITh TIOJIOBOH JUMOP(PHU3M IO HEMY.
Haznauenue mMoauQuKanMOHHOTO MOJOBOTO TUMOpQHU3Ma —
3alMTa KEHCKOI'o 110J1a OT 0TOOpPA M0Ka He MOSABATCS HOBBIE
IEHbl, NPOBEPEHHbIE B MYXCKOM reHome. llpumep Takoro
auMopdu3Ma — afanTaluuy KEHIIUH apKTUYEeCKUX IOIyJis-
LUA: TOJICTBIM >KUPOBOM CIJIOM, KOPOTKHE HOTH, BBICOKAs
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MUHEpaIu3alMs CKeJIeTa, HE TOJIBKO II0 CPAaBHEHUIO CO
“CBOMMH” MYKYMHAMH, HO M C JKCHIIWHAMH KOHTPOJIb-HOU
rpymnisl (Anekceesa I'. H., 1975).

VY nomynsiuM, J0Aro KUBYIIEH B CTaOWIBHOM cpene,
€CTh TOJBKO PENMPOAYKTHBHBIA TIOJIOBOH JAUMOp(U3M.
DOBOJIIOLIMOHHBIA  TIOJIOBOM  TUMOP(HU3M paBeH HYyIIO, a
MOIU(PUKAIIMOHHBIM TOJOBONH IUMOP(U3M TOJBKO 3a CUET
(EHOTUITMYIECKOW TUCTIEPCHH, KOTOpasi B CTAOMITH3UPYIOIICH
cpezne 60JbIlIe y MY>KCKOTO TMoJa.

Korma crabunmsupyromas cpega MeHseTCsl Ha
JBIDKYIYI0, OTOOp HAUYMHAET AEHCTBOBATH MPEUMYIIECTBEH-
HO Ha MYXKCKoil mois. M3-3a OorpaHM4eHHON MPOMYCKHOU
CIOCOOHOCTH KaHaja nepeaadyn HHGOpMaIuy, CBSI3bIBAOIIIC-
r'0 MYXKCKYIO M K€HCKYIO MOJICUCTEMBI BUJA IPYT C JIPYTOM,
a TaKKe OIpeleJIeHHON M30UpaTeNbHOCTH 3TOTO KaHaja
(“‘6éenmunvroco 3¢ppexma’’), MPEMATCTBYIOUIEH CMEIICHUIO
BCEH TeHeTHYeCKoW WH(GOpMAIMU TOJCUCTEM, HEH30EHKHO
BO3HHMKAEeT HEKOTOPas MHEPLUOHHOCTb, CIBUT WM OTCTaBa-
HUE JKEHCKOTO T0JIa, 9YTO OOHapyXKuBaeTcs B Oosee mo3qHeM
NOSIBICHUM WM TPOSBJICHUU TNPU3HAKOB B (uioreHese, a
CJIEIOBATEIbHO W B OHTOreHe3e. Pa3Has WHEPIIMOHHOCTH
MYXCKOTO M EHCKOTO II0JIOB HPUBOJUT K MOSBICHHIO
2EHOMUNUYECKO20 NOJI08020 OUMOp@U3MA, KOTOPbI pacTer
U3 TIOKOJICHUS B TIOKOJICHHE.

D600y UOHHBLI NOI08OU OUMOPGU3M BO3HHKAET MPU
SBOJIIONUM JIIOOOTO TMPHU3HAKA, KaK “‘AUCTAHIMSA MEXIY
nojamMM Tpu JHOOOM OTOOpe: eCTEeCTBEHHOM, II0JIOBOM,
UCKYCCTBEHHOM, B PE3yJIbTaTe OINEPEIKAIONICTO H3MEHEHUS
MyKcKoro reHoma. Iloatomy oH — eenmomunuueckuii. llens
9BOJTIOIMOHHOTO MTOJIOBOTO JUMOP(H3Ma — CO3AaHUE TUXPO-
HU3Ma s 3QPeKTUBHON 3BOIMIONKU. BekTop numopduszma
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(oT KeHCKOH (opMBI IPU3HAKA K MY)KCKOH) COBIAJAeT C
HalpaBJIEHUEM 3BOJIONUM MpHu3Haka. [Ipu 3ToM KeHckas
dopma TmpHU3HAKA TOKa3bIBAET IMPOILIOE COCTOSHHUE, a
MYKCKast — Oymyiee.

[TonoBo#i auMopdu3M TECHO CBS3aH C DBOJIOIUEH
npu3HaKa: OH OTCYTCTBYeT WM  MHHHMAlEH  JUIS
CTaOMJIBHBIX,  HEJBOJIOLUOHUPYIOUIUX  TMPU3HAKOB U
MaKCUMaJeH il MPU3HAKOB “‘Ha 3BOJIIOIIMOHHOM Mapuie”,
Tre€Hbl KOTOPBIX (Cyry00 MYKCKHE WM Cyry0o KEHCKHE)
HAXOJATCS B TIOJIOBBIX XpoMocoMax. OH JI0IKEH OBITh YeT4ye
BbIpaXXeH MO (UIOTEHETHYECKU MOJIOABIM (SBOIOIMOHU-
PYIOIIKM) IpU3HAKAM.

Nness AMXpOHHOW 3BOJIIOIMHA BCKPBIBAET MOJIHYIO
AQHAJIOTUIO B DBOJIONHMH T1oja W TreHOB (Puc.5 n. 4).
JlomkHa CymecTBOBaTh M 00IIas TPAKTOBKA TOMHHAHTHBIX
TE€HOB B JUIUIOUIHOM TeHOMe, Kak aumopdu3moB. [To momy:
1] =IM-DK =DI=1In, tae DI — pa3HOCTb KOJUYECTB
uHDOpMAIMM Yy MYXKCKOTO U JKEHCKoro mosa, In —
WHGOPMAIMOHHBI TOTEHIMAI MOJIOBOTrO  JauMopdu3ma
(l'eomaxsan B. A., 2003).

DBONIOYUOHHASL NIACMUYHOCTb 2EHOMA

Tak kak TOHOCOMHBIC TEHBI SBOJIOIHOHUPYIOT, a
ayTOCOMHBIC TEHbl — CTAOWJIBHBI, TO COOTHOIIeHue [/A
OTpPaXKaeT IBOJIOLMOHHYI0 MJIACTHYHOCTH TeHoma. Ecmm
pa3fenbHONONasl TOMYJSIUS OYEeHb JOIr0 JKUBET B
CcTaObWIBbHOW cpene, y He€ HE JOJKHO OBITh TOHOCOMHBIX
renoB (I'/A=0), a Takke WU TOJOBBIX XPOMOCOM — OJIHH
ayTOCOMBI.

Uem usMmeHumBee cpema, teMm Oonbime [/A. 3HauuT
CYHIECTBYET, 3aBUCsLIEE OT cpenbl paBHOBecue [A] <=> [I']
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X

Puc. 10. Aymocommuvie (A) u zonocomnuwie (I') zenwi ¢
cmabunvnou u usmenuusoit cpeoe (I'eooaxan, 2000).
Ocb abcyucc: 2enomunst (G) no 0anHoMy npu3HaKy;
Ilo ocu opounam: ux wacmomot (v) 6 nonynayuu.
1. B nonynayuu, 005120 sncugyuieii 6 cmaduipbHou
cpeoe, éce 2enbl 10KAIUZ0BAHDL 8 AYHOCOMAX,
nOIMOMY KpUBbLE PACHPEOeNeHUS MYHCCKUX U
Jcenckux zenomunoe cosnaoaiom (I/4=0, I''l/1=0,
DILI=0, “3a6mpawnue” u “euepawnue” zenvi
OmCymcmeyom, NpuU3HaAK cmaodunen u Hem
PeuunpokHsIx 3¢hghexmos).
2. B nonynayuu, sxcusyuieii 6 UsmMeH4U80ll cpeoe,
ROMUMO AYMOCOMHBIX 2eH08, ecnb u I'-2envi:
myacckue (T,,) u sncenckue (T,,), noamomy
96o0uuonnan niacmuunocmo, I7A # 0, I'lJ] # 0,
HPU3HAK I60IIOUUOHUDYEM U eCib PeyUnPOKHble

I pexmur).

(ananor cootHomeHusi nojoB: [XK] <=>[M]), kotopoe B
ONTUMAIILHOW CpeJIe CIIBUTAETCS BIEBO, @ B SKCTPEMAaJIbHON
— Bpaso (Puc. 10).

Eciu HoBasi wundopmanus (/,) yxe 1momaina K
MYXCKOMY TIOJTy, HO €IIe He Tonaja K XCHCKOMY, WIIH
crapas uaHopmanus (I.) yxe yrpaueHa MY>XCKHM IOJIOM,
HO eIIe COXPAaHSETCS y JKEHCKOro, WX CyMMa U ecTb
960IOYUOHHBIU  NON06oU  Oumopguzm. CreaoBaTeabHO
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uHbOpMalvs, COJAepKamascs B  MYKCKOM TEHOME:
I,=1,+1,, a B xeackoMm: L, =1, +1., roe: I, — odomias
UH(pOpMaLIHSL.

IIpu cmemeHun ABYX NoONyJanuid (pac, 3THOCOB),
obmas wHpoOpMaIMsA  TEePEMEIINBACTCS TMPU TEPBOM JKE
CKpELIMBAaHUM, a HOBas M cTapas MH(OpPMAIMHU OCTAIOTCS
000COOJIEHHBIMU Ha MPOTSKEHUH TOJOBOTO JTUXPOHU3MA
(Puc. 11).

Vg

Vi L GSDb

4

Puc. 11. Aymocomnusie (A) u 2zonocomnute (I)) zenvt npu
cmewenuu nonyaayuii (I'eooakan, 2000).
Ocb abcyucce: zenomunst (G) no 0AHHOMY RPUSHAKY;
Ilo ocu opounam: ux wacmomot (V) 6 nonyaayuu.
Ilpu cmewrenuu nonynayuii a u o, bapvep mercoy
AYMOCOMHBIMU 2eHAMU (RYHKIMUPHAA JTUHU)
ucuezaem, mo ecmo y 2ubpuUO08 nepeozo ice
NOKONIeHUs QYmMOCOMHbBIE 2eHbl NEPEeMEULUBAIOMCA.
Bapuveput sice mescoy I'-zenamu (dcupHvle nunuu),
oCmarnmca Ha NPOMAIHCEHUU NOJI08020 OUXPOHU3MA.
Iloamomy mozym cywgecmeoseams no 0éa muna I'TL] u
PEUUNPOKHBIX 2UOPUOOB 0O0UX NON0E (MY, 10UAK).
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T'amozcemepomonus

l'amorereporonus (MEpEeHOC HEKOETO0 CBOWMCTBA C
OJIHOTO TI0JIa Ha APYroi) XOpOIIO M3BECTHA y >KMBOTHBIX.
Hanpumep, MonodHble jkeJie3bl caM1IoB, 00po/ia Y )KeHIIUH U
np. CornacHo Teopuu, HUKaKoro nepeHoca Tyt HetT. [lono-
BOIl nuMOp(}H3M MO NEPBUYHBIM, BTOPUYHBIM IOJOBBIM
MpU3HAKaM, KaK U MO0 BCEM JIPYTUM CTapbIM MpHU3HAKaM, HE
TEHOTUIUYECKUH, a (PEHOTUNMHUIECKUN (TOpMOHATBHBIN). Best
ayrocoMHass uH(oOpManusi ecTb B T€HOME U y CaMIIOB U Y
caMOK. AHJIpOT€HBI OTKPBIBAIOT (IIpeBpallaroT B (EHOTHUI)
OJIHM CTPAHMUIIbI, 3CTPOTEHBI — JIPYTUe, TO €CTh CTapble IEHBI,
10 TEOPUHU, AyTOCOMHBIE, 001IKe 11 000UX MOJIOB U [0 HUM
HE MOKET OBITh TCHOTUITMYECKOTO MOJIOBOTO JUMOP(PHU3Ma, a
TOJIbKO (DEHOTHUMHYECKUI, TO €CTh TOpMOHaNbHBIN. [loaTOMY
NEWCTBHE ASCTPOTE€HA Ha OINPEACICHHOW CTaIuu Ppa3BUTHUS
IpeBpaniaeT MYKCKYIO TPyIb B JKEHCKYIO, a WHBEKLIUHU
TECTOCTEPOHA CaMKE NPEeBpalIalOT KIUTOp B penis. TyT
HUKaKOW Mepeaaud Mpu3HaKa OT OJTHOTO MoJia IPYroMy HeT.
HNctuHHasg mnepenadya TE€HOB MMEET MECTO, KOTJIa HOBBIU
MOJIO/ION T'eH, MOOBIBaB B Y -XpOMOCOME MHOTO MOKOJICHUH
JUJIST IPOBEPKH TOOUPAETCSI 10 X-XPOMOCOM U ayTOCOM.

IMosoBoM TUMOPPU3M U CHCTEMA CIAPUBAHMS

Ectb 4 cxeMbl pa3MHOXEHHS: MOHOTaMUsl, TTOJIUTHHUS
(mpeobnananne camok), mojauaHApus (mpeobiagaHue caM-
10B) M maHMukcus (Oecropsimounoe ckpemuBanue). Kiac-
cHUYecKash TeHEeTHKAa H3y4aeT TOJIbKO MOHOTaMHBIE Iaphl.
[MomynsiuoHHas TEHETHKA U3y4aeT IPYTyIo cxeMy (MaHMUK-
THYI0) — CKpelIuBaHue OOJBIIMX KOJUYECTB CaAMIIOB H
camok. IIpennonaranoce, 4To MpU MOJUTHHUHA ¥ TOJTUAH/I-
pHUH HE BO3HUKAET 3aMETHBIX Pa3IHUuuil.
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[TonmoBoit auMOpPU3M CBSI3AH C PENPOITYKTUBHOM
CTpyKTypoii momyJsitiuu. Kak yxe Ob10 cKa3aHo, perpoIyK-
TUBHBIA TIONIOBOW JUMOP(HU3M OmpenesieT TOPMOHATBHBIN
CTaTyC W TOJIOBOM auMopdu3M 1o HopMe peakuuu. Ho
MOYEeMYy UMEHHO y MYXCKOT'O TOJIa Y3Kasi HOpMa peakiuu 1
orepaTUBHAS CHEIHAIN3AIINA, a HE Y )KEHCKOIo U OBbIBAaeT JI1
Hao00opoT?

IIpu noruanopuu, xorga camkKa CHApUBAETCS C
HECKOJIbBKUMM CaMIlaMM, 4YacTo HaOJrofaeTcsi peBepcust
MOJIOBOTO AMMOp(du3Ma (CaMKK KpylHEEe CaMIlOB H sipye
OKpAIIeHbl, CaMIbl CTPOSIT THE3/10, HACH)KUBAIOT sila H
3a00TATCS O BBIBOAKE, OTCYTCTBYeT Oopnba 3a camky). Ilpu
noaueuHuu — KapTuHa oOpaTHas. JTO 3HAYUT, YTO HAIpPaB-
JICHHE TIOJIOBOTO AMMOpP(H3Ma, ¥ COOTHOIIEHHE CKOPOCTEH
HBOJIIOLMHM TI0JIOB 3aBUCAT OT HAINpPaBJICHUS MOJUTaMUU, WU
COOTHOUICHUST penpoOyKmMuEHblX UHOeKco8 ToJIOB (“‘ceueHuit
KaHaJIoB” CBS3M). Y MOHO2aMO6 YUCIO OTLOB M MaTrepein
OJINHAKOBO, TO €CTh CaMIbl U CAMKU HMMEIOT OJMHAaKOBOE
“ceuenue kaHana’, [Ipu noruanopuu camku umeroT 6onee
BBICOKMI PEMPOAYKTUBHBINA MHIEKC (YHCIIO pealn30BaHHBIX
ramer), pHu noaucuHuy — caMusl. B ciyyae nonueunuu yxe
npu cootHomennn 13 :3% pasHunma B oObeMax mNepenayn
IFeHETUYEeCKOH HWHGPOPMALMU yBEJIMYUBACTCS IOYTH Ha
nopsiIok (camerr B 3 pasa Ooublie nepenaet nHGOpMaIim, a
CaMKH IOJIy4aloT OAHY U Ty e nHpopmanuio 3 pasa).

CnenoBaTeiabHO, POJIb HBOJIIOIMOHHOTO “aBaHrapaa”
BCerja moJjiydaer 0oyiee MOJMTaMHBIN 101, a “apbeprap-
aa” — MOHOTAMHBIH. /1 yeM BEIIIIE MHJIEKC ITOJIMTaMHUH, TEM
0OJIbIIIE MOXET OBITh I80IOYUOHHBLU NON0BOU OUMOPPDUIM.
VY crporux monozcamos on munumainet (11 = 0), mockosnb-
Ky MOHOTaMbl HCIOJB3YIOT CIEHHAIN3ALUI0 TOJOB TOJBKO
Ha YpOBHE OpraHM3Ma, HO HE MOMYJISILIHH.
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[Ipu MoHOTamMuM poXkaaroTcs mojHble cuOchl. Tak kak
IpyY MOHOTaMHHM CaMIlbl U CaMKU HUMEIOT OJIMHAKOBOE
“ceyeHHe KaHama”’, TO Yy HUX JOJDKHBI OBITh OJWHAKOBBI
TaKXKE€ M JUCIEPCUU Y-XPOMOCOM Y CHIHOBEH M MATEpHH-
CKUX X-XpOMOCOM Yy fouepei. IIpu nonmanapuu poxxaaroTcs
MaTEpPUHCKHE MOJyCHOCHI, a MPHU MOJIUTUHUU — OTLIOBCKHUE.
Bce ynupaertcst B uncio raMer. Y caMOK OHO OIpaHUYEHO, a
y CaMIIOB Ha MHOTO TOpSAIKOB Oojbine. B obenx cmydasx
CBOMCTBA IIOTOMKOB pa3iau4yarorcsa. JlomyctuM KkpailHUR
ciayyail, Korja OJWH caMel] SIBJIAETCS OTIIOM BCEX JeTe
nomynauuu. Torzna Bce ero CbIHOBbS NOJy4YaT OAHY U Ty XKe
Y-xpomocomy. A Y-XxpoMocoMa UMEET Y3KYIO AUCIEPCHUIO.
OT pa3HbIX MaTepeil OHU TOJy4yaroT X-XPOMOCOMBI C
IIMPOKON aucnepcueit. A y godepeil X-xpomocoma Mmare-
puHckas. Ilostomy, B ciy4ae noaueunHuu, KOraa OTLOB
MEHBbIIIE, YEM MaTepeil, AUCHEPCHUs Y CHIHOBEH MEHbIIIE, YEM
y J04Yepen.

B cnywae noauanopuu — Bce Ha00OpOT, TaK Kak JHC-
nepcust Y-XpOMOCOMBI Y CHIHOBEW MPOMOPIIMOHATIbHA YUCITY
OTILIOB, TOTJIa KAK JAMCIEPCHSI MATEPUHCKUX X-XpPOMOCOM Y
JIouepe MpornopIroOHAIbHA YHCITy MAaTEPEi.

C npyroif CTOPOHBI, Ui TOTO, YTOOBI IOJIOBOM
TUMOP(H3M TI0 HOPME PEAKIMH MPEIIISCTBOBAJ 3BOIIOINN
1r000r0 MpHU3HAKa HEOOXOAMMO, 4TOOBI IIUPHUHA HOPMBI
peaknuy OmIpesieNnsaaach MOJOBBIMH TOPMOHAaMH  (BeIb
COTJIACHO HOBOM TPAaKTOBKE ITOJIOBbIE TOPMOHBI — BEILECTBA,
peryaupyromue  “paccTosiHue€”  CUCTEMbl  OT  CPEIbl:
aH/IPOTeHBI — MPUOIIKAIOUINE, 3CTPOTE€Hbl — YIANSIOLIHE).
Kpome Toro, u3BecTHO, 4TO Y -XpOMOCOMa 3aITyCKaeT CUHTE3
TECTOCTEPOHA, KOHLEHTPAIMS KOTOPOTO OINpenessieT MOoJIo-
BOH auMopdu3m.
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Bce 510 mo3BosieT BBICKA3aTh THUIIOTE3y O TOM, UTO
HOpMa PEaKIIUU OIPEICIIAETCS TOJOBBIMA TOPMOHAMH, a €€
BEJIMYMHA 00pPaTHO MPOMOPIIMOHATIFHA KOHIIEHTPAIIMH TECTO-
CTepOHa B opranm3me. Torjga MOKHO TIOCTPOHUTH MPUINHHO-
CJIEICTBEHHYIO 3aBUCUMOCTH M CBSI3aTh HAIIPABJICHUE 380,110~
YUOHHO20 NONI08020 OUMOPPU3MA, TO €CTh COOTHOIICHHE
CKOPOCTEH 3BOJIOIUU MYXKCKOTO ¥ KEHCKOTO Tofa (3,/9,, )
C COOTHOIICHUEM UX penpodyKmusHvlx unoexcos ( P,/P,. ):

PW/POiC ~ NMamepelZ/Nomuog ~ O-X/O-Y ~ Tw/Tofc ~ Hofc/Hw ~
S3/S ye ~ /D 5o ~ DI

rae: N — 4UCIIEHHOCTh, Oy, U Oy — JUCTIEPCUU Y XPOMOCOMBI
Yy CBIHOBEH M MAaTepUHCKOM X-XpOMOCOMBI y nouepeu, 71,
T,. — KOHIEHTpauuu TecTtocrepoHa, H, , H,. — HOpPMBbI
peakuui, Sy, Sx — KOIPPUIMEHTH oTOOpa, ~ — 3HAK
MPONOPIUOHAIBHOCTH.

[Tpu cTporoii MOHOTaMHUM €CITH €CTh JIMIIHUE CaMKH,
OHM HE OCTaBIISAIOT IIOTOMCTBA, JINIITHUE CaMIbl — ToXxe. Jliis
HOMYJISIIMA TO HE BBIFOJHO, HEAKOHOMHO. B MaHMHKTHOM
MOMYJISIMKA TTO-BHIAMOMY CYIIECTBYET CMECh (ITOJBHIKHOE
pPaBHOBECHE) pa3MyYHBIX CIIOCOOOB pa3MHOKeHHs. lleHTpa-
JBHOE TOJIOKEHUE — MOHO2AMUSL TIPU KOTOPOH POKIAFOTCS
IIOJIHBIE CHOCHL:

MOJIMT'MHUSA <> MOHOT'aMH <> IMOJIMaHAPUA

[OnC ]« [TIC ] < [ MuC ]

[Ipn mpeBpalieHy ONTUMAJIBHOM Cpellbl B dKCTpeMa-
JbHYI0, OoJiee HIMpOKas HOpPMa pEaKkIUH >KEHCKOro IoJia
MO3BOJISIET M3MEHUTHCA MOJIU(DHUKAIIMOHHO (0€3 TeHOB) W
“NOKMHYTH” 30HBI 3MUMUHAIMKU. ['MOenb MyKckoro mnoja
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CMEILlaeT paBHOBECHE MeEXIy Tpems (opmMamMu OpadHbIX
OTHOIIEHUH B CTOpOHY noaucunuu. COOTBETCTBEHHO
YBEIUUMBAETCS POXKACHUE OTIOBCKUX IOJyCHOCOB, YTO
MOBBIIIAET FBOJIIOLIMOHHYIO IJIACTUYHOCTD MOMYJISIUH.

IIOJIMTUHUSA <— MOHOT'aMHs <— INOJIMaHAPUA
[OnC ]« [TIC ]« [ MnC ]

[lonuruHusg MWHPOKO pacnupoCTpaHEHa B INPUPOAE, a
MOJIMAHAPHUS BCTpPEYaeTCs PEeaKo. DTO CBA3aHO C IMOTEH-
UAIbHO OONBIIMMU PENPOTYKTUBHBIMH BO3MOXHOCTSIMU
MY>KCKOTO Tojla (B KOHEYHOM cYeTe OONBIIMM YHCIOM
ramet). IlpakTuyecku, NOJMAHApPUH, KaK TaKOBOH, He
cymecTtByeT. CTporo roBopsi 3TO TOJIBKO OJUI0aHAPUS, TaK
KaK pENpOAYKTUBHBIE BO3MOMKHOCTH JKEHCKOrO IIOJia
orpaHuueHsl. Takas TpaKTOBKa MO3BOJSET MpeicKa3aTh, YTO
Y OTIIOBCKHUX TTOJIyCHOCOB (TIOTOMKOB OJTHOTO OTIIa U Pa3HBIX
MaTepeil) JKU3HECTIOCOOHOCTh JOJKHA OBITh BBHINIE Y J0Ye-
pei, a y MaTepUHCKHX MOJIyCHOCOB, HA00OPOT, — Y CHIHOBEH.
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DujIoreHe3, OHTOreHe3 1 NoJ0BoM 1uMopdusm

PaccMoTpuM Tpu siBieHUS — Qunocenes, oHmozeHe3
nonogou oumopghusm. YK€ JIaBHO YYCHBIC 3aMETHIIU
CYILIECTBOBAHHUE CBSI3U MEXAY SBICHUSIMH @uiozeHesa u
onmoeenesza. Coenacno buocenemuieckomy 3akony I exkensi-
Miwonnepa (3akoH pexanumynsayuu), KaKIbld OpraHU3M B
CBOEM WH/MBHIYaJIbHOM DPa3BUTHH IOBTOPSET B3POCJIble
dopmbr cBoux mpenkoB. Ilo muenuio K. bopa (1828 r1.)
“MOpPHOHBI TIOCIIEIOBATENBHO TIEPEXOIAT B CBOEM pa3BH-
TUU OT OOIIMX MPHU3HAKOB TUIIA KO Bce Ooliee crennuaabHbIM
npusHakaM. [lo3aHee Bcero pa3BUBAIOTCS MPU3HAKHU, YKa3bI-
BAIOIIME HA MPUHAUICKHOCTh IMOPUOHA K ONpEAEICHHOMY
pony, BUAY, W, HaKOHEN, Pa3BHTHE 3aBEpUIACTCS MOSBIE-
HUEM XapaKTEepHBIX OCOOEHHOCTEH maHHOU ocobu” (3axoH
3apooviuesoco cxoocmea). XoTs Touka 3penust . ['ekkerst
HE TPU3HAETCS] COBPEMEHHON OMOJIOrMYecKoi HayKoOH, CBsI3b
MEXNY @hunozene3om U OHMO2EHE30M HEeBO3MON’CHO OmpU-
yamo (Gould, 1977).

SIBnenust @unocenesa u TOJOBOTO aUMOpdHU3Ma
CBSI3BIBACT DuioceHemuyeckoe Npasuio noi08020 OUMOpD-
¢dusma (Puc. 12) (I'eomaxsn B. A., 1965). Takum o0Gpazom,
MBI IMEEM TPH SIBIICHHS — (PUIIOTEHE3, OHTOTeHE3 U ITOJIOBOM
nuMop(u3M, — KOTOpBIE CBSI3aHBI MEXIY COOOH JBYMs
3aKOHOMEPHOCTSIMU. (3akonom [ exxens-Mionnepa n gunoze-
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BroreneTHYeckHi

DunoreHes 3aKoH I exxens- | OuTOTEHeE2
Mronmnepa

i
D UNOTEHeTHYSCKD 2 | OHTOTEHEeTHUEeCKo S
i
TIPAEHI0 NONOEOTO | OPABHI0 MOIOEOTO
oHMOopdHIMa ' ouMopdu3Ma
[

TTonoeod

uMopduaM

Puc. 12. 3akonomepuocmu, ceazviearouijue a61eHus Quiozenesa,
OHmozeHe3a u nonoeozo oumopgpuzma (I'eodaxan, 1983a).

HemuYyeCcKUM Npasuiom noaogozo oumopgusma). MOXKHO
npe/cKa3aTh, CYIIECTBOBAHHE TPEThEH 3aKOHOMEPHOCTH—
HEMOCPEJCTBEHHON CBSI3M  MEXIY SIBICHUSIMH  IOJIOBOTO
nuMop(du3Ma U OHTOT€HE3a.

Hogyro 3aKOHOMEPHOCTh MOYKHO Ha3BaTh
“Onmocenemuueckum npasuiom noi08o2o oumopgusma’.
Ecnu nmo kakomy-1160 MpU3HAKY CYIIECTBYET T€HOTHITUUECKHIA
MOMYJISIIMOHHBIN MTOJIOBOM JauMOp(H3M, TO B OHTOTeHe3e (c
BO3pPAcTOM) 3TOT MPHU3HAK MEHSETCS, KaK MPaBUJIO, OT KEHCKOM
GOpMBI K MYKCKOM, TO €CTh ISl HAyaJIbHOM, FOBEHWJIHHOW
CTali OHTOTE€He3a (CTaauM NETCTBA, POCTa U CTAHOBIICHUS)
Oonee xapakTepHa JKEHCKas (opma TIpu3HaKa, a I
neUHUTUBHON (3penoi, B3pocioi) — Mykckas. WHbMu
CJIOBaMH, >KEHCKHE (DOPMBI MPH3HAKOB C BO3PACTOM JOJDKHEI,
KaK TPaBHJIO, 0CIa0eBaTh, & MY>KCKUE — YCUITUBATHCSL.
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“IIpaBHJIO COOTBETCTBHSA”

Ipowinsie u 6yoywue ¢hopmuvl npusHaros 6 guiozenese u
onmozenese

Tpu yacTHple 3aKOHOMEPHOCTHM Ha Puc. 12 MOXHO
MONBITaThCSI OOBEMHUTE B OJIHY OoJiee o0uryro. st aToro
BBEJEM IOHATUS JBYX (OpPM IpHU3HAKA, CBA3aHHBIX C
BEKTOPOM BpPEMEHH, B KaXKIOM M3 TpeX SBIEHUI: B
dunorenese mpu3HaKa — ‘‘aTaBUCTUYECKYl0 U “DyTypuc-
THYECKYIO” (OpMBI, B OHTOTEHE3€ IMpH3HAKA — “FOBCHUJIb-
HyI0” (MOJIOAYI0) U “NepUHUTHBHYIO” (B3pOcCiyto) GopMsl, a
B MOIMYJISALIMOHHOM IIOJIOBOM JUMOpdU3ME — “KEHCKYI~ U
“Mmyxckyro” ¢opmbl. Torma 06001IEHHYIO 3aKOHOMEPHOCTb,
CBA3BIBAIOIIYIO  sIBJIEHUS (ujoreHeza, OHTOreHe3a U
HOJIOBOTO  AMMOp(dH3Ma, MOXKHO c(OpMYyIHpOBaTh Kak
“IpaBHUJIO  COOTBETCTBUSA ~ MEXAY  ATaBUCTHYECKOW,
IOBEHWJIBHOW M KEHCKOH (opMamMu MpHU3HAKA, C OJHOU
CTOPOHBI, U MEXIy (yTypUCTHUYECKOH, Ne(DUHUTUBHOU U
MYXCKOU (hopMaMH — ¢ APYTOM.

Mymayuu, OOMUHAHMHOCMb U NOJ0BOL OUMOPPUIM

“IIpaBHJIO COOTBETCTBHS MOKHO PacCIpOCTPaHUTh Ha
SIBJICHUS. CUCTEMHO CBSI3aHHBIE C (DMJIOT€HE30M U OHTOT'CHE-
30M (PBOJTIOIMEH), B KOTOPHIX MOYKHO BBIICIUTH MPOILTYIO U
Oyaymyio ¢opmbl. Hampumep, sBieHHe MYyTHPOBaHUS
(unorenernveckuii  TporiecC  BO3HUKHOBEHHSI T'€HOB),
SBJICHHE JOMUHUPOBAaHMS (OHTOTEHETHYECKUH TMpoIece
NPOSIBJICHUSI TEHOB), SIBJICHHE TETEPO3KCa, PEIMITPOKHBIX
3(pPEKTOB — BCE OHHU IMO3BOJSIOT BBLICIUTH JIBE (POPMBI
NpU3HAKA: TPOILTYIO M OyIyIIyIO.

Ha cBs3b MCKAY ABJICHUAMU @HHOFCHCS&, OHTOI'CHC34a,

MYTHPOBaHHS, TOMHUHUPOBAHHUS W TIOJIOBOTO IUMOpGHU3Ma
yKa3blBaJM TaKWe HM3BECTHblE (DAaKThI, Kak Oojiee BbICOKas
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CTENeHb CHOHTAHHBIX MyTalMi y Myxckoro mona (Searle,
1972); Oomee anIWTHBHOE HACJIEIOBAHUE POIUTEITHCKUX
NPU3HAKOB IMMOTOMKaMH >KEHCKOTO IMojla, a 3Ha4yuT Ooiee
JOMMHAHTHOE HAaclieJOBaHHE MOTOMKaMHU MY>KCKOro Iojia
(bopogun u gp., 1976; lonep u ap., 1976); uzBecTHbIC
ayTOCOMHBIE TEHBI, MPOSIBISIONINE ce0sl B KEHCKOM T'€HOME
KaK pelEeCCUBHbIE MPU3HAKU, & MY>KCKOM — KaK JIOMHHAHT-
Hble W YCWIMBAIOIIMECS B OHTOreHe3e, HampuMmep TIeH
pOraTocT — KOMOJIOCTH Y OBEI] WM T€H BBI3BIBAIOIINN
oOJbICeHre y YenoBeKa; JOMUHUPOBAHUE OTIIOBCKOM (hOPMBI
HaJ MAaTEpUHCKOH 110 HBOJIIOLMOHUPYIOUMM (HOBBIM)
npu3HakaM (“‘oTmoBckuii” ahdexT) u mp.

B 1930r. P. ®umep mnokaszajl, 4YTO pPEIECCHUBHBIX
MyTalnui ropasao OoJbIe, YeM JOMHHAHTHBIX, UTO OHH, KaK
MPaBUIIO, TOHWKAIOT TMPUCIOCOONIEHHOCTh OpraHu3Ma, u
BBIJIBUHYJI TUIIOTE3y, YTO M3 JABYX ajulelied OAHOTO TeHa,
Oonee OnaronpusITHBIN TUTST W3MEHEHHUS BU]IA,
IBOJIOIMOHUPYET B cTOpoHy nomuHanTHOCTH (Fisher, 1931).
Jx. Xonaeitn (1935) momnepskan rumore3y o0 ABOIOLUU
JIOMUHAHTHOCTH.

I. . Pomamo u A. C. CepeOpoBckuii BBICKa3aIu
MBICIb O JOMHMHAHTHOCTH Oojiee TO3IHMX MPU3HAKOB,
npuoOpeTeHHbIX B (QUIOreHe3e, IO CpPaBHEHHUIO C
npuoOpereHHbIMU panee (ManuHoBckuit A. A, 1970). Takas
CBsI3b, @ TAKXKE CBSI3U MEXY SBICHUAMHU (PUIO-OHTOreHE3a,
MYTUPOBaHMS W JOMHHHMPOBAaHUS OBUIM BCKpBITHI B
9KCIEPUMEHTAaX Ha PAaCTEHHAX (Make CHOTBOPHOM, AYIIMC-
TOM TOpPOIIKE M 4YepHymKe Jamacckoi). Tpakrys
peliecCuBHBIE MyTalMM (B TOMO3MIOTE) KaK OCTaHOBKU
pa3BUTHS MNpPU3HAKA HA TOM WIM HMHOM CTaAuu €ro
(GopMHpOBaHHUS, TEM CaMbIM BBISBISAIOUIME PE3YJIbTATHI
JEUCTBUS MpPELIECTBYIOINX, Oo0Jieeé paHHUX TIE€HOB, a
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3HAUUTENBHO Ooliee peAKue, TOMUHAHTHBIC MYTAIlUM — Kak
no0aBlieHWEe K CYIIECTBYIOLIEH 1LeNu pa3BUTUS HOBOIO
3B€Ha, OHU I[I0Ka3ajy, 4YTO B OHTOIEHE3E€ JOMUHUPYIOT
BCEr/la NpPU3HAKW, pPa3BUTHUE KOTOPHIX JOLUIO 10 Oojee
MO3/IHUX CTaguil (uiorenesa, To ecTh 0Oojee MOJOIbIe
npusHaku (ApkaroB B. B. u ap., 1976; Patekun A. B. u 1p.,
1977,1980). Ilpu »>TOM, €clAM HOCHUTENS PEUECCUBHOM
MyTallMi CKpPeCcTUTh ¢ €€ Oojee paHHEH ¢GOpMoOi, OHa
IPOSIBUTCSA KAk JIOMHHAHTHbIA Ipu3Hak. Ilockonbky
MyTalldd MOTYT OBITh M y TaIJIOUJIHBIX (opM, a sBIEHUE
JOMMHAHTHOCTH — PELIECCUBHOCTH CBSI3aHO C JUILIOUJ-
HOCTBIO, JIOTUYHEE HAa3blBaThb PELIECCUBHBIE MYTalluU
“peTpOCNEKTUBHBIMU’, @ JOMHUHAHTHBIE MYTallUl, COOTBET-
CTBEHHO “‘NIEPCIEKTUBHBIMU .

DBOMIONUS JOMUHAHTHOCTA T€HOB M JBOJIOIUS XPO-
MOCOM CJICIYIOT TOH K€ MOCIe0BATEIHLHOCTU U3 4-X CTaaui
KaK ¥ DBOJIIOIUS TTPU3HAKOB (cM. Puc. 5 Fn. 4). Hanpuwmep,
SIBIICHUE 3UTOTHOCTHU B IBOJTIOIUH JOMUHAHTHOCTH TE€HOB.
['oMo3uroTa — reH ABOIIOIMOHHO CTAOMIBHBINA (CHMMETPHY-
HBIIf); TETepO3UroTa — TIeH Ha OHBOJIOIHOHHOM Mapiie
(acUMMETPHUYHBIIN). DBOJIOIMS PEIECCUBHOW TOMO3UTOTHI B
JOMHHAHTHYIO HJIET 4Yepe3 aCUMMETPUUYHYIO TeTePO3UTOT-
HYIO CTaJUIO:

aa — aA — AA

DTO MOXKHO TMOHATHh U U3 00Jiee OOIMUX COOOPAKECHHIA.
B mpouecce nporpecCMBHON 3BOJIIOLMM KOIZAA IMOSBIAETCS
HOBBIN TIpU3HAK (OoJiee JIMHHAS MOJICKYJIa), 00hEM I'eHETH-
yeckoi mHpopmainuu pacter. Ecnu npu ormonoTBO-peHHH,
oOpa3zoBanuu rubpugHO Monekynsl /[HK, or otua u
MAaTepH Y4aCTBYIOT MOJIEKYJIbI PA3HOW JUIMHBI, TO JII HOBOM
MOJIEKYJIbI BO3MOXKHBI JiBa BapHaHTa: MO0 OHA OyIeT UMETh
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OHK reHoB noToMKa

oAHOTAX<eBasn ABYTAXKeBasn ofAHOTAXKeBas
OT MaTtepm ;
: ............................... .é
WHdopmauna crapas aKTyanbHas HoBas '
>
OT oTua .
Fannounp Avnnoua rannomp
reMmm-3MroTHoOCTb roMo-, reTepo-3auMroTHoCTb reMMU-3UroTHOCTb
Xpomocoma X-XK ayToCOMbl Y-, X-M
A oMWW HKMPpVyYyerT
MpucyTcTBUe Hag Bonee pnuHHaA MpucyTcTBUe Hag
OTCYTCTBMEM Monekyna Hap OTCYTCTBMEM
KOPOTKOM

Puc. 13. I'anno-ounno-zanno mooens 2eH08 u XpOMOCOM
¥y evicuiux gropm.

JUTMHY 0oJiee KOPOTKOH IeTIOYKH (TO €CTh HEMapHbIe 3BECHbS
HE JIOCTPauBaIOTCs ), TNO0 — OoJiee JITMHHOHN (JOCTpanuBaroT-
cs1). O4eBHIHO, YTO B MEPBOM Cllyyae IOJIE3HbBIE 3BOJIIO-
OUOHHBIC HpI/IO6peTCHI/I$[ HE UMCIOT IIaHCOB BBIJKUTH.

Bropoii BapuanT, Ha000pOT, CIOCOOCTBYET MPOTPeECCy,
TaK Kak JOMHUHHPYET 3BOJIIOLMOHHO OoJjee MpOoABHHYTas
¢dopma (Puc. 13). DTO 3HAUUT, YTO JOMUHAHTHOCTD OTIpe/ie-
JsieTcs, Ipex/ie BCero, KoJIM4ecTBOM MH(pOpMalMHY, U BCeraa
JOMUHHUpYeET Gopma, obianaromas 0osbiueit nHGOpMaIHeH.
Benp orcyrcrBytomas uH(opManus He MOXXET AOMUHHPO-
BaTh Haj npucyrctBytomeil (I'eomaksn B. A., 1979;2005).
Torma crapblif TeéH KOpode HOBOIO, PELECCHBHBIM TeH —
JIOMUHAHTHOTO, JKCHCKHE aJUIeJM — MYXCKHX, MY>KCKHE
TeHbI-UMIPUHTBl — JKEHCKMX, U MOXKHO IpEICKa3aTh, YTO
ABOJIFOLIMOHHBIN BO3PACT “CHSIIMX’ T'€HOB Yy CaMOK, JOJKEH
ObITh Bcerja OOJbINE, YeM Yy CaMIlOB. OTOT BBIBOJ
CHpPaBENIUB TOJBKO [UISL MPOSPeCcCUBHOl IBOJIOIHH, KOTIA
HOSABIISIETCS. HOBBIM Mpu3Hak (Oojee AMUHHAS MOJIEKYNa), a
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IUTSL peepeccusHol, TP yTpaTe MpHU3HAKa, JJIMHHEE Oyner
MOJIEKYJIa CTapoil JOPMEI.

Ha cBsizu Mexmy ecemeposucom W OOMUHUPOBAHUEM
YKa3bIBATH HEOJHOKPATHO: THUIIOTE3a CBEXJIOMHUHUPOBAHUS
[llenna-Mcta (0OBsicHeHHe rerepo3uca cymmaruei s dex-
TOB JOMUHAHTHBIX TE€HOB THOPUIHBIX (OpM), THIOTE3a
OJIaronpusATHBIX JOMHUHAHTHBIX ()akTopoB M Ap. Ha cBs3b
MEXIY 2emepo3ucom N @uiozeHe3om OOPaTUIA BHUMAaHHE
. JI. PomamoB u A. C. CepebpoBckuii (MannHOBCKUH A.
A.,1970), a Ha CBsI3b MEXKAY 2emepo3uUcomM WM NOJOBbIM
oumopgusmom — B. A. T'eomaxsn (1981).

CrenoBateibHO, Pa3HbIC MCCIICIOBATEIH H YK€ JIaBHO,
oOparnranyu BHUMaHUE Ha CBS3M MEXIYy SBICHHUSIMH (PHIIOTE-
HE3a, OHTOICHE3a, I0Jla, MYTHPOBaHUS, JIOMUHHPOBaHUS,
rerepo3uca W Jp. PaccMarpuBas mepedHCICHHBIC BBIIIE
SIBJICHHS KaK CIUHYI0 CHCTEMY, BBIJICIUM OISThH JIBE (POPMBI
MPU3HAKOB, CBS3aHHBIX C BEKTOPOM BpPEMEHHU, B KaXKIOM
SIBJICHUH: MPOLLTYI0 1 Oyayyio (Ta6bn. 4).

Torma pacmupeHHoe W 000OIIEHHOE NPABULO COOM-
eemcmeus MOXKHO CPOPMYITUPOBATH CIEAYIOUIMM 00pa3oM:
€CJIM WMEeTCS CHUCTeMa B3aUMOCBSI3aHHBIX SIBICHUH, B
KOTOPBIX MO>XHO BBIJICIIUTH OPHUEHTUPOBAHHBIE BO BPEMEHU
dbopmbI (TTpOILTYIO U OYAYITYIO), TO CYIIECTBYET ONpeIeIeH-
HOE COOTBETCTBHE (Ooiee TecHas CBSI3b) MEXKIY BCEMH
OpOIUIBIMK  ()OPMAMH, C OJHOW CTOPOHBI, H MEXIY
oynymumu — ¢ apyrou (I'eomaksa B. A., 1983a).
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Taén. 4. Ilpownsie u dyoyujue popmovt npu3HaAKO8 8 pA3HBIX
aenenusnx (I'eooaxsan B. A., 1983a,1984).

®dopma nmpu3HaKa

SIBnenus

IIpomunas bynymas
duorenes AraBuctnueckas | @ytypuctuueckas
OHnTorenes IOBenunbHas JedunurruBHas
ITonoBoi gumophuzmM Kenckas My:xckas
HoMuHupoBanue PeneccuBnas JomMunantHas
MyTtupoBaHue PerpocnexruBHas | IlepcnexkTuBHas
I'eTepo3uc Ponutennckas lubpunnas
PenunpoxHeie Marepunckuii OTHOBCKHAIT
pazanuus s dexT ekt

HNuTepecHo OTMETHTH, UTO JH000E M3 MEPEUUCICHHBIX
B Tabn. 4 SBICHUI MOXET CIYXUTh ‘“‘KOMIAcOM’, TTOKa3bl-
BAIOIIMM HAIPaBJICHUE SBOJIOLMH JAaHHOTO IpU3HAKA
(I'eomaksan B. A., 1965,1981; MamuaoBckuii A. A., 1970;
Parbkun A. B. u ap., 1980).
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MexaHuU3MBbI peryJsinuu

JUist peryisiuuy MOMyJSLMOHHBIX HapaMeTpoB, TaKHX
KaK IUIOTHOCTb, TEMIIbI MYTalMii, COOTHOIIEHHE IIOJIOB,
JUcrepcus U IMoJIoBOM AuMOpdu3M, 0CO0SM HOIMYJSIHUU
HYXXHa 9KoJornyeckas uHpopmanus 00 M3MEHEHUH (aKTo-
poB cpenbl. [lonyueHHas uHpopmanus MOTOM Mpeodpasyer-
Csl HA OPTaHU3MEHHOM M XPOMOCOMHOM YPOBHSIX.

Hosy4enue 3xkog0rnyeckon UHGOPMALUM OT CPeAbl

Kaxnplii  QaxkTop cpeapl HUMeeT ONpeaeTeHHBIN
IUana3oH 3HA4YeHHH, COOTBETCTBYIOIIMH KOMQPOPTHBIM
ycnoBusM. C IBYX CTOPOH K 30HE KOM(OpTa MPUMBIKAIOT
30HBI AMCKOM(OPTa U SIUMHUHALMU. AHAJIOTUYHBIE 30HBI
MOKHO BBIIEJIMTH W B apeajie MOMyJasiuu. B cTaGmibHBIX
YCIIOBUSIX Cpeibl KOM(OPTHBIE YCIOBUSI OBIBAIOT B LIEHTpPE
apeaia, TUCKOM(OPTHbIE — HA MepUQepuu, a 30HaM SITUMHU-
HallU¥ COOTBETCTBYIOT TEPPUTOPHH 3a IIPEAEIaMU apeana.

Perynauus mapamMeTpoB MOMYJSLUU OCYHIECTBISETCS
JIBYMs MyTSAMHU: 32 CUET 0TOOpa M rubenu 4actu ocobei, u
HOJYYEeHUU HKOJOTMYeCKOM MHpOpManuy opraHu3sMami,
HaXOJALIMMHUCS B 30HaX TUCKOM(pOpTa, TaK KAK UMEHHO OHU
HEMOCPEJCTBEHHO KOHTAKTUPYIOT € (POHTOM BpPEIHOIO
¢dakrTopa. Ilockombky (akTOpoB cpeabl OYeHb MHOTO,
JIOJDKEH CYIIECTBOBaTh HEKHH “‘0000mIaronmuii  peryar”,
MOCPENICTBOM KOTOPOro JH000H (akTop cpeasl Mor Obl
JieiicTBOBaTh Ha Bce mapameTpsl nomyasuuu. [lpu stom, ans
3alycKa 3THX MEXaHW3MOB HE HMMEET, BUAMMO, HHUKAKOTO
3HAYEHUs, YeM BBI3BaH JUCKOM(OPT — MOpPO30M, 3aCyXOH,
TOJI0ZIOM WJIM Tlapa3utamu. Bce HeOmaronpusTHbie (GaKkToOpbI
Cpelbl, HE3aBUCUMO OT UX KOHKPETHON MPHUPOJbI, TPUBOJIAT
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K CTpeccy, TO €CTh Takas ‘“‘000O0IIeHHas” HSKOJOorhdecKas
uHbopManus Kak Obl “oJHOMEpHA” — TOJBKO “XOPOIIO” WK
“IJI0X0” M HE CYIIECTBEHHO, OTYETO XOPOILIO WU IJI0XO.

Crpecc

Bo3HukHYB OT NHCKOMGOPTHBIX YCIOBHM, CTpecC y
KUBOTHBIX M PAaCTCHUH MEPEBOAUT HKOJIOTHUECKYI0 MH(DOp-
MaIMio B PU3HOIOIHUECKYIO, KOTOpask KOAUPYETCsI KOHIEHT-
palusMM pa3iIMYHBIX TOPMOHOB B opraHusMe. JlaJbHEMNIIyI0
PETYJSLIUAIO B OPTaHU3ME BEYT YK€ TOPMOHBI.

Cmpecc y pacmenuii

Ilonarue “crpecc” BHOJHE MPUIOKHUMO HE TOJIBKO K
J)KUBOTHBIM, HO M K pacTeHusiM. B ycloBusix ‘“KecTKou
CTaTUYHOCTHU TOJIOXKEHHUS] MOJABJISIOUIET0 OOJBIIMHCTBA
pPaCTUTENBHBIX OPraHU3MOB OHU (PAKTHUECKHU BBIHYKICHBI
BOCIPUHUMATh BJIMSHHE CaMbIX Pa3JIMYHBIX CTPECCOPOB, HE
uzberass WX © TOJAarasch MCKIIOYUTENIBHO Ha CBOU
BHyTpeHHue 3amuTHbie pecypesl” (Ilareirun C. C., 2008). ¥V
repMapOUTHBIX PACTCHUHN CYIIECTBYET 3aMeTHasl TeHICH-
IUs yBEIUYMBATH COOTHOILIEHUE KOJMYECTBA MbUIBLIBI K
IPOAYKIMU CEMSH B YCIIOBHUSX CTpecca, TaKMX Kak 3acyxa,
HEJ0CTAaTOK MUTATEJIbHBIX BEIIECTB, MOBPEKICHUE pacTu-
TEJIbHOSITHBIMU >KUBOTHBIMM WJIM TIATOT€HHAs! MH(EKIIHUS.

Konuuecmeo nvinvysvl kak nepedamuux 3K0102U4eCKol
ungopmayuu y pacmenuti

OTIMYUTENBbHON YEPTON PACTUTENIBHBIX MOMYJISLMUNA
ABIIIETCS HENOJBIKHBIA 00pa3 KM3HU U NPUBA3AHHOCTH K
MecTy obutanus. KakoBbl K€ HMCTOYHMKH 3KOJIOTMYECKOU
uHpopmanuu y pacteHuii? Kak onu “y3HarT” 00 3KOJIOTH-
yeckod cutyauun? KoHeuHO, eciiu cTano XOJoJAHee WU
’Kapde, BIakHee WK cyuie, uHpopmaiuio o0 TOM pacTeHue
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MOJy4aeT HEMOCPEICTBEHHO OT W3MEHHUBIIUXCS (DaKTOpoB
cpenbl (oXJaxkaasch WK Bbicbixas). Ho ecnu Hapymmioch
ONTUMAJILHOE COOTHOILIEHHE TOJIOB, CKa)keM BO3HHUK jaedu-
LIUT MY’KCKOT'O MJIM >KEHCKOrO I0ja, KaK NepeaaeTcsl Takas
uHpopmanuus B monymsuuu pacreHuit? (I'eomaksa B. A,
1977a).

PaccmarpuBast apeasl pacTUTENBHOTO BHIa MOKHO
CUMTaTh, 4YTO B I[EHTpe apeana (BHYTpH, B TIyOWHE)
CYIIECTBYIOT B CpeJlHeM OoJiee ONTUMAaJbHbBIE YCIOBUS, B TO
BpeMsl KaKk Ha OKpaWHax, Ha ero mepudepun — Oonee
sKkcTpemManibHble. CaMoO CyIIecTBOBaHHWE TpaHUIBl apeala
O3HAYaeT, 4YTO B CBOEM €CTECTBEHHOW HKCHAHCHUU BUJI
HATKHYJICSI B ’TOM MECTE Ha “CTEHKY’ AKOJIOTMYECKOW HHUIIN
10 TOMY WJIM MHOMY (akTopy cpenbl. Ha pa3HBIX ydacTkax
TpaHULBI TaKUMH (pakTOpamMu MOTYT OBITh HU3KHE WU
BBICOKME TEMIIEpaTyphl WM Pa3JIMYHbIE KOHIEHTPAIUH:
BJard, NUTATENBHBIX BEIIECTB, BpParoB U Mapa3uTOB.
OueBUIHO TaKXKe, YTO B IIEHTPE apeaia MIIOTHOCTh TOIYJIsi-
[[UU MaKCUMaJbHa, a Ha epudepun — MUHUMAaJbHA.

EcrecTBeHHO TPENNoONOXKUTh, YTO B peaTu3alUU
MH(GOPMALIMOHHOMN CBSI3U MEXAY PAaCTEHUSMHU TJIaBHYIO POJIb
MOKET WIrpaTh KOJWYECTBO TBUIBIBI, MOMAJaroiee Ha
JKEHCKHUH 11BeTOK. Hanpumep, y 1BYZJOMHBIX WU IIEPEKPECT-
HOOIIBUTAIOIIUXCA BUAOB, IIPHU IMPOYHUX PABHBIX 06CTO§IT€JII:-
CTBaxX, TIoOMNajaHue OOJBIIOr0 KOJMWYECTBA IMbUIbLI Ha
MECTUK >KEHCKOTO PAacTE€HUs O3HAYaeT, YTO BOKPYI MHOIO
MYXCKUX pacTteHuid. HaobopoT, Manoe KOJIM4eCTBO MbUIBIIBI
— CHUI'HaJI O TOM, 4YTO H06.HI/I3OCTI/I MaJji0 MY’KCKHUX paCTeHHfI.
O4eBHIHO TaKXke, YTO B LIEHTPE apeaia KOJIUYECTBO MbUIbLIbI
CBOETO BHJA, MOMNAAAIOIIEE HAa PBUIbLE KEHCKOIO ILIBETKA
Oyzmer B cpeaHeM Bcerjaa Ooubllie, 4eM Ha mepudepuun
apeajia, M3-3a pa3HON IJIOTHOCTU MOMYJALHUH (KOJIMYECTBO
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“qyXOi” MBUIBLIBI, OYeBUIHO OymeT Oosnbiie, HA0OOPOT, Ha
nepudepun apeana). Jlanee, Bo Bcex 3KCTpeMaIbHBIX YCIO-
BUSIX CPeJIbl B IIEPBYIO OUEpeib THOHYT MY>KCKHE OCOOH, UTO
TaK)Ke TPUBOIUT K YMEHBIIICHHIO KOJTUYECTBA MBLIBITHL.

CrnenoBaTenbHO, KOJIMYECTBO IBUIBIBI MOXET JaTh
UH(POPMALIUIO )KEHCKOMY IIBETKY O TUIOTHOCTH MOMYJISLIUH, O
TPETUYHOM COOTHOUIEHHWH TI0JIOB BOKPYI HEro, O €ro
MECTOHAXOKJICHUU B LIEHTPE WM Ha nepudepun apeana, u
00 ONTHMAaJbHBIX WU SKCTPEMAaJbHBIX YCIOBHUSX CpEIbl.
[Nony4yenne OONBIIOrO KOJMYECTBA MBLIBIBI BCETAA HECET
UHPOPMAaLIKIO O OJaroNpHUATHBIX YCIOBUAX Cpebl U TpeOyeT
NPOM3BOJICTBA OOJBIIE JKEHCKHX IMOTOMKOB C MaJou
denoTunuyeckoi nucnepcueit. Ilonydyenne mMaaoro xKoauye-
CTBa TBUIBLIEI, HA000OPOT, HeceT MH(OpMaIUo 0 Hebaro-
HOPUATHBIX YCIOBUAX. DTO ObIBaeT 1100 Ha mepudepun, rie
CWJIHO TaJlaeT TUIOTHOCTh MOIYJISIIAU, JTUOO B HEHTpE, HO
IpU HACTYIUIEHUU TaM SKCTPEMaJIbHBIX YCIOBHMH, KOTOpBIE,
KaK MBI BHJICJIH, DTUMHHUAPYIOT B IEPBYIO 0YEPEb MYKCKHX
ocobeit. 1 1o, u apyroe TpeOyeT MpOW3BOACTBA OOJbIIE
MYKCKHUX TOTOMKOB C OOJIbIION (DEHOTUNUYECKON aucmep-
CHel M MaKCUMAaJbHBIM IOJIOBBIM JUMOP(PHU3MOM, YTOOBI
(dopcupoBaTh TOUCK HOBBIX ITyTEH Pa3BUTHSL.

Takum 00pazoM, BO BCEX ONTUMAJBHBIX YCIOBHSIX
Cpelbl KONWUYECTBO TBUIBIIBI, MOMAJAIONIEe HA IKEHCKUN
IIBETOK, OBIBACT B CPEJHEM Bcernia OOJbIlle TOTO KOJUYE-
CTBa, KOTOpPOE TMOMAJaeT B OKCTPEMAIBHBIX YCIOBHUSX.
WHBIMHA CJIOBaMH, MaJIO€ KOJHWYECTBO IBUIBILI BCETAa
03Ha4aeT “II0Xx0”’, a OOJNBIIOE KOJIUUECTBO BCETAA O3HAYAET
“xoporo”.

IIpu onbuleHMN MaJIbIM KOJMYECTBOM MBbLIbIIbI, KOI/A
B IIPOLIECCE OIUIOJOTBOPEHUS MOTJIM y4acTBOBAaTh HEKOHKY-
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PEHTOCIIOCOOHBIE TaMeThl, YBEIMYMBAIOCH pPa3sHOOOpasue
¢enorunoB nortomctBa (Tep-ABanecsn /. B., 1949; Ter-
Avanesian, 1978). /1. B. Tep-ABanecsiH nuIier, YTo OrpaHu-
YEHHOE OIBUICHUE phLIEI] IBETKAa IPUBOIUT K TOMY, YTO “B
pe3yapTaTeé BMECTO BBIPABHEHHBIX COPTOB IOJY4YarOTCs
TOMYJISIIUAN .

Cmpecc y dcugomuwix

JKuBOTHBIE aKTHBHO TEPENBHUTAIOTCA U “0O0mIaroTcs”
JIpyr C JApyrom (IepyTcs, yXaXMBalOT) U TaKUM OOpa3oM
MOJY4aloT 3Kojoruyeckyro uHpopmaruio. Hanpumep, eciu
B TONMYJSIMH JKMBOTHBIX BO3HUK JCPUIIMT CaMOK, TO
camIlaM MPUXOJUTCS Yalle JPaThCs 3a CaMKy WIH JUIUTEIb-
HO WCIBITBIBATh MOJOBOM rojon. CremoBaTelbHO, YacThIC
CTPECCHl Y JKMBOTHBIX M YEJIOBEKA IOJDKHBI MPUBOJIUTH K
MOBBIIICHUIO (EHOTHIUYEC-KOM (M TEHOTHIIMYECKOH, 10
BCEH BEPOSITHOCTH) NUCIEPCHH MOTOMCTBA, K yBEIHUYCHHIO
O MYXKCKUX TIOTOMKOB W K 0oJjiee BBIPAKCHHOMY
nojoBoMy auMopdusmy. ECTh OCHOBaHMS TakKe Iymarth,
YTO B TaKUX CUTyauusix Oyner HaOmogaTbes OOJbILas
W3MEHYMBOCTD MOJIOBBIX XPOMOCOM, M B TIEPBYIO O4epep Y -
XPOMOCOMBI, KOTOpasi ABJISIETCS CBA3YIOIIUM 3BEHOM MEXITY
cpenoit (IIMTOTUIa3MOM)  ayTOCOMaMH.

OT0 MOXeT OOBSACHUTH PAJl HEMOHATHBIX (aKTOB,
TaKUX KaK OTHOCHUTEJIIbHO Oojee KpymHbIE pa3Mepbl Y-
XpPOMOCOM Y HEKOTOPBIX 3THHYECKHX (HalpuMep, €BpeeB B
I'epMannn) wunm couuanbHBIX TPy  (3aKJIIOYEHHBIX) Y
YEJIOBEKa, WIM €€ IMOBBIIICHHYIO JUCIEPCHIO B 30HAX
BBICOKOM CEMCMHUYECKON AKTHUBHOCTU Yy TPbI3YHOB. B aroi
CBSI3M MOXHO MpEACKa3aTb HM3MEHEHUS pa3MepoB W/WUIH
JUcnepcur Y-XpOMOCOM B paillOHaX CWIBHBIX M YaCThIX
3eMJIETPSICEHUH, APYruX MPUPOAHBIX OEACTBUN M COLUAlIb-
HBIX CJIBUI'OB: T€HOLU/IA, IJIMTEIbHBIX BOMH, IEPECENCHUN 1

107



I'naBa 11. MexaHu3Mbl perysisuuu

rojioga, a TakKXKC Yy HWHTCHCHBHO 3BOJJIIONMOHHPYHOUIUX B
pesynbTate cenekimu BunoB (I'eomaksa B. A., 2000).

Co3gaBaemMble XpPOHMYECKHM CTPECCOM YCTONYMBBIE
U3MEHEHHMsS TOPMOHAJIBHOrO OajaHca MOTYT PE3KO IOBBI-
maTh TeMmrbl (OpMOOOpPa30BATEIHLHOTO IMpoIlecca Kak 3a
c4eT MOJU(PHUIMPYIOIIETO BIMSHUSA TOPMOHOB Ha PETYIATOP-
HbIe TPOIECChl B OHTOTeHE3e, TaK M BO3MOXKHO, B CHIY
MyTtareHHoi poiu ropmonoB (Canranuk P. U., 1968; Kerkis,
1975). Ilpu ctpecce y MbIIe HaOIIOIAI0Ch YBEIUYCHHE
YacTOTHI IOMUHAHTHBIX JICTAIBHBIX MYTAIlHid, @ Y CAMIIOB —
YacTOThl XPOMOCOMHBIX HApyIIEHHH B CHEPMATOIUTaX
(bopomun I1. M., I'opnos U. I1., 1984). Crtpecc Bo Bpems
OepeMEeHHOCTH Y MBIIIEH cOCOOCTBYET O0Jiee OTUETIMBOMY
NPOSIBIICHUIO ~ TCHOTHIMYECKOW  W3MEHYMBOCTH  Beca
sHA0KpuHHBIX xene3 ([ronep JI. u ap., 1976).

Peryasiuus napameTpoB nomyJissuun

Jlucriepcusi, COOTHOIIEHHE TIOJIOB W IIOJIOBOH
quMop(hU3M paccMaTpUBAIOTCS TeOpHUel HE KaK KOHCTaHTHI,
CBOMCTBCHHBIC JAHHOMY BHJIY, a KaK TIICpEMEHHBIC U
perynupyeMble BEJIMYMHBI, TECHO CBSI3aHHBIC C YCIOBHSIMHU
CpeIbl ¥ OTpEIETISIONINE, B CBOIO OYepe/ib, BONIOIUOHHYIO
IUIACTUYHOCTh  Mpu3Haka. [lockombky B  HM3MEHUMBOM
(3KCTpemManbpHOM) cpee Tpedyercs 00nbIIasi TIACTHYHOCTD,
4YeM B CTaOWJIBHOM (ONTUMANIBHON), TO B CTAOWUIBHOU Cpefe
OHH JIOJDKHBI YMEHBIIATHCS, @ B U3MEHYHBOM — PaCTH.

Pezynayusa oucnepcuu 8 yhumaphwix cucmemax

ITo cpaBHEHUIO € MOJOBBIM AUMOP(HUZMOM, TUCTIEPCHS
Oosiee oOmiee sSBIEHHE: OHA Ba)KHA HE TOJIBKO JUIS Pasfelib-
HOTIOJIBIX (pOPM, HO U AJisi OECHOIBIX U TepMappOIUTHBIX.
[ToaToMy HOJKHBI CyIIECTBOBAThH Oosee 00IIMe MEXaHU3MBbI
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perynsauuu. Perynsauus nucnepcuu (G) Ha ypoBHE MOHOMO-
JTAJIbHOW, YHUTapHOW CHCTEMBl MOYKET OCYLIECTBISATBHCS 3a
CYeT M3MEHEHHUs COOTHOIIEHHS TOMO-TETepo3uror. PaHee
ObuUla TIOKa3aHa KOHCEpPBaTHBHAs pOJIb TETEPO3UTOT U
OTlepaTUBHAS POJIb TOMO3UTOT JUIS BCEX AUIUIOUIHBIX (HOpM
(Geodakian, 1987;2005a). B mnpocreiilem ciiyyae MOHO-
THOPHUTHOTO CKPETTUBAHHMS:

2Aa — AA +aa,

FOMO3UIOTHU3aIMs (CABUI PaBHOBECHUS BIPABO) NMPUBOAMUT K
Mepexo/ly TCHOTHUIIOB C IICHTpa Ha Mepudepuio U yBEITHYH-
BaeT JUCIEPCHUIO, TOTAa KaK reTepO3UroTU3alus NPUBOIUT K
obpatHOoMy 3(pdekTy (Mambie Kpyru Ha Puc. 14). DBOJIOIUS
TeHa UJET OT TOMO3HUIOTHI (aa — T'€H HBOJIOIMOHHO CTaOMIb-
HBIM, CHMMETPHYHBIN) uYepe3 rerepo3urory (aA — reH Ha
ABOJIIOIIMOHHOM Mapilie, aCMMMETPHYHBII) K HOBOMY CTaOu-
JBHOMY, CHMMETPUYHOMY COCTOSIHUIO (AA).

DTOT MEXaHU3M CIOCOOCH PeryJupoBaTh AUCIEPCHIO
Y aBTOMATHYECKH TMOJJICPKUBATH €€ ONTUMYM HE TOJIBKO Y
pasneabHONONbIX (PopM, HO B Yy OECHONIBIX B repMadpoanT-
HeIX. bbuto mokazano (YerBepukos C. C., 1926; Fisher,
1930; Mather, 1953), 4uro HM3MEHEHHE DPABHOBECHS BIICBO
(rubpuauzanus, ayrOpUIMHI) YBEJIMYUBAET T€TEPO3UTOT-
HOCTb, YBEJIIMYMBAET MOTEHUUAIbHYIO HM3MEHUYMBOCTh U
Cy)KaeT JHCIEPCHI0, TOrJa Kak H3MEHEHHE pPaBHOBECHS
BIIPaBO (MHOPUAMHT) YMEHbIIAET IeTEPO3UTOTHOCTD, YBEIH -
YUBAET CBOOOHYIO U3MEHYUBOCTH M IUCTIEPCHIO.
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A

A aa "-1-4 X

Puc. 14. Oboouwennan cxema pezynayuu oucnepcuu (o)
(manvie Kpyzu) 6 ynumaphuix cucmemax. /lnsa
OunapupIx cucmem Kax@codas noocucmema umeem
ceoe pacnpedenenue.

I - zenemuueckas unghopmayusa npusnaxa,

D — uacmoma npu3zHaxa.

Buwioenenvt mpu knacca npusnaka: mooanvHulil
(cemepo3uzomul, Aa), u OMKIOHEHUS OM HE2O
(como3uzomot: aa, AA).

Pecynayus oucnepcuu nonos u nonogoeo oumopgusma
Perynsmuio  gucmepcuud  TOJOB W TOJIOBOTO
nuMophu3Ma y pasaenbHOMONBIX (OPM  OCYIIECTBISIOT
MIOJIOBBIE XPOMO-COMBI. CXEMBI PEryJIATOPHBIX MEXaHHU3MOB
AHAJIOTMYHBI TAKOBBIM B XOJIOJUIBHUKE WK TepMocTate. Bo
BCEX CJIyYasX CYIICCTBYET JBa MEXaHH3Ma: a) MEXaHHU3M,
YCTaHABIMBAIONIUN ONTHUMYM pETyJIUpPyeMOro mapamerpa
JUIS TAaHHOW SBOJIONMOH-HOW CHUTyallMd W 0) MEXaHHW3M
OTPULATEIBHOU oOpaTHOI CBSI3H, cleasaIu 3a
OTKJIOHCHHSIMH OT ONTHMYMa W TIOJJEPKU-BAIOUIUN 3TOT
ontumyM (Geodakian, 1987). Ilpu sTOoM, X-XpOMOCOMBI
OCYIIECTBIISIIOT OTpHUIATEIbHBIE OOpaTHBIC CBSI3M, a Y-
XpOMOCOMa — IMOJIOKUTEIbHBIE (cM. Tabn. 2 Fn. 6).

110



I'maBa 11. MexaHu3Mbl perysisuuu

YnonpaenAeMHEe NOJZCHCTEMH
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Puc. 15. Pecynayus oucnepcuu u oumopguszma y uenogexa
(6onvuue xkpyeu) (I'eooakan, 2005a).
Max oumopghuzm pooumeneii daem min oumoppusm
nomomcmea (1) u naobopom (2).
I'Iy, I'V/IJT — nonoeoii u namepanshblii OuMoOpHu3sm.
I — 2enemuueckas ungopmayusa npu3HaKa, n — uacmoma.
K, M — non; 11, JIII — nonywapus, JIP, IIP — pyku.
Tpu Kknacca npuznaxkoe: mooanvhwlil (cemepozuzomol, Aa),
min u max OmMKIOHEHUs OM He20 (2omo3uzomul: aa, AA).

JUiss  coxpaHeHHMs ONTHMajbHbIX (Opt) 3HAYCHHH
TEHOTHUITMYECKOTO TI0J0BOr0 auMopdu3ma, HEoOXOAuMO,
4TOObI TIOTOMCTBO DPOAUTENEH C ONTHMAJILHBIM MOJOBHIM
TUMOpP(HU3MOM MMEIO TaKOH K€ ONTUMANbHBIN AUMOPPHU3M.
[MoromcTBO ponuTeneil ¢ MaKCUMAaJIbHBIM TTOJIOBBIM JHMOP-
¢uzmom (Pmin x d'max), HOIKHO HUMETh MUHUMAJIbHBINA
nonoBoit  gumopdusm (9 Ymax, Jd3min), u HaoGopoT
(Puc. 15) (I'eogaksn B. A., 2005). 1y 3TOro KOJM4ecTBEH-
HbIe MPU3HAKHU CHIHOBbS JIOJDKHBI HACIEAOBAaTh OOJBIIE OT
MaTepel, a JIouepu — OT OTLOB. DTO OOecneunBaeT nepe-
KpPECTHOE HaclleJJOBaHHE OTLIOBCKON X-XpOMOCOMBI, COXpa-
HEHHE ONTUMAIBHBIX (Opt) 3HAYEHUH TE€HOTHUITMYECKOTO
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noJjoBoro aumMopgusMa. A Y-XpoMOCOMHOE HacielOBaHHE
oOecrieunBaeT ero u3MeHeHue. Maible kpyru Ha Puc. 15
MOKAa3bIBAIOT  PETYyJSIUI0  JAMCIEPCUH  Ha  ypPOBHE
CYOTOMYJISIIIAK OJTHOTO TI0Ja), OOJBIINE KPYTH — PETyISIUI0
TUCTIEpCUU U TuMOop(du3Ma Ha YpOBHE BCEHl MOMYISAIUU.

CrnenoBareiabHO, MBI MPUXOIUM K BBIBOJY O OOIBIIEH
perynsaTopHod MoaupuKaTopHOl posau  X-XpOMOCOM IO
CPaBHEHHIO C ayTOCOMAaMH B OIPEAEIECHUN HOPMbI PEaKIHU
W KOJWYECTBEHHBIX TPHU3HAKOB. bOnbIIMe KOppesiuu
“MaTh — CbIH’, “OTell — J0Yb~ IO CPAaBHEHHUIO C “‘MaTh —
n04b”’, “oTell — ChIH’ TIO KOJMYECTBEHHBIM MPHU3HAKAM
ONHUCHIBAJIMCh M oOCyxnanuch HeonHokpaTHo (Beilharz,
1961,1963; Brumby, 1960; Pahnish et al., 1961).

Pecynayus coomnowenus nonog

Cuutaercs, 4Yro OAHOW u3 (YHKIMH TMOJOBBIX
XPOMOCOM SIBJISIETCST 00ecTieueHrne COOTHOIIEeHUs 1oJioB 1 : 1
U ero mocTosiHCcTBa. 110 HOBOM KOHIIETIIIMU UX POJb CBS3aHA
HaoOopoT, ¢ ero wum3MeHeHweMm (perymsuuert) (I'eomaxsH
B. A., T'eonaksiu C. B., 1985; I'eogaksu B. A., 2000).

OT00p ciepMaTo30uI0B

SIMuKku MHOTHX BHJOB, B YAaCTHOCTH CJIOHOB, €)KEH,
NTHUI], & TAK)KE KUTOB M TIOJCHEH HAXOMITCS B OPIONTHOMN
MOJIOCTH. Y dYelNoBeKa W MHOTHUX MIICKOIMTAIONINX SUYKH
HAXOJSATCS BHE TEJIA B MOIIOHKE. SIMYKM 3aKJIaJbIBAIOTCH B
OpIOITHOM TOJOCTH M B TEPBBIC TOJBI KU3HHU OIYCKAOTCS
Hapyxy. Jlonroe BpeMs OMOJIOTH MBITAIUCH MOHATH JIJIs1 YEro
HYXEH TaKoW yA3BUMbBIM au3aiiH. Cuwuraercsi, 4To IeJb
BBIHOCA — MMOHUKEHUE TEMIIEPaTyphl MPU KOTOPOH MPOUCXO-
IUT CIepMaToreHes (TemmepaTypa KpOBH JIOCTHTaroIIel
smyek Ha 1.5-2.5°C wmenbiue Temmeparypsl Teia (Saladin,
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2004). Ognako, OYEBUAHO, YTO CIIEpMa MOXKET NPOU3BOJIHU-
TbCS BHYTPEHHHMH SMYKaAMU TIpU TeMIlepaType Tena
(Freeman, 1990). BeiHOC siuek TakyKe TOKEH MPOUCXOIUTh
MpeXJIe BCEro y ITHUIl, TaK KaK MX TeMIepaTypa Teja Ha
HECKOJIbKO TpajJyCOB BBIIE, YE€M Y MJEKOMNUTAIOIINX.
OnHako y NTHUI, UMEIOIIUX TOMOTAMEHBIX CaMIIOB, STMYKH
HAXOJATCS B OPIOIITHOMN TOJIOCTH.

C pa3BuUTHEM BHYTPEHHETO OIUIOAOTBOPEHUS UCUYE3AET
HEO0OXOAUMOCTh B 00JIBIIIOM YKciie TameT. OTHAKO TOABEPT-
Jach PENYKIMH TOJIBKO >KCHCKas JIMHUA — OT MHWJIJIMOHOB
SUICKIETOK Y pbI0O 10 HEOOJBIIIOr0 KOJWYECTBA Y
MJICKONUTAOMMX. UYHUCIO0 CHepMaTro30HJIOB OCTAIOCh Ha
YpPOBHE COT€H MWIIMOHOB. [loaaepkaHue ‘‘momynasiMoOH-
HOM~’ CHCTEMBI B CIEpPMAaTOr€HE3€ U OSKOJOruveckas
CIIELUANIM3aIUs MY>KCKOTO T0J1a MO3BOJISIIOT MPEANONI0KUTh
CYIIIECTBOBAHUE ECTECTBEHHOrO OTOOpa CIepMaTO30HI0B
(T'eonmaksia B. A., 1978r; Geodakyan, 1978). Jlns >KUBOTHBIX
C MaJblM KOJWYECTBOM IIOTOMCTBA W PEIKOM CMEHOU

ITOKOJICHHH 3TO MOJKET OBITh ITOJIC3HBIM.

Jlnst peanu3aiiiy Takoro oTdéopa HE0OXO0AUMO, YTOOBI
oTOupaemble TeHbl ObUIM MpeACTaBleHbl B (DEHOTHIIE
crepMaTo30u10B. MOKHO HPEONI0KUTh, YTO 3TO TOJIKHBI
OBITH TE€HBI CTAOWJIBHOCTH K HambOosiee oOmmMM ¢akTopam
cpeasl, Hanpumep teMmieparype. Ecim 310 Tak, To MeHne-
JIEBCKOE pacrpenesieHue (EHOTUIIOB JOKHO HapylIaThCs
IPY CKPEIIMBAaHUH T€TEPO3UTOTHOTO Camila ¢ TOMO3UTOTHOM
camkoil. Takue HapymeHusi ObUTM OOHAPYKEHBI Yy MBbIIIEH
Opyu mepegadye reHa OECXBOCTOCTH OT TETEPO3UTOTHOTO
camia K €ro MoTOMCTBY. B peuunpokHOM cKpeuuBaHUN
addekr orcyrctBoBan. JlnmmHAa  XBOCTa  CBsA3aHA  C
temnepatypoid cpeasl. CornacHo mnpaBwily AJUleHa 4YeM
nanpiie Ha CeBep HAXOAMTCS TOMYJSALUS KHUBOTHBIX, TEM
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KOpOUY€ y HUX XBOCTBL. Y I'PBI3YHOB, COIECPKABIUUXCA IIPU
AKCTPEMAJIBHBIX TEMIEPATYpaX, IJIMHA XBOCTAa M3MEHSJIACH
COOTBETCTBEHHO.

Bropoe ycioBue HeoOxomumoe g oTOOpa
CIIEpMaTO30MJ0B — UX KOHTAKT cO cpenoil. [Ipu HapyxkHOM
OIIOIOTBOPEHUH CIIEPMATO30UAbl HUMEIN TEMIIEPATYPHBIN U
XMMHYECKH KOHTakT co cpepoil. Ilocme mnepexoma k
BHYTPEHHEMY OIUIOOTBOPEHMIO ATOT KOHTAKT OB yTpaydeH.
Y TeMJIOKPOBHBIX >KMBOTHBIX TOJIbKO TOBEPXHOCTH Tela
MMeeT TeMIIEPATYPHBbI KOHTAKT €O cpenoi. Bo3mMoxHO 310
MIPUBEJIO K BBIHOCY SIMUEK U3 OPIOLIHOM MOJIOCTH, B TO BpeMsl
KaK SUYHUKU OCTaJIUCh BHYTpH. [IOHATHO moyemy y ouyeHb
OONBIIMX W BOJHBIX JKUBOTHBIX HE TOJBEPKEHHBIX
3aMETHBIM KOJIEOAHUSIM TEMIEpaTyphl, SUYKU HAXOJATCS B
OPIOIIHOI MONOCTH.

Tor ¢akr, 9yTO y NTHI, MMEIOIUX TOMOTaMETHBIX
CaMIIOB, SIMYKH HAaXOASTCSA B OPIOIIHOW MOJOCTH ITO3BOJISET
3aKJIFOYUTh, YTO OTOOP CIIEPMATO30UI0B BO3MOXKEH TOJIBKO Y
reTeporaMeTHOro I0JIa U PEANN3yeTCs TOJIBKO Y Y -HEeCyIInX
crnepMaTo3ou1oB. Bo-mepBbix Y-xpomocoma ‘‘FKoJoruuec-
Kasg® W pealu3yeT KOHTaKT co cpenoil. Bo-BTophix,
NOSBJICHHE CaMLa C HEOOXOJUMBIM TE€HOTHUIIOM Ooiee
dpPEKTUBHO U aJanTaliy TONMYJISIHHA, TaK KaK camell
IPOM3BOJIUT OOJIbIIE MOTOMCTBA. MI3BECTHO, UTO y CaMIIOB C
PEIKMMH T€HOTHIIAMH TIOBBIIIACTCS IOJIOBAsI aKTUBHOCTH U
OHa peryaupyercs Y -XpOMOCOMOM.
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HoBas xoHuenius MOJOBBIX XPOMOCOM — 3TO HE YTO
WHOE, Kak u3oMop(dHas TpaHchopMaIWsl IEOMOYUOHHOU
meopuu noiad Ha XPOMOCOMHBIA YpOBEHb, IMOITOMY
MOATBEPXKICHUE (WJIM OIPOBEPKEHHE) OJIHOM U3 HUX
NOATBEPAUT (WM OMPOBEPTHET) Takxke Jpyryro. DakThl,
MOJTBEPKIAIOIINE TEOPHUIO TI0Ja, OBLIM M3JIOKEHBI B Psijie
crtateit u MmoHorpaduii (6onee mnoapodbHO cM. ['eomaksn
C.B., 2012;20236).

Kputuka teopuii

KpuTnka OCHOBHBIX TIONIOKEHUH TEOpUU TMona |
MOJIOBBIX XPOMOCOM B JIUTEpaType OTCyTCTBYeT. [Ipemcka-
3aHHE TEOPUU O TOM, YTO OONBIIMHCTBO MYTALUU TOJIKHO
BO3HHKATh B Y -XpOMOCOME, COBITJIa€T C BHIBOJAMH MTPOCKTA
“I'enom uenoBeka”. B mocnennee Bpems Ha 3amaje IUPOKO
ynotpeonsietcss TepmMuH “‘HampaBnsemasi caMiiamu 3BOJTIO-
mus” (“male-driven evolution”) (Miyata, 1987; Shimmin,
1993). CymiecTBytomue B3TJISABI O MPOUCXOKIECHUN TOJIO-
BBIX XpOMOCOM U3 ayTOCOM COBIMAJAIOT C TEOPUEH, OHAKO
no MHeHuto B. ['eonmaksiHa, WCU€3HOBEHUS Y-XpPOMOCOMBI B
nanexom Oynymem (Aitken, Graves, 2002) MOXHO 0XHIATh
TOJILKO TIOCJ€ OYeHb JOJrOoro CYyIIeCTBOBAaHUS BHAA B
ctabunbHOM cpene. Ilpm n3MeHeHWHM YCIOBUH cpenbl U
Hayajlle HOBOTO TMEpHOJAa SBOJNIOIUH, POJb MOJOBBIX
XpOMOCOM BO3bMET Ha cebs o1Ha 3 map ayrocom (Carvalho,
Clark, 2005). Ilpeacka3aHHble TEOpPHEH THUIIOTETHYCCKUC
MapHIpyThl MEPEXOJAO0B T'€HOB IO XPOMOCOMaM HUYEMY HeE
MPOTUBOpEYAT, TaK KaK APYTUX TEOPHM HE CYIIECTBYET, a
KOCBEHHBIM TOATBEPKICHUEM SIBISECTCS HEpaBHbIM Y — X
kpoccunrosep (Winge, 1927).
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Poaurtenbckue 3¢ dexTol

Om mamepeii Mbl noayuaem cmapyro
2eHemuyecKyro uHpopmayuio,

a om omyos — “‘nociedHue Hogocmu’ I80a0YUU
B. I'eooaxan, 1965

Ponutenbckue 2ppekThl ABIAIOTCS XOPOIICH MOJIETBIO
JUTSI TIPOBEPKU OCHOBHOTO TIOJIOKEHHUSI TEOPUH, YTO HOBBIC
reHbl MBI TIOJy4yaeM OT OTIOB, a CTapble — OT MaTepei.
I'enom camku coctout u3 C+nAA, a camma — nAA+H, rae
C — crapsie renbl, H — HOBBIE, N — YUCIIO Map ayTOCOM B
redome. Hucno u cootHomenue 3-x tunoB reios: C, AA, H
3aBHCHUT OT JKOJOTWYECKOW HumM Buma. Yem crabuibHee
cpena, reM menbitie H/(C+nAA), u Ha060pOT.

[Tpu nMBEpreHTHON BOJIOIUU BCEraa ObIBaeT CTAIu,
KOrJla MYXKCKOH MOJ, Kak aBaHTapi, yXe OumojajeH, a
JKEHCKHIl — apbeprapi, €Iie MOHOMOJAJICH, Torja o6a
rubpuaa, ABYX pa3HBIX CaMIIOB C OOIIeH caMKoil, mpu
aJUINTUBHOM HacnenosBanuu, (9 + &) /2, momamaror B BH
otia (Puc. 16). A mpu KOHBEPIE€HTHOW SBOJIONHUU IBYX
BUJIOB, CaMIlbl [0 HOBOMY IPHU3HAKy YK€ OJMHAKOBHI, a
caMKH emié pa3Hple U 00a THOpH/IA MOMAIAI0T B BUJl MATEPH.
Ot0 “Qunocenemuyeckoe npasuno peyunpoxkHwvix IPgex-
mog”: 'y PEUUNPOKHBIX THOPUAOB MO JHUBEPTHPYIO-IUM
npU3HaKaM POJUTENIed JOHKHA JOMHHHUPOBATH OTIIOBCKAs
dbopma (mopoaa), a 0O KOHBEPIHUPYIOIIUM — MaTEPHHCKAs.
[TockonbKy 3BOJIIONMS B MHOTOMEPHBIX HUIIAX (TPOMUKH) U
BCS CEJIEKLIMS TUBEPreHTHA, OTIOBCKUH 3¢ (deKT HabmoaaeT-
Csl HAMHOT'O YaIlle MAaTePUHCKOT0. A KOHBEPI'CHTHAS HBOJIIO-
sl ObIBa€T B OJHOMEPHBIX HHUIIAX, IJI€ TOMUHHUPYET OJUH
dakTop cpeapl: MOpPO3 3a MOJIIPHBIM KPYTOM, WA XKapa B
MyCTHIHE.
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Kepeden Océn Camen de.10r0
e e FanaN

JlomagnHEIE

Yépyhie
Jomar Mya
MeaBean
Pt P Pt
CaMKAa TapmaHa CaMgka 9épHoro CaMia 6yporo
;[HBEPFEHTH&H 3BOJIOIHA KOHBEPFEHTH&H
OTHOBCKHIl ypdekt MaTepHHCKHIl

Puc. 16 Tpaxmoeka peyunpoknuix sgpghexkmos. Ilpu
OuGepzeHMHOI IBONIOUUN 2UOPUOLL nONAOAIOm
6 6UO0 omua, @ npu KOHEEPZEHMHOI — 6 8UO Mamepu.

B Tom cnydae, Kkorza TeHbl, KOHTPOJIMPYIOIINE
(GbopMHUpOBaHKE TOTO UM MHOTO MPU3HAKA, JIOKATU30BaHbI B
ayTocoMax, Hacjel0BaHHE OCYILECTBIISETCS HE3aBUCHMO OT
TOro, KTO W3 poauTeneil (MaTh WIM OTEL) SBISETCS
HOCHUTEJIEM H3y4aeMOro Ipu3Haka. Hamumune nosaoBbIX
XpOMOCOM MEHSIET XapaKTep HacjeOBaHMs IMPU3HAKOB. Y
BUJIOB C MY’KCKOM T'€T€pOraMeTHOCTBIO, T€HbI (U CBSI3aHHBIE
C HHMMM [pPHU3HAKH), JIOKAJIU30BAHHBIE B Y-XpOMOCOME,
NEePEAATC TOJBKO II0 MYXKCKOM JIMHHMM. ['€Hbl Haxonsd-
IIMECs Ha HErOMOJIOTMYHOM Yy4acTKe X-XpOMOCOMBI Iepe-
narTcd 000MM IojlaM, HO Yy CaMIIOB OyIyT MpPOSBIATHCS
Jla)ke B TOM cllydae, eciid OHU peueccuBHbl. CaMKu Haciie-
IYIOT 1B€ X-XPOMOCOMBI U UMEIOT BO3MOKHOCTh KOMIIEHCA-
UH Je(PEKTHBIX T€HOB.
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"Omyoscxuii” s¢ghgpexm
“— Heyocenu ne ysnaeme? A medxcoy mem muozue
HAxo0sm, 4mo s nopa3umenbHO NOX0NHC HA C80e20 OMYd.
— A moaice noxoor na ceoeco omya, — Hemepneiugo

ckazan npedcedamens. — Bam ueeo, mosapuwy?”’
“Sonomoti menenox” (U. Unogh, E. I[lempos, 1993)

Pomutensckue SddexThr BrepBble OBLIM  OMHCAHBI
celeKIMoHepaMu MyioB B Mamnoit Azum (Savory, 1970).
PenmnpokHbie THOPHUIBI JIOMIAIA C OCIOM, TOSIBUIUCH ~8-10
TBIC. JIET Ha3aJl, HO 0 CUX MOp KJIACCHUYECKas r'eHEeTHKa He
MOXXET OOBSICHUTD ATy 3IMOXANTBHYIO 3arajky ‘“‘aCHMMeTpuu’”
poauTeNei: moueMy M MYJ M JIOIIAK IOXO0XKM Ha CBOMX
oT1oB (Puc. 17). Jlomans u 0cén BO3HUKIIM TUBEPTEHTHO OT
obmiero mpeaka TapraHa (Wim jomaau IIpkeBamabckoro).
Xpomocomuas popmyna myna: 9, + Jdo=C, +nA A, + H,
gomaka: o+ dy=Co+nAA,+H, a Tak Kak npu
JTWBEPTEHTHOM  DBOJIIOIMHM  CTapble TEHBl  OJIMHAKOBBI:
C,=C,~=C,, a HOBBIE passbie: H,# H,;, To ob6a rubpuna
MOMAaJIal0T B TOPOAY OTIIA.

IlockonpKy mpennaraeMas KOHLETIINSA pacCMAaTPUBAET
MOJIOBOM  AMMOp(U3M Kak CJIEJICTBHE Te€TEPOXPOHHOU
SBOJIIOLIMM MPU3HAKOB y MY)KCKOTO M KEHCKOTO I0ja, Kak
ABOJIIOLIMOHHYIO “IUCTAHIUIO” MEXAY I0JIaMU, TO €CTECT-
BEHHO OXHJAaThb MAaKCHUMAJIbHBIX IPOSBIICHUN IOJOBOTO
auMopdu3Ma Mo IBOJIOMUOHUPYIOIIUM (HOBBIM) IpH3HA-
KaM. Y 4YeloBeKa K TaKOBBIM, BHUAMMO, MOXXHO OTHECTH B
IIEPBYI0 OdYepelb BCE, YTO CBSA3aHO C KOpPOM TIOJOBHOTO
MO3ra, a Y CEJIbCKOXO035HCTBEHHBIX KUBOTHBIX U PACTEHUHN —
BCE€ XO34MCTBEHHO-LICHHBIE IIPU3HAKU. B CBA3M ¢ MOIOM
MOKHO BBIIEIUTh TPU TPYNIBl NPU3HAKOB: NPHU3HAKU I10
KOTOPBIM TIOJIOBOM JAUMOpP(GU3M B HOPME OTCYTCTBYET,
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donkey horse

Puc. 17. Myn u nomax noxoxcu Ha c6oux omuo6

MMPU3HAKH, XapPaKTCPHBIC TOJBKO I OAHOTO I10Jia, H
IIPU3HAKHU, BBIPAKECHBIC B pa3H0ﬁ CTCIICHU Y 000UX MOJIOB.

O reHOTHIMHUYECKOM MOJIOBOM AUMOPQPHU3ME MO MPU3HA-
KaM, IpUCymiyuM TOJIBKO OJHOMY IIOJY MOKHO CYIUTH IIO
perunpokHeiM 3 dextam. Eciau no “crapbiM” (CTaOMIBHBIM)
MMpU3HaKaM reHeTUYEeCKU BKJIaZ OTLiAa B TIOTOMKA B CPCAHEM
HECKOJIbKO MEHBIIIe BKJIaJla MaTepu H3-3a MATEPUHCKOTO
s dexTa, 00YCIOBICHHOTO IUTOILIA3MAaTHYECKONH HACIIEACT-
BEHHOCTHbIO, TOMOTaMETHOW KOHCTUTYLIHEH U YTPOOHBIM
pa3BUTHEM y MJIEKOMUTAIONINX, TO MO “HOBBIM’ MPU3HAKAM,
COTJIACHO SBOJIIOIIMOHHOW TEOPHH T0JIa, BKIAJ OTIA TOJKEH
OBITH OOJBIIE. DTO MOXKET NMPUBECTH K KOMIIEHCAIIUH MaTe-
puHCKOTO d(ddexTa MO TakuM MNpPU3HAKAM U JaxXe K
MOSIBJICHHUIO TIPOTHBOITOJIOKHOTO €My “OTIOBCKOTO” 3¢ (dek-
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ta. IHBIMH cllOBaMHM, NpH Hepeaaye reHeTHuecKo uHdop-
MallMd 1O ‘“HOBBIM~ TMPU3HAKAM JIOJDKHO CYIIECTBOBAaTh
HEKOTOpOE JIOMUHUPOBAaHUE OTLOBCKUX IPU3HAKOB HaJ
MaTEPUHCKUMH.

Penmmpoxknbiit “oTroBckuid” 3(QPEKT MO3BOJSAET OTIIH-
YHUThH SBOIOIMOHUPYIONIUI IPU3HAK OT cTadmipbHOTr0. Ho oH
HUYETO HE TOBOPUT O HANpPaBICHUH JBOJIIOIUH MPHU3HAKA, O
KOTOPOM MOXHO CYIUThb IO 2eHOMUNUYECKOMY HOLOBOMY
oumopgusmy u eemeposucy. Paccmatpuasi siBICHHE TeTepo-
3Uca KaK CyMMAIIMIO HOBBIX JIBOJIOIMOHHBIX JTOCTHKCHHIA,
NpUOOPETEHHBIX JAUBEPIEHTHO, MOKHO TPEIIOI0KUTh, YTO
BKJIJ] OTIIAa B T€TEPO3HC TAKXKE JOJHKCH MPEBHINIATh BKJIA]I
maTepu. CTaHOBUTCSI TOHSITHBIM TMOYEMY IPH TETEPO3HCE,
KaK TMpaBWIO, YCHUJIMBAIOTCA MPHU3HAKUA TIOJE3HBIC IS
YeJIOBEKa, a He IS CAMHX MPETEPIICBIINX TeTEPO3UC BUJIOB,
HE3aBUCHMO OT TOTO, y KOTO HaOJIOMaeTCsl TeTepO3uC: Y
KYKYpY3bl, TOMAaTOB WX Kyp. [IOCKOJIBKY CENEKINI0 MOXKHO
paccMaTpuBaTh KaK HABS3aHHYIO YEJIOBEKOM KYJIbTYPHBIM
BUJIAM HCKYCCTBEHHYIO DBOJIOLHMIO, TO U BEKTOpP JTOM
IBOJIIOIIMHM M BEKTOpP TETEpO3MCa COBIAJAIOT C MHTEPECaMHu
YelI0BEeKa, a HE C IBOJIOLMOHHBIMU HHTEPECAMH 3TUX BUJIOB.

Emgé I'. Menaenp ormeuan "HEMEHIEIEBCKYIO" KapTH-
HYy HACJICIOBaHHUSA y HEKOTOPBIX PACTEHHUH, KOTAAa THOPHUIBI
uMmenu OoJplllee CXOJICTBO C PACTEHHUEM OIBUIUTENIEM
(Mendel, 1965). ¥ mpimeit B 5KkCiepuMeHTe HAOJIIOIAIIN IBA
TUMNA POIUTENBCKUX 3(P(PEeKTOB — KiIaccMuecKuil UMIPHUH-
THHT W JIucOajaHC B JKCIPECCHHM OTIIOBCKUX ajuteneii. B
60% ciyyaeB OTLIOBCKHE BapHaHThl I'€HOB JAEHCTBOBAIU
0osiee aKTMBHO Ha (pOpMHMpPOBAaHME MO3ra Mblmar. B utore
COCTaB M CTPYKTypa MoO3ra y IIOTOMCTBa ObUTH Oolee
CXO)KUMH C 3TUMH K€ XapaKTepUCTUKaMU Yy HUX OTLOB
(Crowley et al., 2015).
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VY CebCKOXO3SMCTBEHHBIX KXUBOTHBIX U PACTEHUU II0
MHOTHUM XO3SIHCTBEHHO-IIEHHBIM MpH3HAKaM HaOIroaeTcs
IIPOJABUHYTOCTh MYXCKOTO I10JIa, IO CPABHEHUIO C KEHCKUM.
CaM1ipl Jal0T HAMHOTO OOJIbLIE Msica M Jy4IIEro KadecTsa,
YeM CaMKH, Y HHMX BBILIE OIJIaTa KOpMa U JMHAMUKA POCTA.
B TOHKOpYHHOM OBLIEBOJCTBE, IYIIHOM 3BEPOBOCTBE,
KOHEBOJICTBE, OJIEHEBOJICTBE, LIEJIIKOBOJCTBE, B IPOU3BOJICT-
B€ KOHOIUIM MYXKCKHE OCOOM MPEBOCXOIAT >KEHCKUX IO
BCEM CENEeKIMOHHBIM KauecTBaM. OTioBckuii 3¢ dexT
YCTAQHOBJIEH 10 MHCTUHKTY HAaCH)XXKMBaHUS, CKOPOCIEIOCTH,
AWLIEHOCKOCTH U KMBOMY BECY Y KYp, O JIMHAMHUKE pOCTa,
YHCITy MO3BOHKOB M JJIMHE TOHKOTO KUIIEYHHKAa y CBHHEH,
0 YyJOI0 MOJIOKa U TPOAYKIMH MOJIOYHOTO XKHpa ¥y
KpynHoro poraroro ckora. Hamuume ormoBckoro sggekra
0 yJI010 U SIMIIEHOCKOCTH O3HA4aeT He YTO MHOE, Kak Oojee
BBICOKYIO TEHOTHIHMYECKYIO “yAOWHOCTH 'y OBIKOB U
“AHLEHOCKOCTD” y NETYXOB, YEM Y KOPOB U Kyp Te€X XKe
nopon (I'eomaksa B. A., 1979,1981).

Hanuuue “otroBckoro” sgdexra y MIEKONUTAIOLINX
MO3BOJIAET CUUTATh CYLIECTBYIOIIYIO TPAKTOBKY 3TOTrO
ABJICHUS Y Kyp (KaK CIEICTBHE I'€TepOraMeTHOW KOHCTUTY-
nuu camok) (dyounun H. I1., 'nemGouxkwuit . JI., 1967) no
KpalHel Mepe HeIOCTaTOYHOM. SIBlIeHHe ropas3ao mupe, OHO
CBSI3aHO HE TOJBKO ¢ (PEHOMEHOM 2emepo2amemHocmil, a v ¢
(eHOMEHOM nosa M € IBOIIOIMOHHBIMH MTPE0Opa30BaHUAMU
NONYJISINUA. Y MIIEKONMUTAIOIIUX OHO Peaanu3yercs, Mo BCel
BUJUMOCTH, APYTMMH, OTIMYHBIMM OT I€TEpOraMeTHOCTU
MEXAHU3MaMHU.

I'enetnueckas nHGOpMaILMS IO BTOPUYHBIM MOJIOBBIM
IpU3HaKaM (BUJIMMO, TaKXe U IO NEPBUYHBIM) MPUCYTCT-
BYET U y MYKCKOIO MU Yy >XEHCKoro mosa. “OTIOBCKUI”
a¢deKT Hapsay ¢ TEHOTHITUYECKUM TIOJIOBBIM JUMOP(HU3MOM
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MOJKET CIYKUTh CBHUIETEIICTBOM 3BOJIIOLMHU Npu3Haka. OH
MO3BOJIIET KAYECTBEHHO IPeACKa3bIBaTh Pe3yIbTaThl THOPU-
JU3AIMHA U OCYILIECTBIATh NMPaBHIBHBIA MOJ00P POAUTENbC-
KHX I1ap IPU CKPELIMBAHUSX.

OtioBckmid A (}EKT Mo aNKOroJIM3My ObUT YCTaHOBJIEH
I'. A. CxopoboratoBbim y yenoBeka (bammozex @. B. u np.,
2009). Css3aB BoeauHO (aKThl YBETWYECHUS TMOTPEOICHUS
QJIKOTOJIS C TEYEHHEM BPEMEHH U TOBBIIIEHHOTO yroTpeodie-
HUS aJIKOTOJISl MY>KUYMHAMH, U MPUMEHUB K HUM @uiozeHe-
mu4ecKoe npasuio Nnoi08o20 OUMOp@usma, OH TIPUILENT K
BBIBOJTY, UTO UJET MPOIECC IBOIIOIUU [0 OCBOSHUIO HOBOTO
npoAykra nuraHus — dTta”ona. JI. Opman u Il [lapconc
(1984, c. 367) 0OHApPYXUITH, YTO AJTKOTOJIMKOB B TOTOMCTBE
OTLIa-aJIKOTOJIMKA Ha NMOpsAAoK Oosnbie (26%), yem y matepu
(2%) n y 6pata 6omb1e uem y cectpsl (21 u 0.9%).

Inayenma — “myacckou” opean?

I'maBHasg waess AMXPOHU3MA COCTOUT B TOM, YTO OT
MaTepeil Mbl IMOJlydaeM CTapyl0 I'eHETHYeCKyr HHpopma-
1y (0 TMPOILIOM), a OT OTIOB — “‘NOCJIEIHHE HOBOCTH
HBOJIIOIMH (O HACTOSIIEM) IO3BOJSET OOBSCHUTH 3arajod-
HO€ OTKpBITHE JBYX T'PYII aHIIMICKUX ydeHbIX (Surani et
al., 1984, McGrath et al., 1984). DBonronMOHHAsS TEOPHUS
1oJjla OOBSICHSIET 3TO SIBICHUE TEM, YTO IMOPUOH — 3BOJIIO-
IIMOHHO CTapasi CHCTeMa, a 00O0JOYKH U IUIAI[EHTa — HOBBIE:
OHM HOABMINCH Yy BbICIIMX MiekonuTaromux. Crapyro
UHPOpPMALIMIO SMOPUOH MOJy4aeT OT MaTepu, a HOBYIO (O
Pa3BUTHH IUIALIEHTHI) — OT oTua (Puc. 18). Y Tpex 3uror B
onpitax Cypanm cocraB reHoB: (@ +Jd =C+nAA+H,
Q@+ Q@=2C+nAA, &+3=2H+nAA. Torma NOHATHO,
YTO 3arajika T€HOMHOTO WUMIPUHTHHIA, HE YTO MHOE KaK:
yaBoeHHbIe crapble (C) reHbl MaTepu WK yIBOCHHbIE HOBBIE
(H) — orma, TO ecTb OBOHHOH S3BOJIIOIMOHHBIN TOJOBOM
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Y npaEImoIHe POOHTENH
DOACHCTEMEL oTEI MATh
LT X
Hudopmanua HoBadA cTapad
Tlepecagxa T 6
NpOHYKIEYCOR -
10-cyTouHEE '?_Mﬁ'f}i.HOHH MEILIIH
P - Lnﬂ'é'uen’ral"—\’“
YnpaBnAeMELE ]
DOCHCTEMEL smbpHoH
@9 DT
Hudopmauna | crapasx crapad |HoBad x HoBad

Puc. 18. Y motuuu pazsumue cyzyoo »#cenckozo, HO I80NI0UUOHHO
“H06020” npusnaxka — naayenmul onpeoenarom
MydHCCKUE 2eHbl, A 001420, HO CIAPO20 IMOPUOHA —
ascenckue (I'eooakan, 2005).

nuMophu3M. 3HaYUT, pa3BUTHE BHE3aPOBILIEBBIX 000I0YEK
U TUTAIICHTHI OMPENEISAIOT MYXCKHE Te€HBI (2 HE KEHCKHE), a
“o0mero” >MOprHOHAa — KEHCKHE TeHBI (a HE MYKCKHE U
keHckue) (Puc. 18). Benp y sMOpHOHa T€HOB OTIIA M MaTe-
pH TIOPOBHY, a “‘cpesia’ MaTepuHCKasl.

Crano ObITh, MapTUTypa TCHOB MaTepu U OTHA B
sMOpuorenese coctout u3 3-x aktoB: 1. Cojio TeHoB
matepu (3%), 2. Aysr reHoB matepu u otua (95%)
3. Coso renoB oruma (2%). IlnaBHbIl mepexon OT T€HOB
MaTtepu K TeHaM OTHa. DTO M €CTh CaMo€ IMpPOCTOE U
JIOTUYHOE OOBSCHEHHE 3arafkd IUIaleHThl. | eHOMHBIN
UMIIPUHTUHT SIBJISIETCS YaCTHBIM cliydaem Oojee oOIero
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ABJICHUS ACUMMETPUU POAUTEIBCKUX TI'E€HOMOB, KOTOpas
MOKET TpOSIBIATbCS Kak B (GopMe MPUCYTCTBUA —
OTCYTCTBHS '€HOB, TaK U UX DKCIIPECCUU — PEIIPECCUN.

Ionosotl oumopguszm 6 aumpononozuu

[IpencraBineHuss HBONIOIMOHHOW TEOpHH ToOJa 00
000COOJIEHHOCTH HOBOM M CTapoil MH(POpPMALMU HA TPOTH-
KCHUU MHOTHX TIOKOJICHHH, C YyYETOM HCTOPUYECKHX
NPOIIECCOB CMEIIEHUS] STHOCOB, TAaKMX KakK: MepeceleHUs
(ygacTByrOT 00a moja OT OOOMX OTHOCOB), 3aBOCBAHMS
(3aBOeBaTENIM—MYKYMHBI, a B IMOKOPEHHOM 3THOCE — 00a
1ojia) W TIepecelieHHe JKEHIIWH 3aBOEBAHHOTO 3THOCA Ha
poAuHYy Hapojaa-3aBoeBartesis (2 )KEHCKHUX THoca U 1 myxc-
KO#), TO3BOJIAIOT OOBSICHUTH HEKOTOPHIC HEMOHSTHBIC
SIBIICHUSI B QHTPOTIOJIOTHH.

B TypkMeHcKOH mOMynsnud METOJO0M 0O0O0OIIEHHOTO
noptpera OblT OOHAPYXKEH YETKUIl TMOJO0BOW AuUMOphU3M:
YKEHCKHE TIOPTPETHI YKJIaAbIBAINCh B OIUH THUII, @ MY>KCKHE —
B nBa Ttuna (IlaBmosckuit O. M., 1980). Amnanoruynoe
SBJICHUE OBUIO OTKPHITO B KPAHUOJOTHU  Oammkup:
MOHOMOJAJIPHOE ~ pPAacIpeleleHUe IPU3HAKOB  JKEHCKHUX
yepenoB M TeTpamojanbHoe — Myxckux (FOcymor P. M.,
1986). Takas ke KapThuHa OblIa OOHapyXeHa II0
nepMaToriuduke, KOrJa y S>KeHIIMH — (opma oOmHOro
COCEIHEr0 3THOCA, a Y MY)KYHH — JAPYroro, Ajs 00Jarapckon
(JI.T. KaBrazoBa) wu 1 yAMYPTCKOW OIS
(Jonmunona H. A., 1989).

O1H, (aKThl, OTBEPraeMble HEKOTOPHIMHU aHTPOTOJIOTa-
MU U 3THorpadamu, MOJYy4alOT B CBET€ TEOPUM TOja
€CTeCTBEHHYIO MHTepnpeTanuto. Hacnencrsennas unpopma-
us OT POAMUTENIEH MOTOMCTBY IIPHU OIJIOJIOTBOPEHUH MOKET
nepeaaBaTeCs I0 KaHajlaM: MaTb — J104b, MAaTb — CBbIH,
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oTel — J04yb U orel, — chiH. OO0Imas yacTh MHpOpMaLuy,
KOTOpasi OJMHaKoBa Yy o0OOOMX TIOJIOB, Mepenaercs
CTOXAaCTUYECKU uepe3 Bce 4 kaHana. [loaTomy oHa OBICTpO
IEpEMEIINBACTCd U paclpesessieTcss paBHOMEPHO y o0oux
nojoB. YacTe dKoJMOrMUecKor wuHpopmanuu “HOBas”,
KOTOpas yXe Iolaia K My>KCKOMY T0JIy, HO eIlé He rnonajia
K JKEHCKOMY, NEpeNaeTcsi TOJBKO IO MYXCKOM JHMHHUH
(oremr — ChIH), TO €CTh 3aJEPKUBACTCA B MYKCKOM
MOJICUCTEME Ha HEKOTOpoe Bpems. Jpyras yacTth ‘“‘crapas’,
KOTOpas y’Ke€ yTpaueHa MY>KCKHUM I0JIOM, HO €Ill€ OcTaeTcs y
KEHCKOTo, IepefaeTcs TOJNbKO IO JKEHCKOM JIMHUU
(math — noub). Bpems ku3HuM “HOBOWM® W ‘“‘cTapoi”
UH(POPMALIUU PAaBHAETCS MOJIOBOMY TUXPOHU3MY — AT (AT —
CYLIECTBEHHO OoJjbllle, YeM BpeMs JKU3HU  OJHOIO
nokosieHus1). KakoBa MokeT ObITh IpHUMEpHas BEIMYMHA
nuxponusma? Cyzas mo ToMmy, 4yTo y Oosrapok “IMToBCKas’
nepMaTorimuka, a 'y 6onrap — “rypenkas’, a TypeIrKoe uro
JUIMJIOCH ~ 5 BEKOB, @ JI0 TOr0 ObIJIO JIMTOBCKOE LIAPCTBO, TO
3a ~ 25 MOKOJEHUW TypelKHe TeHbl HE MAOLUIM eIle 0
reHoma 0oJIrapox.

B kpanuonormueckom wuccinenoBanuu A. EBTeeBa
(2008) ObulO MOKA3aHO 3HAYMTEIBHOE PACXOXKIEHUE YPOB-
Heil mojoBoro aumopdusma Mexay OJM3KMMH BO BCEX
OTHOIICHHUAX TPYNIIAMA Ha TPUMEpPE JIOKAIBHBIX TPYII
Kapen (ceBepo-BocTok EBpombl) u OapaOMHCKHX TaTap
(Bamamnas Cubupp). Bce rpynmbl Kakaoro w3 HapoJoB B
1eJIoM OJIM3KH MEeXTy coboi Mopdosiornuecku U 06aaiaoT
JIOCTaTOYHO BBICOKOM CTENEHBI0 TOMOIEHHOCTH. ABTOpP
OTMEYaET, 4TO “‘CBOCOOpa3ne MYXYMH U KCHIIUH, BUIUMO,
MOXET COXpPaHATbCS B TEYEHUE MHOIMX IOKOJICHHH,” U
MO3TOMY  “IPEICTaBISETCS BEPOATHBIM CYIIECTBOBAHUE
MEXaHU3MOB NPEUMYILLECTBEHHONW peanu3aluu B (heHOTUIe
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IIOTOMKaA TOI>’I 4aCTHu I'€HOMa, KOTOpaSI Honyqua oT pO,Z[I/ITeJBI
TOrO K€ Ioia.”

B 3aBuCHMMOCTH OT TOTO, KaK MPOUCXOJUT CMEIICHHE
ABYX OTHOCOB, OOJI)KHBI Ha6JIIOI[aTBCSI Pa3HBIC PC3YJILTATHI.
[lpu cummeTpudHON eubpuduszayuu, Koraa BKIAJ MYKCKHX
U JKCHCKHUX TCHOTHUIIOB OT ABYX O3THOCOB B FI/I6pI/I[[HOG
MIOTOMCTBO OJIMHAKOB, KaX/IbI M3 HUX JaeT BCE TPU 4YacTH
(oOmIyro, MYXKCKYH0 M KEHCKYyI). I[lockonmbky OBICTpO
NepEeMENINBAETCS TOJIBKO O0IIas 4acTh WHPOPMAIIUHU, TO B
FI/I6pI/II[HOM 9THOCEC 6y;[eT o ABa TUIla MY>XYHH M KCHIIHH.
Ho Tak kak paziuuusi MEXIy MCXOIHBIMH 3THOCAMHU YacTO
HOCSIT JAMBEPreHTHBIN XapakTep, TO MY)KXCKHE TUIBI OyayT
YyeTye BBIICIICHBI, YeM JKCHCKHE. TeopHs MpelacKa3bIBacT
HalpaBJICHUC aCCUMHWIIIMU B 30HAX CMCHICHUA COCCOAHHX
9THOCOB II0 TpaHUIlaM. B 30HaX CMENICHUs, aCCUMIIUPYET
9THOC, C 60.]'[66 IIPHUBJICKATCIIbHBIM MYKCKHUM I1OJIOM.

Ecim ke  cMmemieHWe  ATHOCOB — NPOUCXOJIHT
acumMmempuyHo, TO €CTb C OJHOW CTOPOHBI Y4YacTBYIOT B
ruopuaAM3auy IBa Ioja, a C JPYrod — TOJIBKO OJIUH, TO
TOrAa B TMOPUIHOM MOTOMCTBE OyIyT COOTBETCTBEHHO WIIU
2 TUMa MYXXYHH ¥ | THIT )KCHITUH (3aBOEBATEIIM-MY>KUYUHBI B
no0OeXACHHON CTpaHe), Wi, HA000POT, 1 THUIT MYX4YUH U 2
THUIA XCHIIUH (YTHAaHHBIC )KEHIIMHBI B CTPAHE 3aBOEBATEIIS ),
TaKk Kak B IIEpBOM Cllydae OTCYTCTBYET ‘‘crapas’ 4acTb
uHpopmanuu (cyryoo >KeHCKas) 3THOCa-3aBOEBATeNs, a BO
BTOPOM — “HOBasi” (MyXcKas) mOOeXIeHHOro 3THoca. Ilpu
5TOM B apeaje THOPUAM3AUA MOXKET HaOII0JaThCS
eeoepaghuueckull nonoou Ooumopguzm — KIHHAJIBHOE
U3MEHEHHE TI0JIOBOTO  AuMopdu3Ma, KOTOPBIA  TaKUM
00pa3oM, MOYKHO CBsI3aTh C MCTOPUYECKHM HaIpaBICHUEM
MOTOKOB MY>KCKUX HJIU KEHCKUX F€HOTHUIIOB.
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HHTEepecHO OTMETUTh, YTO OCTPOBHAsl MOMYJIALHUSA
(SIMOHCKast) B MOJTHOM COOTBETCTBUU C TEOPUEH OKa3bIBAETCS
MOHOMOJANBHON i oboux mosoB. CrenoBaTenbHO,
HONYJISLMOHHBIN MOJI0BOH JTUMOP(U3M MOXKET CIIYKUTh €LIE
OTHUM  TCHETHYECKUM  KpUTepUeM Ui  TPOBEPKHU
UCTOPUYECKHX M ATHOTrpaduueckux KoHuenuuil. Ilpu stom
OH MOXET OBITh HE TOJBKO MOP(OJIOTHUECKUM (Hampumep,
1o JiepMaTorauuKe, SIMUKAHTYCY), HO TakKkKe U (PU3HOIOTH-
YeCKMM (CKaXeM IO CIEKTpPY Tpyln KpOBH, (EpMEHTOB,
AQHTUTEIT), STOJOTMUECKUM UITH IICUXO0JIOTUIECKHUM.

"Mamepunckuui” s3¢hpgpexm

IIpy KOHBEPreHTHOM HBOJIIOLMU CaMIbl 110 HOBOMY
npusHaky yxe onuHakoBbl (H; = Hy), a camku emé pasHbie
(Cq1 # C,) u o6a rubpua MomaaarT B Mopoay marepu. Yem
crabunpHee cpena, Tem Menbiie H/ (C +nAA). Ecnu
MOMYJSIUSA JOJTO JKUBET B CTAOWIBHOU cpene, y He€ Bce
HOBBIE T€HbI CTaHYT AyTOCOMHBIMH, a CTapble — OCTaHYTCA,
Tak Kak 0e3 HUX HEBO3MOXXHO IOBTOPEHHE (HIIOTCHE3a B
KaKIOM OHToreHeze. B Takoil momynsuuu OyAeT TOJNBKO
MaTepUHCKHI dPPeKT.

CTpykTypa resoma

B nocnenHue HECKONBKO JECATKOB JIET MOSIBUIOCH
MHOT0 paloT, MOCBAILIEHHBIX CTPYKType F€HOMa, €ro JHMHa-
MHUKE U JIOKaJu3alMid TeHOB IO XpoMocomam. [loatomy
MOSIBUJIACh BO3MOKHOCTh MOJATBEP/IUTH BBICKA3aHHbBIE paHee
TEOPETUUECKHUE MPEICTABIICHUS HOBBIMU (DaKTaMHu.

KOHcepeamueHo-onepamueHa;z cneyuaiusayusi Xxpomocom

B IIOJIB3Y B3IJIAAa HAa ayTOCOMBEI U ITOJIOBBIE XPOMOCO-
Mbl KaK Ha HOCTOAHHYIHO M OICPATUBHYIO IHaAMATHL sApa
CBUACTCIBCTBYIOT MHOT'UC (baKTBI. OBOJIIOIMOHHO ITOJIOBEIC
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XPOMOCOMBI 3HaYUTEJIBHO “MOJIOKE” ayTOCOM U IIPOU30LLIN
U3 HUX, a Y-Xxpomocoma Ha 20—80 TsIc. seT Mosoxke X-Xpo-
MocoMbl. OTMedeHa 00bIIast JTaOUIBHOCTh U U3MEHYHBOCTD
MOJIOBBIX XPOMOCOM IO CpaBHEHHIO C ayTOCOMaMH.
OO1Ien3BECTHO, YTO MYTAalMd B IOJOBBIX XPOMOCOMAax
Jy4IIe TMEePeHOCATCs W 0ojee KU3HECTIOCOOHBI MO CpaBHE-
HUIO C M3MEHEHHSIMH B ayTOCOMax. IJTO OOBSICHAETCS
OTHOCHUTEJIbHO HU3KOM IJIOTHOCTBIO T'€HOB KaK B X-, TaK U B
Y-xpoMocoMme, a Takxke CIydalHOM WHakTuBanuen X-
XpOMOCOMBI y caMmok Miekonurtamomux (Bachtrog et al.,
2014).

Cpenu simep ¢ HEHOPMAIBHBIM YHCIOM XPOMOCOM
MOJaBNstoNee OOJBIIMHCTBO COCTaBJISIOT OTKJIOHEHUS,
CBsS3aHHBIE C TIOJOBBIMH XpoMocomMamH (y 4UeJIOBEKa
u3BecteH gaxke Habop XXXXY (Ldrepn K., 1965)). Ilpu
NEHCTBUM  yIAbTPa3ByKa TPEXKAE BCETO  Ppa3pyIIAIOTCS
MOJIOBBIE XPOMOCOMBI. Pa/lnoakTUBHBIE BEIIECTBA METSAT
MOJIOBBIE XPOMOCOMBI HMHTCHCHBHEE ayTOCOM (B OCOOEH-
HOCTU Y-xpoMocomy). [lo mucmepcuu pa3smMepoB MHOJIOBBIE
XpPOMOCOMBI (IIPEXkKIE BCEro Y-XpoMOCOMa) TAaKXKe IMPeBOC-
XOIAT ayrocoMmbl. ECTh yKazaHMs Ha MPEUMYIIECTBEHHO
nepudepruitHoe pacooKEHUE TIOJIOBBIX XPOMOCOM B SIIIPE Y
yenoBeka (Barton et al., 1964). Perumkamus JHK Y-
XPOMOCOMBI M OHOM U3 X-XxpomocoMm (HeakTuBHOH (Gupta
et al., 2006)) mpOUCXOAUT TMOCIE OKOHYAHHS PETUTUKAIUN
ayrocoM. OTH (aKThl TO3BOJSIOT CUHUTATh ayTOCOMBI H
MOJIOBBIE XPOMOCOMBI €II€ OJHON OWHAPHO COMPSKCHHON
nuddepeHmanueii, B KOTOpOi ayTOCOMBI — KOHCEp8amues-
Has, a TOJIOBBIE XPOMOCOMBI — onepamuenas TOICUCTEMA.
CooTBeTcTBHE CTPYKTYpbl T€HOMa J3YKapHUOT HPUHYUNY
conpsisicennvix noocucmem Oputo ormedueno M. 1. Tomy-
6oBckuM (1985,2000) u B. B. [Tonoseim (2009).
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Heuoenmuunocms nono6uix xpomocom
20MO2AMEMHO20 NoJa

Psan skcriepiMeHTanbHBIX JaHHBIX HE YKIAJbIBAIOTCS B
pPaMKHU KJIACCUYECKOW ABYXTOHOCOMHOW KOHIIENIIUUA ONpee-
nenus nona (XamsaskuH A. B., 2018). Hanpumep, nanuuue
MYKCKOTO (eHoTHIa TIpu cuHIpoMme TepHepa (KapHOTHII
X0, OTCYTCTBHME MapHON TOHOCOMBI), IJII KOTOPOTO, Kak
MpaBUJIO, XapaKTEPEeH >KCHCKUH (EHOTHUN C Oecruioguem;
CYIIECTBOBAHME HETOPMOHAJIBHBIX TepMa(pOIUTOB C KEHC-
KUM (DEHOTHIOM MpHU MYKCKOM XY -KapHOTHUIIE U MYKCKOM
¢denorune npu xeHckom XX-kapuoturne (Morris, 1953;
Morris, Mahesh, 1963; CrapxoBa H. T., 1973); oOwiue
IIOTOMCTBA TOJBKO JKEHCKOIO I0Jjla B HECKOJIbKMX IOKOJIE-
Husax oaHou cembH (Itepn K., 1965) u ap. Kpome uenoreka
kapuotunn X0 Obul omucad y Mbimeid. Ho, B omnuuume ot
Yel0BeKa, MBI C MOHOCOMHEH Mo X-XpoMocoMe OKa3a-
michk QeprunpHbIME camkamu (Russell, 1961; Ashworth et
al., 1991). Ilpu ckpeuBaHUM TaKUX MBIIIEH C HOpPMallb-
HBIMH CaMIlaMH B TOTOMCTBE HAOJIONAJCs PE3KUU CHBUT
cooTtHomeHus nojos (piban A. I1., 1972).

MapupyT reHoB 1o XpoM0OCOMaM

Tlosvluennwiii yposernb Mymayuti y Mydcckux ocooeti
YpoBeHb MyTanuii |y CcamIlOB OOBIYHO  BBIIIE
(Kirkpatrick, Hall, 2004; Wilson, Makova, 2009). ITockob-
KY YMCJIO KJIETOYHBIX JIEJICHUH B CIIEPMATOr€HE3€ HAMHOI'O
Oospllie 4YMClia JCJICHUH B OBOI€HE3e W OIMUOKH TIPU
peruinkauuu  u  penapauuu  JHK  sBnsroTcs rinaBHBIM
HMCTOYHUKOM MYyTalud, ObLI CIeNaH BBIBOJA, YTO BCE 3TO
MOYKET MPUBECTH K OOJbILIEH YacTOTe MyTalUil B MOJIOBBIX
XpoMOcOMax IO CpaBHEHUI0 C ayrocomMaMd U ObLIO
IIPEIIIOJIOKEHO, YTO CaMIIbl CITy’KaT T€HEpaTOpoM MyTalluH,
10 KpalHeil Mepe, B ABOJIIOIMU MJIEKOMUTAIOIINX. Y POBEHb,
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KaK CIHOHTAHHOTO TaK ¥ HMHIYIIMPOBAHHOTO MYyTareHesa, y
reTeporaMeTHbIX, U TOMOTAMETHBIX CAMIIOB BBIIIE YeM Y
CaMOK ISl APO3O(HIIBI, IIEIKONPsIA, MICKOMHUTAIOMINX, B
TOM uucie W y denoBeka (AnucumoB, CosoBbeB, 1999;
Kerkis, 1975). Bonee BbICOKHMIT ypOBEHb TOYKOBBIX MYTalUl
OTMEYEH TaKXe Y CAMIIOB MBIIIEH M0 CPAaBHEHHIO C CAMKAMHU
(Searle, 1972).

CpaBHUTEIBHBIM HCCIIEIOBAHUEM 3aMEIIEHUN HYKIJIEO-
TUJHOM MocaeaoBaTenbHOCTH A-, X- 1 Y-T€HOB YeJIOBEKa U
MBIIIH (MJIM KPBICKI) ObUIO MOKAa3aHO, YTO CaMIIbI SIBJISFOTCS
[JIaBHBIM ~ MCTOYHMKOM MYyTallMid JUIsi  MOJIEKYJIsSpHOU
sBoroIMu. Kpome Toro, 6110 YCTaHOBJIEHO, YTO COOTHOIIIE-
HUE CKOPOCTEH HBOIONUHU T'eHOB — Y : A:X=2.2:1:0.6
(XOpoIIo CcOoryiacyeTcsi C TEOPETUYECKUM OXKHUJIaHUEM —
2:1:2/3) (Miyata et al, 1987). B npyroii pabore
AQHAJIOTMYHOW METOJMKOW CpaBHUBAIH Y/X OTHOIICHUS
CKOPOCTEH 3aMelleHus] HYKICOTHUAHBIX MOCIe0BaTEIbHOC-
Tel B TCHAX 4YeJIOBEKa, OpaHryraHa, 0aOynHa W Oenmubeit
00e3bsiHBL. bpITO TOKa3aHO, YTO Y-T€HBl AUBEPTUPYIOT
ObicTpee U “manplie” Ipyr OT Apyra, 4eM X-TeHbl, TO €CTb U
y BBICIIMX NPHUMATOB CaMIlbl MPEABAPSIOT MOJIEKYISPHYIO
sBosronuio (Shimmin et al., 1993).

VY 4yenoBeka paznuuue B CKOpocTH MyTtauuid alpha(m)
II0 HEKOTOpPBIM JaHHBIM cocTaBisieT 1.7, a mo Ipyrum
nanabiM — 5.3 (Li et al., 2002). ¥V nococeBbix puIO poma
Oncorhynchus  CKOpOCTh  3aMENIICHHS  HHTPOHOB B
ayrocomHoM reie GH- 2 u ero konuu Ha Y xpomocome GH-
2Y alpha(m) paBuo 5.35-6.60 (Ellegren, Fridolfsson, 2003).

V nrui Takke ObUIO MMOKA3aHO, YTO CBSA3aHHBIN C Z-
xpomocomoit TeH CHD1Z »Bomroninonupyer ObicTpee, yeM
CB3aHHBIN ¢ W-XpOMOCOMOW T'OMOJIOTUYHBIM TI'€H CaMOK
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CHDI1W (3nauenus alpha(m) 3.9-6.5) (Ellegren, Fridolfsson,
1997; Carmichael et al., 2000). Te >xe aBTOpbl 0OHAPYKUIH
Oonee ObicTpyro 3Bomtonuto Z-konuu reHa ATPSA1Z mo
cpaBHEeHHIO ¢ W-KOmHMeH HaXOIsANIMXCs Ha HEPEKOMOWHU-
pyrommx 4actax Z- u W-XpOMOCOM Yy TpeX AUBEPTHUpO-
BaBmmx JwmHUN Galliform, Anseriform, and Ciconiiform
(3Hauenwus alpha(m) 1.8, 2.3 u 5.0 cOOTBETCTBEHHO).

“Bx00”" u “v1x00”" Y -xpomocomel yoanenvi Opye om opyaa

HepexoMmOuHupytomme 0061acTi MOJIOBBIX XPOMOCOM
HEOJIHOKPATHO pa3BUBAINCH U3 COCTOSHUU ¢  Oolee
KpYIHBIMH pekoMOuHupyrommmMu PAR y mmaneHTapHbIX
muekormratomux (Lahn and Page 1999, Skaletsky et al.,
2003), ntur; (Handley et al., 2004; Nishida-Umehara et al.
2007, Nanda et al 2008, Pigozzi 2011), 3meit (Matsubara et
al 2006, Vicoso et al., 2013) u pactenuii (Bergero et al.,
2007, Wang et al., 2012). V gyenoeka okoio 95% Y -xpomo-
COMBI HE CITOCOOHO K pekoMOnHanuu (Puc. 19).

I Male-specific ragion
Yp [T I ] 7z EE

X-Y crossing
over \
Y-¥ gene

conversion PAR1 Ientpomepa PAR2

Puc. 19. Cxema Y-xpomocomut (Skaletsky et al., 2003 c. 835).
ITIceeooaymocomuvie ooracmu (PAR) sensaromcesn
yuacmkamu X-Y Kpoccunzosepa (cmpeikuy).

CkopocTd  peKOMOWHAIIMM B  TCEBI0AYTOCOMHBIX
00JIaCTSIX CYIIECTBEHHO TNPEBBIIIAIOT TAKOBHIE y ayTOCOM
(Otto et al., 2012). B uccnenoBanuu Poccepa u coaBT. ObLIO
MOKAa3aHO, YTO KPOCCHHTOBEP MOXKET 3aTparuBaTh HE TOIBKO
MICEBJI0AYTOCOMHYIO 0071aCcTh T0J0BBIX XpoMocoM (PAR), HO
U Y9acTKH Y -XPOMOCOMBI, PAHEE CUHTABIIUECS ITOJTHOCTHIO
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3aKpBITBIMU Ui pekomOunaruu. [lpu sToM, dacrora
MEPEHOCOB Marepuana U3 X-XpoMOCOMBI B Y B JECATKH
THICSIY pa3 OOJbIIIEe YaCTOTHI MYTAIMii B COOCTBEHHBIX I€HAX
Y-xpomocomsl (Rosser et al., 2009).

Ilepenoc cenoe meancoy Y u X xpomocomamu

HepaBubiii Y-X KpoccuHrosep. HepasHblil kpoc-
CHUHTOBEp IIPOUCXOIUT CPAaBHUTEIIBHO YaCTO MEXKIY JIOKYcCa-
MU, Haxoasmmmucs B Y U X-XpoMocoMax y Apo30(HiIbl
(Xecun, 1984, c. 321). ¥ rynnu eme B 20—30-X rogax Obutn
OTKpbITHl cBbllle 30 Y-reHOB OKpacku camioB (M TOJBKO
OJIMH ayTOCOMHBIM TreH!), yacTb U3 HHMX YYacTBYyeT B
HEPAaBHOM KPOCCHHIOBEpe ¢ X- XpOMOCOMOW, IMPHU 3ITOM,
nepexoa Y — X Habmonancs B 4 pasa yaiie, ueM oOpaTHBIN
(Kupnununaukos, 1935; Winge, 1927).

Ilepenoc 2enog meocdy X xpomocomamu y camox

[Tocne oOpa3oBaHus )KEHCKOTO OPraHU3Ma, OTI[OBCKAS
X-xpomocoma (IO TEOpUHU, TPAHCIOPTHAs) MOJBEpPraercs
MHAKTUBAllMM HA paHHUX CTaAusIX SMOPHOHAIBHOTO
pa3Butus (cM. Fa. 3). Y Mblleid WHAKTUBALMS OTIIOBCKOM
X-XpOMOCOMBI TPOUCXOAUT MO MEXAaHU3MY HMIIPUHTHHTA
(Cheng, Disteche, 2004). Bo BHe»MOpHOHAIBHBIX MeMOpa-
HaX MBIIIEH MPEUMYIIIECTBEHHO HHAKTUBUPYETCS] OTIIOBCKAs
X-xpomocoma (Takagi N., Sasaki, 1975). Ha ctaguu panuei
0JIaCTOLUCTBI B KJETKaX BHYTPEHHEW KJIETOYHOH Macchl
CTaHOBSTCSI aKTUBHBIMU 00€ X-XpOMOCOMBI. 3aT€M BO BCEX
KJIEeTKaX BHYTpPEHHEH KIETOYHOM Macchl OJ1acTOLUCTHI
HEeoOpaTHUMO U HE3aBUCUMO JPYT OT JIpyra MHAKTUBUPYETCS
onHa u3 X-xpoMmocoM. Bpribop X-xpoMocombl s
uHakTtuBauuu ciayyaeH (Wang et al., 2012; Okamoto et al.,
2011). MuakTuBamms X-XpoCOMOMBI CHUMAETCsl B KIJIETKaX
3apOJIBIIIIEBOTO MYTH CAMKH, U TIO3TOMY BCE€ OOILIUTHI COZEP-
xKar 00e aKTHBHbIE X-XpPOMOCOMBI. JTO 3HAYUT, YTO B
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TPAHCIIOPTC I'CHOB MCXKAY CaMIlaMU U CaMKaMHM YYaCTBYIOT
00e X-XpOCOMOMBI.

Pexomounayus meoxcoy Y u X'y camyos u
medxncoy X u X'y camok

VY caM1I0B GOJBIIMHCTBA TUIALIEHTAPHBIX MJIEKOITUTAIO-
IIMX TOMOJIOTHSI MEXAY MOJIOBBIMU XpoMocoMamMu X U Y
OrpaHWYeHa HEOONBIION TICEBA0AYTOCOMHONW 00JIacThIO
(PAR). CooTBeTCTBEHHO, CHHAIICHC U PEKOMOMHAIUS MEXKITY
Y u X mnpoucxXoAsT HCKIYUTEIBHO B 3TOHW 00JacTu
(Handel, 2004). UnTepecHo, 4TO B MeH03€ Y CaMIIOB MBIIICH
pekomOuHanus B PAR mpoucxomut mpumepHo B 7-10 pas
yare yeM y camok (Rouyer et al., 1986; Soriano et al., 1987)
(Puc. 20).

7

1
- - .

Puc. 20. B meiioze pexomounayus ¢ PAR mesncoy
Y u Xy camuyoe (1) npumepno ¢ 7-10 pas
yawe uem mexncoy X u Xy camox (2).

Tpancnokayus 2enos ¢ X-Xpomocomvl Ha aymocombl

Bo Bcex wucclenoBaHHBIX Ha CErOJHSAIIHUN J€Hb
CHCTEMaX C MYKCKOM Te€TepOoraMeTHOCTBIO, X-XpOMOCOMa
UIpaeT 3HAYUTEIBHYIO POJIb B IEPEMEILIEHUN T€HOB Ha ayTo-
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comsl (Pease, Hahn, 2012; Toups et al., 2011). ¥ HekoTopbIx
OpPTraHMU3MOB C T€TePOMOP(GHBIMHU TTOJOBBIMH XPOMOCOMAMH,
BKJIIOYas MJICKONUTAIOIUX U Apo30(duiy, OoJblle TI'eHOB,
nepeMeInaeTcst U3 X-XpoMoCOMbI B ayTOCOMBI, UeM B 00pat-
HOM HamlpaBJICHUH WM MexIy ayrocomamu (Betran et al.,
2002; Emerson et al.,, 2004; Vinckenbosch et al., 2006;
Meisel et al., 2009). IToBbrmennsii X — A nepexoj Ha0JIto-
nascst 'y KomMapoB Anopheles gambiae, y KOTOPBIX CaMIbl U
CaMKH HMMEIOT TOJHOCTBIO au(depeHIIMpOBaHHBIE TETEPO-
Mop¢HBIE TOJIOBbIE XPOMOCOMBI U HE HaOJroAajics y Koma-
poB Anopheles aegypi, y KOTOpPBIX IOJOBBIE XPOMOCOMBI B
3HAUUTENBHON cTenenu romonorudnsl (Toups, Hahn, 2010).
OTMeUeHO, YTO HEKOTOPBIE PETPOreHbl IPUOOPETAIOT HOBBIE
win Oojee ananTHpOBaHHbIE (YHKIMH, OOYCIOBICHHBIE
MOJIOKHUTENBHBIM 0TOOpOM (Marques et al., 2005).

X-XpOMOCOMBI, BO3HUKILIUE B PE3yIbTaTe KOHBEPIreHT-
HOW »Bomouuu B oTpsagax JBykpeuibix (Diptera) un
Kectrokpruibix (Coleoptera) MMEIOT CXOJHBIE T€HOMHBIC
0COOEHHOCTH JIPYT C JPYrOM MU € X-XpOMOCOMaMH IT03BO-
HOYHBIX, BKJIOYas H30BITOUYHOE IMEpeMeIlleHue TI'eHOB Ha
ayrocomsl (Pease, Hahn, 2012).

YV MIJIEKOTTUTAIONIUX TPAHCIIO3UIHS TEHOB C XPOMOCOM
X nnn Y ObUIa MOKa3aHa y CyMyaTbhlX, 00€3bsiH, KPYIHOIO
poraTtoro ckoTa, rpeI3yHOB U 00e3bsiH Mapmo3eToB (Hughes
et al, 2015). VY prokuiickoii MbIIK Y-XpoMocoMa
OTCYTCTBYET, HO B €€ T€HOME COXPAaHWJIUCh MO KpanHeu
Mepe 4YeThlpe TIeHa, MPUCYTCTBOBABIIMX paHee Ha Y-
XpOMOCOME, TIOCKOJIbKY OHH OBUTM TIEpEeHECeHbl Ha
ayrocombl wim X-xpomocomy (Arakawa et al., 2002;
Kuroiwa et al., 2010).
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VY d4enoBeka X-ayTOCOMHBIE TPAHCIOKalMU BCTpeda-
I0TCSI peaKo, Mo oreHkam, okoio 1/30000 poxnenwmii. B
cinydyae X-ayTOCOMHON TPAaHCIOKALUMH, €CJIU TPAHCIOLHUPO-
BaHHAs X-XpOMOCOMa JMOHU3NPOBAaHA, TPAHCIOLUPOBAHHBIE
TeHbl Ha ayTocoMe Takke WHakTtuBupyroTcs (Gupta et al.,
2006). Panee cumTanoch, 4TO KOIMHUPOBAHUE PETPOIO30HOB
HE HMEET CYIIECTBEHHOW (YHKIIMOHAIBFHONW 3HAYUMOCTH
MIOCKOJIBKY TaKuE€ KOIMU HE COJIEpXk aT PpEeryasaTOPHBIX
HJIEMEHTOB, HEOOXOAMMBIX JMJISI HMX OKCIIPECCHH, OJHAKO
ObUTO TMOKa3aHo, uTo U3 Oosee 1000 TpaHCKpUOMPOBAHHBIX
PETPOKONMil B TEeHOME YeI0BeKa, 0kojo 120 mpeBpaTHIUCh B
nobpokauectBeHHbIe TeHBI (Vinckenbosch et al., 2006)

Tpancnozuyus ecenos ¢ aymocom Ha Y-xpomocomy

OtcyrcTBHE PEKOMOHMHALIMU CIIOCOOCTBYET HAKOILIE-
HUIO TPaHCIOHHPYEMBIX JJIEMEHTOB Ha Y-XpOMOCOME BO
Bpems ee 3pomorun (Gvozdev et al., 2005). Tpancro3urus
ayTOCOMHBIX T€HOB Ha Y-XpOMOCOMY Oblla MOKa3aHa Jis
reHomoB pactenuit (Matsunaga et al., 2003), komapa
(Krzywinsky et al., 2004), npo3odun u yenoseka (Hackstein
et al.,, 1996; Saxena et al., 1996; Kogan et al., 2000;
Carvalho et al., 2000).

Y denoBeka TOCJEIOBATEIBHOCTH  OOJIBIIMHCTBA
aMrinkoHoB AZFc, wnaxonmsmuxcs B obnactu (axTopa
a300cTepMuu Ha Y-XpOMOCOME, UMEIOT BBICOKYIO CTEICHB
CXOJ/ICTBA C ayTOCOMHBIMH CETMEHTaMH. JTO yKa3bIBaeT Ha
UX HeJaBHee IYONUpOBaHME M NEPEHOC Ha Y-XpPOMOCOMY
(Yu et al., 2008). Taxxe, cemeiictBa renoB CDY u DAZ nHa
AMIIJIMKOHAaXx Y-XpOMOCOMLI BO3HUKJIN HUCKIKOYUTCIBHO
MyTEM PETPOIO3UIIMU U TPAHCIIO3UIIUN AyTOCOMHBIX KOIIHH,
cootBercTBeHHO (Bhowmick et al., 2007). Kao ¢ coaBr.
JIOKa3aJid, 4TO HOBBIE TE€HBI MOTYT OBITh IIOJYYEHBI W3
TPAHCIIOHUPOBAHHBIX CETMEHTOB ayTOCOMHOTO HEOEIIKOBOTO
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koaupoBanus (Cao et al., 2015). Takxxe ObUIO MOKa3aHO, YTO
T'eHBI AJKOTOJIBIACTHAPOTCHA3BI, TICPBOHAYAILHO HUIACHTH(U-
[IUPOBAHHBIEC KaK MCEBIOTEHBI, SBISIOTCS HOBBIMH ()YHKIIHO-
HaiabHBIMH reHamu (Balakirev, Ayala, 2003).

3B0.]'HOIII/IOHHaH PoOJIb MOJIOBBLIX XPOMOCOM

Pasnoe epems nossnenus u cmonvko e ghopm
JIOKanu3ayuu 2eHos

VY yenoBeka, MbIIIEH U IPO30(GUI T€HBI, PACIIONOKEH-
Hble Ha X-XpOMOCOME, MPOU3BOAMIN OOJBIIOE KOJTUYECTBO
PETPOTEHHBIX aHANOTrOB Ha ayrocomax (Betran et al., 2002;
Long et al., 2003; Emerson et al., 2004). Bo Bpems meiio3a y
MJIEKOMTUTAIONINX MHAKTUBALMS HEKOTOPBIX CYIIECTBEHHBIX
X-XpOMOCOMHBIX T€HOB KOMIICHCHUPYETCS JKCIpeccueil u3
PETPOTIO30HOB, CKONMPOBAaHHBIX Ha ayrocoMel (Wang,
2004).

Konuu MONOABIX TEHOB SBISIOTCS T'€HETUYECKUM
MaTepUaIoM, U3 KOTOPOTO BO3HUKAIOT HOBbIE (YHKIUH.
OHU CyHIECTBYIOT B OOJBIIOM KOJIMYECTBE B KaXKIOM
CEKBEHHUPOBAHHOM T€HOME J3YKapuOoT U MOTYT OBITh
MPUYUHOW MHOTHX Pa3JIMIUil B (PEHOTHUIIAX MEXKIY BHIIAMHU.
Bricokass 1onsi MOJNOABIX TEHHBIX KONUKA B TeHOMax
YelloBeKa, MaKakd, MBI W  KPBICHI  MOJBEpraeTcs
aJanTUBHOMY eCTeCTBeHHOMY oTOopy. [Ipumepno 10% Bcex
cnenupUUecKuX Il KOHKPETHOM JHMHUMU JyOJMKATOB
UMEIOT CJIEJIbl MOJIOKUTEIBHOr0 0TOOpa. JT0 OosblIe, YeM
4acToTa 0TOOpa Cpeld OJUHOYHBIX T€HOB B T€X K€ JTHMHUSX.
Taxoke ObUIO OOHAPYXKEHO, YTO TEHBI, CKONHPOBAHHBIC B
HOBBIE MECTa XPOMOCOM, 3HAYUTENIbHO Yalle IO0JIBEPKEHbI
MOJIOKHUTEIBHOMY OTOOpY, YeM HCXOJHBIE KOMUu. Y
YeJI0BEeKa 3HAYUTEIHbHOE KOJIUYECTBO HBOJIIOIIMOHUPYIOIIMX
KONUI TEHOB BOBJICUCHHI B HEUPOHHBIE W KOTHUTHUBHBIC
¢bynknuu (Han et al., 2009).
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Hoeguvle cenvl 10kanuzo8ansl 6 no106bIX XpOMOCOMAX,
cmapvie — 8 aymocomax

I'enpl, ywacTByrolue B H3O0JALUM MEXKIY BHJIIAMH,
HEOOBIYHO YaCTO BCTPEUAETCS Ha IOJIOBBIX XPOMOCOMAaX
(Coyne, Orr 2004; Saetre et al., 2007; Presgraves 2008).
Cpenu renoB okpacku Trynnu 0but0 30 Y-T€HOB M TOJBKO
onuH ayrocoMHslii red (Kupnuunukos, 1935; Winge, 1927).
VY rynnu npu3Hakd caMIlOB, OTBETCTBEHHBIC 3a BHEIIIHIOIO
MPUBJICKATEIIBHOCTh, B OCHOBHOM CBsA3aHbl ¢ Y- U X-
xpoMocomaMu. M3 0630pa auTeparypsl cieayer, 4to 16 u3
HUX CBSI3aHBI C Y -XpOMOCOMOi1, 24 peKOMOMHHUPYIOT MEXKITY
X u'Y, 1Ba cBsI3aHbl ¢ X-XpOMOCOMOM U JiBa — C AyTOCOMaMH
(Lindholm, Breden, 2002). OueBuIHO, YTO TaKue MPU3HAKU
CJIeAyeT OTHECTH K COMAaTHYCCKUM MYTAIMsIM, TaK KaK OHHU
SABJISIIOTCA ~ PE3yJIbTaTOM HCKYCCTBEHHOM CEIICKIUN
JEKOPATUBHBIX MTPU3HAKOB.

BonbIIMHCTBO TE€HOB MEPBUYHO MOJIOBBIX MPU3HAKOB
(ramert, roHaJl, reHUTaNINi), "pa3dpocaHbl" IO BCEM ayTOCO-
mam (Hurst, 2001; Li, 1997). Ha Y-xpomocome aomkeH
NPUCYTCTBOBATH JIUIIb OCHOBHOM T'€H, ONPEIEIISTIONINH O —
SRY. OH 3amyckaeT MHIYKIMIO BCEX OCTAJbHBIX T€HOB,
cnennGUIHBIX U camIloB. Tak Ha MBIIax OBUIO MOKa3aHo,
410 U3 86 reHOB B Y -XpOMOCOME 32 Pa3MHOXKEHUE OTBEYAIOT
muib 1Ba — SRY, perynupyrommii paboty simuek, u Eif2s3y,
OTBEUYAKOLMK 3a MPOU3BOACTBO cnepMbl. [lociie Toro, xak
y4eHble 3aMeHWIM SRY reH, akTMBUPOBAB IeH, KOTOPBI OH
koHTpoaupyeT (Sox9) u Eif2s3y ren myrem TpaHcreHHOMN
cBepxaKcnpeccun ero romoisiora Eif2s3x nHa X xpomocome,
MOJIy4EeHHBIE CaMIIbl, HE COJIEpKAIie TeHOB Y -XPOMOCOMBI,
OBLIM CHOCOOHBI MPOJYLUUPOBATH TaIUIOUIHBIE MY>KCKHUE
rametrbl (Yamauchi et al.,, 2016). To ecrtb, eciu
aKTUBHUPOBATh AayTOCOMHBIE TEHBI, DPAa3BUTHE MPHU3IHAKOB,
CBSI3aHHBIX C MIOJIOM, BO3MOXKHO Jake 06€3 Y -XpOMOCOMBI.
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I'naBa 12. [IpoBepka Teopuii ojia 1 TeHOB

Y-xpomMocoMa y 4YeroBeKa HEceT psij I'€HOB, HEOOXO-
JUMBIX JJISI HOPMAJIBHOTO Pa3BUTHS MYKCKHUX PEPOTYKTUB-
HbIX QyHkuuit (Rozen et al., 2003; Skaletsky et al., 2003). B
TOKE BpeMsl, Y-XpOMOCOMBI HEOCTATOYHO, YTOOBI U3 3apO-
JplIlIa C HEONPEEICHHBIM MOJOM PAa3BWICS MAJbUMK €CIIU
MOBPEXACHBI ayTOCOMHBIE T'eHbl. Tak ObUIO 3aperucTpupo-
BAHO POXKJIECHUE 3I0POBOM JEBOYKH C Y -XpPOMOCOMOM,
KoTOpasi uMena nedeKT Ha HemosjaoBou 17-i Xxpomocome B
rene CBX2 (Biason-Lauber et al., 2009).

OueBuHO, YTO Y-T€HBI BOJIOCATOCTH YIIIEH U TEpero-
HOK MEXIy TajbllaMHd HOT 4YeJIOBEKa CIIEyeT OTHECTH K
€CTECTBEHHBIM COMATHYECKHUM MYTAlUsIM, HE HMMEIOUUM
HUKAKOTO OTHOIICHHS K PenpoayKTHBHON (pyHkImu. Ctayo
OBITh ATH (paKThl MPOTHUBOPEYAT KJIACCUYECKON TEOpHH H
MOATBEPKIAIOT HOBYIO KOHILIEMIIMIO, TO €CTh “BoAopasnuen”
MEXy ayTOCOMHBIMU U TOHOCOMHBIMH T€HAMU TIPOXOJIUT HE
M0 KPUTEPUIO PA3MHOKEHHSI, & IO KPUTEPUIO IBOTIOIIHH.

Cmapenue 2enos Y-xpomocomsl

OcHoBHy0 4Yacth (95%) Y-XpoMOCOMBI y YeJIOBEKa,
coCTaBIIsIeT MyXckas mnosnocneuupuyeckas odmacts (MSY).
['eTepoxpoMaTHUECKHE YacTH COCTABIIIOT OJUH  OJIOK
(40 Mbp) u pacrnoyioKeHbI Ha JJIMHHOM Tuieue (Ha Puc. 21
crpaBa). DyXpOMaTUYECKUE YAaCTH BKIIIOYAIOT X-TPaHCIOHU-
poBaHHbIe, X-BbIPOXKJIEHHBIE U aMIUIMKOHHBIE oOnactu. X-
TPaHCIIOHUPOBAHHBIE  IOCIIEIOBATEIBHOCTH  WICHTHYHBI
TakoBBIM Ha X-xpoMocome (Skaletsky et al., 2003, c. 833).

X-BBIPOXKICHHBIE TOCIEAOBATEIBLHOCTH COOTBETCT-
BYIOT JAPEBHUM T'€HAM ayTOCOM, U3 KOTOPBIX DBOJIOIIMOHU-
poBanu coBpeMeHHble XpoMocoMbl X U Y. BospacTt renos
MOATAMHO YMEHBINAETCS OT AUCTAJILHOTO JJIMHHOTO IUieya
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I'naBa 12. [IpoBepka Teopuii moja 1 TeHOB

300 { P p—
Group 1 S, APy, MY * ircis

ek

Male-specric a6 [ Bons of year

Lentpomepa

p_____.mm______ i I 1 § T Hurnans

Puc. 21. D601104u0HHAL KAPDMA MYIHCCKOU NOSIOCREUUPUUECKOU
oonacmu Y-xpomocomot (MSY).
Bospacm 2eno6 noamanno ymeHvuiaemcs om OUCHanbHozZ0
OUHHO020 nieua 00 OUCMAlbHO20 KOPOMKO20 nieua.

JI0 JACTaJbHOTO KOPOTKOIO Iuleda, IO KpanWHEW Mepe, B
4eThIpex “IBomtonnoHHbIX cioax’ (Lahn, Page, 1997).

DB80110Y 1S NOIOBLIX XPOMOCOM

SIBeHNEe TaMETHOCTH, 3TO HE YTO WHOE, KaK JBOJIO-
[IUOHHAs CTaJAUs OJHOW M3 TOMOJIOTUYHBIX Map ayTOCOM, TO
€CTh IBOJIIOIMSA CTApO MMapbl ayTOCOM B HOBYIO (cM. Fm. 5).
VY npenkoB Drosophila pseudoobscura npownsonuia peopra-
HU3AIMs TIOJOBBIX XPOMOCOM IIyTE€M TpaHCIOKauu Y -
CBSI3aHHBIX TEHOB Ha ayrocomy. Jlo mepexoia 3T TeHBI
ObUIM TOJBKO y CaMIIOB, HE PEKOMOMHUPOBAIN U HMENIU
3¢ (GeKTUBHBIA pa3Mep B MOMYJSIUH B JBa pa3a MEHBIIE
ayrocoMHbIX TeHOB. Ilocie mepexoma, OHM IepenarTCs
yepe3 00a moja, MOTYT peKOMOMHUPOBATh, a UX IPHEKTHUB-
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I'naBa 12. [IpoBepka Teopuii ojia 1 TeHOB

HBbI pa3Mep B IMONMYJSIUUU YBEJIWYWICS B 4YEThIpe pasa
(Larracuente et al., 2010).

B pone Drosophila 6o okono 12 ciusHUN MEXIy
MOJIOBBIMU XPOMOCOMaMHU U ayTOCOMaMH, YTO MPHUBEIO K
HEO0-X U HEO-Y-XpoMocoMaM M 23 CIUAHHUS MEXKIY ayTOCO-
Mamu. [lonHyro peBepcHio oJ0BOH XpPOMOCOMBI B @yTOCOMY
nokazanmu Buxoco u J[. bautpor (Vicoso, Bachtrog, 2013).
OHu oOHapyXwid, 4YTO0 X-XpOMOCOMa Y JBYKPBUIBIX
(Diptera) npeBpaTiiach B ayTOCOMY B JIMHHH, BEIyIIEH K
Drosophila. Y d4epHoro MyHTKaka (A3MATCKHI JIaOMIUH
oJieHb, Muntiacus crinifrons), 3a nocienaue 0.5 MIIH. J€T
OonblIas XpoMOCOMHasi HMHBepcUs Ha 4- ayTocome u
ciusiHue e€ romoJiora ¢ JpeBHEH X-XpoMOCOMOIl y caMIiloB
IpuBE0 K 0OOpa3oBaHUIO HOBOM XPOMOCOMHOHM mapsl,
WJICHTUYHOU TPaAULMOHHON NpeBHEH X-Y CUCTEME MIIEKO-
nuTamux. JIBa TUCTaIbHBIX KOHIIA, KOTOPBhIE HE MOABEPT-
JUCh WHBEPCUHU, MOTYT Y4acTBOBaTh B PEKOMOWHAIIMH U
MO3TOMY MOTYT paccMaTpuBaThCsi Kak HoBble “PAR”
0o0nacTH, aHaJOTHUYHBIE KOHIIAM JpeBHEH Y -XpOMOCOMBI
yenoBeka (Zhou et al., 2008).

VY komroued KpeIchl AMaMH, camilbl U CaMKH HMEIOT
TONBKO OfiHy X-Xxpomocomy (XO/XO), a Y-xpomocoma u Sry
HOJHOCThIO moTepsiHbl. ['en SRY Bkimrouaer "Myskckue' reHsl
Ha Jpyrux XpoMocoMmax M npexne Bcero red SOX9, 3amyckato-
Ml pa3BUTHUE CEMEHHUKOB. bosee Toro, y camok, Kak W y
CaMIIOB, €CTh TOJIBKO OIHA X-XpOMOCcOMa. ABTOpPBI OOHAPYKH-
JH, 4TO 3-1 XpOMOCOMa, MMEIOIIAs TYIUTMKAIUIO, MOBbIIIAI0-
nIyro akTuBHOCTH reHa SOX9, crana "nporo-Y", a Bepcus 6e3
nyrkanmu - "nporo-X" (Terao M. et al., 2022).
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I'nasa 10.
Ipeacka3anus

B oroit rmaBe coOpaHbl mpeAcKazaHusi, KOTOpHIE
MO3KHO CJIeJIaTh Ha OCHOBE 3BOJIOLMOHHON TEOPUU MOJIOBBIX
xpomocoM. Hekotopelie n3 HuX 00Cyxnanuch 6oriee moapoo-
HO B TEKCTE KHHUTH, TOTJIa HA HUX MPUBOJUTCS CChUIKA.

1. B ayrocomax J10Kkaan30BaHbl 00IIME T'€HbI BOIIOIIMOHHO
CTapbIX CTAOMIIbHBIX IPU3HAKOB, B TOM YHCIIE TE€HBI
rameT, ronaj u reaurtanuit (I'7. §).

2. HoBble 3BOIIOLIMOHUPYIOIINE FE€HBI TOJKHBI HAXOIUTHCSA
B MOJIOBBIX XpomocoMmax (I'm. 8).

3. JIOMKHBI CYIIECTBOBAThH CYIy00 MYKCKHE TE€HBI, YiKe
MOTIABIITNE B MY)KCKOM T€HOM, HO €I11¢ He TIOTIABIIIHNE B
JKEHCKUH, B CYTy0O0 )KEHCKHE, YK€ yTpaueHHbIE
MY>KCKHUM IOJIOM, HO €I1[€ OCTAIOIIUECS Y KEHCKOTO
(I'm. 5).

4. Tlepexomapl TeHOB MO XpoMocomam (I'm. 7 Puc. 8).

. Uyxeponnyro JTHK (nau Bupychl) CBSI3bIBAIOT HE BCE
CIIEPMATO30HIbl, a TOJBKO Y-HECyIllre, I03TOMY Cpeu
TPAHCTEHHBIX )KUBOTHBIX JIOJDKHO OBITH OOJBIIIE CAMIIOB
(I'n. 8).

6. Y-xpoMocoma, Kak 3KOJIOTHUYecKasi, 10JKHa ObITh TECHO

cBsi3aHa co ctpeccom (I'm. 11).

7. B pernoHax CUIBHBIX U YaCTBIX 3€MJICTPSICEHUH, APYTUX
MPUPOJIHBIX OEICTBUN U COLUANBHBIX CBUTOB: T€HOLU-
J1a, IJTUTENbHBIX BOMH, IEPECETIEHU, T0I0/a, a TAKKE Y
WHTEHCUBHO HBOJIIOLIMOHUPYIOIINX B Pe3yIbTaTe
CEJICKIIUU BHUJIOB JIOJKHO HAOIIOIATHCS U3MEHEHHE
pasmepoB u/unu aucnepcuu Y-xpomocom (I'm. 11).

8. JloyKHa CylecTBOBAaTh TECHAs! CBSI3b MEXKAY
mutoxoHapuanbHoi JIHK u MoaudukanmoHHbIM

W
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I'masa 10. [Ipenckazanus

(penoTuMUECKUM) MOJIOBBIM TUMOP(HU3MOM, C OTHOM
CTOPOHBIL, U Y -XPOMOCOMOM U BOJTIOLIMOHHBIM
(TEeHOTUIUYECKUM) TTOJIOBBIM TUMOP(PHU3MOM — C IPYTOH.

9. Y-xpomocoma siBisieTcs “BopoTamMu’’ (r€HEPaTOpOM) HE

10.

11.

12.

13.

14.

15.

16.

CIIOHTAHHBIX U CIYYalHBIX MYyTallUH, a
WHYIIUPOBAHHBIX M HAPABIICHHBIX KOJIOTHYCCKUM
muddepentpanom (I'. 8).

CrnenuanbHbId Y4aCTOK MIICU-X-XPOMOCOMBI JIOJKEH
OBITh CBSI3aH C OINPEIEICHUEM MOJIOBBIX TOPMOHOB U
HOPMBI PEaKIIMH KEHCKOTO 1oJjia (B 3aBUCIMOCTH OT
THUTIA TIOJTUTAMUN) ¥ XPAHEHHUEM CYTI'y00 )KEHCKHUX T'eHOB
(I'n. 8)

B X-xpomocome goimKHa OBITH O0JTbIIIe A0St MOAU(UKA-
IIMOHHBIX TEHOB KOJIMYECTBEHHBIX Mpu3HakoB (I'11. 8).
Hnst npoepeccusnotl SBOTIONNN, KOTAA TOSBIISIETCS
HOBBIN IIPU3HAK: cTapas (opMa reHa J0KHA OBITh
KOpOUY€ HOBOTO, PEIICCCUBHBII T'€H — JOMUHAHTHOTO,
YKEHCKHUE aJJIEIN — MY)KCKUX, MY>KCKHE Te€HbI-UMIPUHTHI
—xeHckux (I'm. 10).

st npoepeccuroii 3BOIIOIUU IBOJTIOIUOHHBIN BO3pacT
“crAmux’” TEHOB Y CaMOK, JIOJDKEH OBITh BCeraa OoJbIIe,
yeMm y camuos (I'n1. 10).

B >xeHCKOM reHome A0 KHBI MOTYaTh HOBBIE (KapaHTHH-
HBIC) TEHBI, 2 B MY>)KCKOM — CTapble (apXUBHBIC) T€HBI.

V F' (“MyxcKkux") GaKTepuil IUCIIepCHsl, HX UyBCTBUTE-
JBHOCTH KO BCEM BpeIHBIM (hakTopam cpenibl, Kodddu-
IIUEHTHI 0TOOPa, YPOBEHb CIIOHTAHHBIX U UHIYITUPOBAH-
HBIX MYTallui, TOJDKHBI OBITH O0nbie yuem y F (“xenc-
KuXx”). A CpeHssl IPOJOJKUTEIHFHOCTD KU3HH, IIUPUHA
HOPMBI peaKkiu, HA000POT, MEHBIIIE, YeM Y KEHCKUX
kierok (I'm. 7).

[To BceM ceneKIMOHHBIM IPU3HAKAM Y KYJIbTYPHBIX
pacTEeHU 1 KUBOTHBIX CaMIIbI JIOJDKHBI TPEBOCXOIUTH
camok (Omyoeckuti a¢pgpexm) (I'm. 12).
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17.

18.

19.

20.

21.

22.

23.

I'maga 10. IIpenckazanus

Hamnpasnenue perunpokHbix 3 PeKToB M0 IBOITIOIMOHH-
PYIOIIMM TpU3HAKaM. Y PEIUTPOKHBIX THOPUIOB 110
JUBEPrUPYIOLIMM MTPU3HAKAM POAMUTENEH JOIKHA
JIOMUHUPOBATh OTIIOBCKas (hopma (1mopojia), a mo
KOHBeprupyromum — matepunckas (I'n. 12).

B MHOTOMEpHBIX HHIIAX (TPOMUKH) OTIOBCKUMA YD PeKT
JIOJDKEH HaOJII0IaThCsl HAMHOTO Yallle MaTepruHCKoro. B
MaJIOMEPHBIX HUIIAX, I7Ie JOMUHUPYET OUH (aKTOp
cpensl (MOpO3 3a MOJIIPHBIM KPYroM, HITH JKapa B
MyCTBIHE), HA00OPOT, YaIle JOJDKHBI Mpeo0I1aiaTh
maTtepuHckue 3¢ ¢pextst (I'm. 12).

Bknan otia B retepo3uc JOHKEH MPEBBIIATE BKIA
matepu (I'n. 12).

D¢ ekt rereposuca yeTye JOKEH MPOSIBIATHCS Y
CBIHOBEH, YEM Y 10YEPEH.

[Tpu cumMeTpuyYHOM cubpudU3ayuy STHOCOB, B THOPUI-
HOM 3THOCE OYZIET 10 JIBa THUMA MY>XYHH U JKECHIIUH U
MYXCKHUE TUIIBI OYyT YeTue BbIACICHBI, YEM KEHCKHUE
(T'n. 12).

B 30Hax cMelIeHus CoOCeHUX 3THOCOB I10 IPAHULIAM,
ACCHMIJIMPYET ATHOC, ¢ O0JIee PUBJICKATEIbHBIM
MyKcKuM 1osioM (I'. 12).

VY OTHOBCKUX MOTYyCHUOCOB (ITOTOMKOB OJTHOTO OTIA U
pa3HbIX MaTepei) KU3HECTIOCOOHOCTD JOKHA OBITh
BBIIIIE Y T0Yepeid, a Y MATEPUHCKHUX TIOJTYCHOCOB,
Ha000poT, — y cbiHoBel (I'1. 9).
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3akJII04YeHue

B 3axmoueHunn kpatko cGOpMylIHpyeM OCHOBHBIE
II0JIO’KEHUS ABOJIFOLIMOHHON TEOPUH MOJOBBIX XPOMOCOM:

1. KoHuenuus moyioBsIX XpOMOCOM SIBISETCS U30MOpGhHON
TpaHcopMmaleil HBOJIOLMOHHOW TEOpUU ToNa C
MOMYJISIIMOHHOTO YPOBHSI Ha XpOMOCOMHBIN. Teopuu
B3aMMHO JOMOJIHAIOT U MOJATBEPKIAIOT APYT Apyra.

2. Juddepennmanuro reHoMa Ha ayTOCOMBI U TIOJIOBBIE
XPOMOCOMBI, aHAJIOTUYHO TupdepeHIanyy Monyasuu
Ha XCHCKMM M MYXCKOM IIOJI, MOXHO pacCMaTpuBaTh
KaK CHelHMalu3alliio 10 nepenaye HHGOpMalUH 110
JIBYM TJIaBHBIM IIOTOKAM: I'€HETHUYECKOMY (OT IOKOJIEe-
HUS K TOKOJICHHIO) M JKOJIOTHYecKoMy (OT cpedbl K
CHCTEME).

3. T'eHotun — 3710 “uH(MOPMAIMOHHBIN 3apsy’, Ta CyOCTaH-
s, TIepeadya KOTOpOr MPOU3BOJUT MOJIE3HYIO padoTy,
a genornnn — 310 “WHMOPMAIMOHHBIA TOTEHIMAI, Ta
Cuia, KOTopas NPHUBOJAUT B JBMKeHHUe 3apsa. Jloruka
OHTOT€HE3a — BBIHOC T€HETHYECKON uHpopMauu
HaBCTpedy (akTopam Cpeasl, TO €CTh (EHOTHI — 3TO
“mocox caenoro” i WHPOPMAIIMOHHOTO KOHTaKTa CO
Cpenon.

4. OcHOBHas poJIb MOJIOBBIX XPOMOCOM HE PEIpOIyK-
TUBHasl — ONpeJleJICHUE 10Jla, KaK CUMTAIM paHee, a
IBOJIOLIMOHHASL — CO3JIaHUE AUXPOHOMOpGU3Ma IS
SKOHOMHOM 3BONIOIMM (Jake B yuepO pa3MHOKe-
HUIO).

5. TlomoBble XpOMOCOMBI OOECHEUMBAIOT PETYIISIIHIO

COOTHOHOICHHA IIOJIOB, a@ HE C€ro IOCTOAHCTBO
(CIT=1: 1).
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10.

11

12.

13.

3akiroueHue

HezaBucuMoO OT THIAa raMETHOCTH IIOJIOBBIE XPOMO-
COMBI CHaOkarT 0oJiee MOHOTaMHBINH M0J 0osee
M POKOH HOPMOM peakuunu, a 6oJiee MOJTUTAMHBII
— Y3KOIl.

CymecTByroT ¢yry6o my:kckue Y-rensl (“dyrypuc-
TUYECKUX MPHU3HAKOB, HOBBIC, MOJIOJIbIE, ‘‘3aBTpalll-
HUE), KOTOpBIE MOSIBUWINCH y MY)KCKOTO I0Ja, HO
ellle He IPOIUIH TPOBEPKY, HE MONAIN B ayTOCOMBI U
HE CTaIH OOIIMM JOCTOSTHUEM.

B ayrocomax nokanmu3oBaHbl OOIIME T€Hbl CTAOMIIb-
HBIX TPU3HAKOB (pabouue, akTyaJbHbIC, “‘CerOHSII-
HHE”), 7TO OCHOBHAsl Macca TeHOMa.

JlomKHBI CyIIECTBOBaTh €yry0o :xeHckue X-reHbl
(cTapble, 0TpabOTABIINE YXKE B AyTOCOMAX, “‘BUepall-
HUE”’), KOTOPbIE yXKE yTpaueHbl MY>KCKHUM IOJIOM, HO
ellle COXPAHSIOTCS y KEHCKOro. Takue reHbl MposiB-
JSIOTCS B BUJIE aTABUCTUYECKUX MTPU3HAKOB.

Cyryb6o MyKcKkue M cyry0o »EHCKHE I'€Hbl COCTaB-
JSI0T BPeMEHHbIN 3BOJIOLUOHHBIN ecenHomunuuec-
KUt n010801 OUMopdusm.

.I'enbl, oOmue ans o0OMX MOJOB, HE Y4YacTBYIOT B

00pa30BaHUU 2eHOMUNUYECKO20 NON08020 OUMOD-
¢uszma, oHU 00pPaA3yIOT TOJIBKO MOCTOSIHHBIH ero-
Munu4eckull noa06ot Oumopgusm (rOpMOHAIILHBIN).
CooTHOIIIEHHE TOHOCOMHBIX M AyTOCOMHBIX T'€HOB
(I'/A) otpaxaer IBOJIOIMUOHHYH ILIACTUYHOCTH
reHoma. B momyssiiuu, 10Jro KUBYIIEH B CTaOWMIIb-
HOW cpele, HE JOKHO OBITh TOHOCOMHBIX T'€HOB
(I'’/A = 0), u Ha0OOPOT, YeM U3MEHYMBEE Cpelia, TEM
oombie [/A.

CaMIibl SBISIOTCS TJIABHBIM HMCTOYHUKOM MYTalUd
JUTSL MOJICKYJISIPHOU 3BOJIIOIUHU, U OHH K€ SBISIOTCS
OCHOBHBIM 00BEKTOM oTOOpa. IIpu 3TOM OONBIIHMH-
CTBO MyTallMi BO3HUKAET B Y -XpOMOCOME. Y -XpOMO-
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3akiroueHue

14.

15.

16.

17.

18.

19.

coma — “BOpoTa” Ul MOCTYIUIEHUS SKOJIOIMUYECKON
nH(bOpMalMU B TEHOM, MECTO “pOKACHUS U arpoda-
MM HOBBIX T'€HOB, WHUIIMATOP, aKCelIeparop u
PETYIATOP 2eHOMUNUYECKO20 NON08020 OUMOPPU3-
ma.

B ousepeenmmuou daze HOBas wHpOpMAIUS IMOCTY-
MaeT B MYKCKOM M€HOM W TMepeaeTcs Mo MYXKCKOU
JUHUM OT OTHA K CHIHY JUJIs IPOBEPKU B MY>KCKOH
nojacucreMe. OTO peanusyeT Y XpoMocoMa uyepe3
UIICH-AJITOPUTM.

X-XpoMOcOoMa Ie€TepOraMeTHOro IoJjia — “TpaHCIop-
THas’, TIEPEHOCUT HOBBIE I'€HBbI U3 Y-XpPOMOCOMBI B
ayTOCOMBI, SIBIISIETCSI CTaOMJIM3aTOPOM, peJlaKcaTo-
POM U JHUKBUIATOPOM 2eHOMUNUYECKO20 NOJ08020
oumopgusma, a TakKe XpaHWIHILEM OTPaOOTaBIIUX,
OKUJAIOUTNX AIMMUHAILIMY T€HOB.

B napannenvroii dhaze 3BomonnoHupyOT 00a mosna, a
2eHOMUNUYECKUll NOJ08oU  OuMopdusm OCTaeTcs
noctossHHBIM. OTTOK HOBOW WMH(pOpManuu u3 Y Xpo-
MOCOMBI B KEHCKUA T'€HOM OCYILECTBIIAET KOHTpPa
X xpomocoma.

B xowneepeenmnoii Qaze SBONIOIHOHUPYET TOIBKO
xkeHckui non. [Ipu aToM eenomunuueckuii nonogoi
oumopguzm yMeHbllaeTca U ucyeszaer. Jas 3Toro
HEOOXOAUMO TpEeKpallleHue TOCTYIUICHUS HOBOM
uHboOpManuu U3 cpeabl B Y XpOMOCOMY H TMPOJIOJI-
KEHHE €€ OTTOKa uepe3 X-XpOMOCOMY B KEHCKH
TEHOM.

AyTOCOMBI ABJISIFOTCS KOHCEPBATHBHOM IMaAMSITHIO
Pa3IeIbHONONOTO FeHOMAa (aHAJIOT JKEHCKOTO 110J1a B
MOMYJISIIUA) U COAEPKAT CTaOWUJIbHBIC, OOIIHE IS
000uX IMOJIOB, T€HBI, HAIICJICHBI HA UX COXpPaHCHHE.
Kax b1l HOBBIN reH, MPEkKJIe YeM MOMacTh B ayTOCO-
MBI, TPOXOJUT JIBOWHYIO TPOBEPKY B IOJOBBIX
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20.

21

22.

23.

24.

3akiroueHue

XpOMOCOMax: CHayana B ousepeenmmuoli $aze B Y-
XpoMOcOMe, TOTOM B napaiieivhou ¢aze B X-
XpOMOCOME.

“ Bxon” u “Bbixox” Y-XpOMOCOMBI U TPaAHCIIOPTHOM
X-XpOMOCOMBI JTOJIKHBI OBITH YHAJIEHBl JApPYr OT

apyra.

. SIBnenne HepaBHOro Y — X KpOCCHHIOBepa CBs3a-

HO C MEPEHOCOM HOBBIX I'€HOB U3 MY)KCKOTO B >KEHC-
KU TEHOM.

KpoMe komMmeHcanmu [03bl I'€HOB, KOHJCHCAIIHIO
X-XpoMOCOMBI B KEHCKOM reHome (Tenbila bappa),
TEOpHs TPAKTyeT KaK Mperpaay mpoTuB pacripocTpa-
HEHUSI y CaMOK HOBOW, €IIE€ HE MPOBEPEHHOI
uHpOpMaLIUH.

[lpu cmemenuu ABYX MNOMyJIAUUNA (pac, 3THOCOB),
obmast nHGOpMaIUS TIEpPEeMENINBACTCS TPU TTEPBOM
e CKpeUIMBaHUM, a HOBas M cTapas UHPOpMaluu
OCTaIOTCSl 000COOIEHHBIMU Ha MPOTSHKEHUH MOJIOBO-
ro auxponusma. Takoe npeacTaBieHue OObICHSIET, B
YaCTHOCTH, pa3jIMyUsi MEXKBUIOBBIX, MEXKPAaCOBBIX
WIM MEXHAIMOHAIBHBIX PEIUNPOKHBIX THOPUAOB,
CBSI3aHHBIE C HAIIPABJICHUEM CKPEIIMBAHUSI.

Y penunpoKHbIX THOPUIOB AUBEPTUPYIOIINX (OpM
M0  SBOJIONMOHUPYIOMIMM  (HOBBIM)  IMpU3HAKAM
JOIKEH HaOMIOIaThCs peyunpoxusli  ‘omyoscKuil
a¢hghexm” (AOMUHUPOBAHHE OTLIOBCKOM MOPOJBI,
nuHuK). [lo AMBEprUupyrOMM MpU3HAKAM POIUTENeH
JOJDKHA ~ JOMUHHPOBATH  OTIOBCKas Qopma, II0
KOHBEPTUPYIOIIUM — MaTEpPHHCKAsI.

% % %

IlogBoass WTOrM MOXKHO CKa3aTb, 4YTO pa3pa60TaHa

HOBas TCOPUA IMOJTOBBIX XPOMOCOM, IMO3BOJIAOIIAA C €AUHBIX
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NO3ULMK TOHATh W OOBACHUTH HIMPOKUNA KPYT SIBJICHUH,
CBS3aHHBIX C BO3HHUKHOBEHHEM, MXH3HBIO M JJIMMUHAIUEH
Ir€HOB B reHome. Teopusi MOJIOBBIX XPOMOCOM IIOJIHOCTBIO
n3oMopdHa paHee MPEIOKEHHON IBOJIONUOHHON TEOPUHU
nona. Ilockonmpky o00e TEOpUM TECHO B3aMMOCBS3aHHBI,
MOATBEP)KIECHUE OAHOM M3 HHMX MOXHO C IIOJHBIM
OCHOBAaHUEM CYMTATh MOATBEPXKICHHUEM IpYroi. BeIBOIbI U
IpEJICKa3aHusl TEOpUH II0JJa M TE€HOB IOATBEPKIAIOTCS
0OJBIINM KOJIMYECTBOM (DAKTOB, YTO IO3BOJIIET CUYHUTATh
JIOCTOBEPHOCTh 0OOUX TEOPUIA BEChbMa BBICOKOIA.

Jlo cuX MOp CYMTANIOCh, YTO JICJCHHE Ha JBa IOJja
HEOOXOIUMO TSl CAMOBOCTIPOU3BEICHUS, YTO TOJI SBIISETCS
CIOCOOOM pPa3MHOXKEHHUS. A OKa3bIBaCTCS, YTO IO — 3TO
cKopee croco0 3BOJONHUH. AHAJIOTUYHO, IMOJOBBIE XPOMO-
COMBI, Hapsny ¢ (YHKIUEH OmpelnesieHus moja, HeCyT U
IlpyTI/IC, HEC MCHEC BaXHBIC DBOJJIIOIIMOHHBIC (byHKIH/II/I
CuuTaetcst Takke, 4TO B MPOIIECCE IBOIIOIUU MYKCKOTO U
JKCHCKOI'O I10JIa HET pa?;HI/IIH)I, YTO OH HUACT CI/IHXpOHHO.
OxkasbIBaeTcs, YTO 3TO ACMHXPOHHBIM MPOIECC, W CYIIECT-
BYIOT paSJ'II/I‘-II/ISI Mencz[y M}’)KCKI/IM U XKCHCKHM I'CHOMAaMMH.
Hannuue Y-XpoMOCOMBI CBHIETENBCTBYET O CYIIECTBOBA-
HUHU CYry00 MYKCKHUX T'€HOB. Teopus IMOJIOBBIX XpPOMOCOM
Mpe/ICKa3blBaeT TaKXKe CYIIECTBOBAHHE CYTyOO KEHCKUX
TE€HOB.

Hes3nanuve 5»BOMIOLMOHHON pPOJM MOJia 3aTPYAHSET
NOHUMaHHE MHOTUX CBS3aHHBIX C HUM OOBEKTOB U SIBJICHUI:
MYKCKHX M JKEHCKHX TI'€HOB, TOPMOHOB, XpOMOCOM, I'aMeT,
TOHAJ, TeHUTAIUN, IPU3HAKOB, (YHKLUH, OPraHOB a TAKKE
HECKOJIBKUX [I€CATKOB IOHSATHM, NPOU3BOIHBIX OT KOPEH-
HOr'O MOHATUS moja. Tak Hampumep, MO CUUTAJICS CKaJls-
pOM, a MOJOBOM IuUMOp(3M HE MM CMbIcia (3HaJM, YTO
MY’KUMHBI B CPEJHEM BBIILIE JKEHIIUH, HO HE 3HAJIM, YTO 3TO
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3HAUUT). DBOJIOIMOHHAS TEOPHUsS TMOJia, MPEBpPATHB TOJ B
BEKTOp, MO3BOJIMJIA ‘‘BEKTOPU30BATh W BIIOXKUTh HOBBIN
CMBICII BO BCE MPOMU3BOAHBIE. TOraa oka3anock, 4To MOJI0BON
IAMOPGHU3M — ITO ““KOMITIac” SBOJIOLHH, TIOJOBBIE XPOMO-
COMBI — BOBCE HE IOJIOBbIE (MHOTHE BHJbI UMEIOT MOJ 0e3
MOJIOBBIX XPOMOCOM), @ 3K0-IBOJIOLMOHHBIE XPOMOCOMBI
(I'eomaxsan B. A., 1996,1998,2000). IlonoBble TOPMOHBI,
TOK€ HE TOJIBKO TIOJIOBbIE, HO U OOIIECUCTEMHBIE. DCTPO-
Fe€Hbl — BEIIECTBAa KOTOpPBIC, pacCHIMpssi HOPMY pPEaKIIHH,
YAQIAIOT CUCTEMY OT Cpelbl M 3aMEIJISIIOT 3BOJIIOLMIO, a
aH/IPOTeHBI, HA00OPOT, — CyXKasik HOPMY pEaKLUWH, MPHOIH-
JKAlT K cpene W yckopstor sBomormio (I'eomaksu B. A.,
20006).

Konmenmusa paer HOBBIM IIOAXOA K ITOHHMAHHIO
MHOTHX SIBJICHUI: MOSIBJICHUIO, JIOKAJTU3ALMK U TEepexonam
FEHOB TI0 XpOMOCOMaM M MEXIy HHUMH, WHAKTHUBAIUU
XpOMOCOM, MOOWIIBHBIX T€HOB, ‘‘BCHBINIEK’ MYTalUH,
WHCEPIIMOHHOTO MYTareHes3a, CBA3W Y -XpPOMOCOMBI CO
CTpeccoM, U peTpoBUpycaMu. B yacTHOCTH, MO3BOJSET
OOBSCHUTh KyJa M 3aueéM “OpbIraloT’ TEHbl, [OYEMY
TPAHCIIO3UIIUYA MOOMIIBHBIX 3JIEMEHTOB 3aBHUCST OT DKOJIOTH-
YECKOro CTpecca, Mo4eMy MyTUPYIOT OJJTHOBPEMEHHO pa3HbIC
TCHBI.
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Cum. Taxxke ['enermueckue cioBapu Apednes, Jluco-
BeHKO (1995) u Maxkeesa u ap. (2011).

AJean

AMnimndukanus

AHJpoaunoenust
AyTOpuIMHT
AyTocoma

Bbecnmogoe
pPa3dMHOKeHHEe

buorenernuec-
KHH 3aK0H

BeprukanbHblii
TepeHoc reHoB
Bropuynbie
10JIOBbIE
NPHU3HAKH

T'ameTtorenes
T'ameTnI

I'amorerteporo-

Annenu (ayutenoMopdbl) — pasindHbIe GOPMBI
OJTHOTO U TOTO )K€ TeHa, PacIojI0)KEHHbIE B
OJIMHAKOBBIX y4acTKax (JIOKycax) TOMOJIOTUYHBIX
XPOMOCOM U OTIPEEIISIONINE aTbTEPHATHBHBIC
BapUaHTBl PA3BUTHUS OJHOTO M TOTO e IPU3HAKA.
MHOTOKPAaTHBIE TOBTOPEHHS yIaCTKOB
XPOMOCOMBI.

CMech MY)KCKHX pacTeHUH U repMappoauTOB.
HeponcrBennoe ckpemmBanue.

JIro6as xpomocoma He ydacTBYOIIas B
OTIpeJeTICHUH T0JIa.

Onna poauTenbeKast 0coOb JEIUTCS C
00pa3oBaHUEM JBYX WIH OOJBIIE TOYSPHUX
0co0eil, FeHeTHYECKH OJIMHAKOBBIX C
MAaTEPHUHCKOM.

Onmocenes — KpaTKOE U CKaToe TIOBTOPEHHE
Qunoceneza. IHAMBUAYyaNbHOE Pa3BUTHE
OpraHu3Ma IOBTOPSICT OCHOBHBIE CTaUN
Pa3BUTHS MTPEIKOB.

IIponecc nepenaun reHOB OT POAUTENEH K
ITOTOMKaM.

[Ipn3Haky, XxapaKTepu3yIOIIe H3MCHEHHS B
CTPOEHHH U (QYHKIIMU Pa3INYHBIX OPTaHOB,
OTIPEIETISIIOLINX MOJIOBYIO IPHHAIEKHOCTD U
3penocTb. MoOYHEIE JKee3bl, 0oposa y
YeJI0BEeKa, TPUBA Y JIbBA.

[Iporecc oOpazoBanus camem.

(oT rpeueckux cI0B gamete — jkeHa, gametes —
MYX) — MOJIOBBIE, UIIH PETIPOLYKTHBHbIE, KIICTKH
JKMBOTHBIX U pacTEeHHH, 00ecrieunBaronye npy
CIIMSIHUM pa3BUTHE HOBOW 0COOHM U Ieperauy
HacJIeICTBEHHBIX TPU3HAKOB.

IIepenoc npusHaka ¢ 0JHOTO I10J1a Ha APYIOH,
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nus
TanjionaHbIi

T'emu3uroTHoe
COCTOSTHHE

I'enom

T'eHOMHBI
HMIOPUHTHHT

I'enoTun
I'epmadponuTHOE

pPasMHOKeHHe

I'ereporameTHblii
noJt

I'ereporamus
I'erepo3uc

I'erepomop@Hnbie
MOJIOBbIE
XPOMOCOMBI

I'erepoxpomaTnn
I'erepoxpomo-

coMa
I'uépun

CnoBaps

HarpHuMep, MOJIOYHBIE JKeJIe3bl CaMIOB, 00poia Y
JKEHIIMH U JIp.

OnuHapHbIH HAOOP XpomMocom.

AJutenb JaHHOTO TeHa MPUCYTCTBYET TOJIBKO B
OJTHOM 9K3eMILISIpe y TeTeporaMeTHoro mnosa. B
HOPME XapaKTepHO IS TeHOB, JIOKAIH3YIOIUXCS
B MOJIOBBIX XPOMOCOMaX.

COBOKYITHOCTb T'€HOB, XapaKTePHbIX IS
TaIIOUJHOTO (OIMHAPHOTO) HabOpa XPOMOCOM
JIAHHOTO BHJIAa OPraHU3MOB.

SMUTEHETHYECKHH MpoLece, IPH KOTOPOM
JKCITPECCHSI OIIPEIEIICHHBIX T€HOB
OCYILECTBIISICTCS B 3aBUCHMOCTH OT TOTO, OT
KaKOTO POANTENSI HOCTYIWII aJUIeNb T'eHa.
COBOKYITHOCTb BCEX F'€HOB, HAXOAIIUXCS B
XpOMOCOMaxX OpraHu3Ma.

Kaxnast 0coOb MOKET BBICTYNATh KaK B POJIH
caMIia, Tak ¥ CaMKH, IPOU3BOJIUTE 00a THIIa
raMeT U CKPEIIUBAThC C JIF00OH JAPYroit 0coObI0
TIOTYJISILIAY.

[Mou, nmerormii ABOMHOM HAOOP aymocom U Be
pasHble mosoBsie XpoMocoMbl (XY mu ZW). Bee
JurutoniHele ocoon B UV-cucTeMax sIBISIIOTCS
reTeporaMeTHBIMH.

T'amemul pa3HOTO pa3Mmepa.

(oT rpedeckoro cioBa geteroiosis — U3MEHEHHE,
npeBpanieHue). Y CKOpeHne pocTa, YBEeInIeHUEe
pa3MepoB, MOBLINIEHNE KU3HECTIOCOOHOCTU U
MPOAYKTHBHOCTH 2u6pu006 IEPBOTO TOKOICHUS
10 CPAaBHEHUIO C POJUTEIILCKUMHU OPraHU3MaMHU.
XPpOMOCOMBI, Y KOTOPBIX HEPEKOMOMHHUPYIOIIHN
PETHOH BKIIIOYAeT OOJIBIIYIO MX YacTh.
XpOMOCOMBI UMEIOT Pa3HbIA pa3Mep U
COZIepI)KaHHe TEHOB

YYaCTKU XPOMAMUHA, HAXOSIIHECs B TCUCHUE
KJIETOYHOTO [IMKJIa B KOHICHCUPOBAHHOM
(KOMIIaKTHOM) COCTOSIHUH.

1. Xpomocoma, cocTosIas u3 reTepoxXpoMarTuHa.
2. IlonoBast xpoMocoMa.

IToTOMCTBO OT CKpEIUBaHUS IBYX Pa3HBIX 710POO
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I'mopuanzanmus

I'muommoenust
T'omoramerHbIi
noJI
I'omosnoruyHbie
XPOMOCOMBI
I'omomop¢dHbIE
110JIOBBIE
XPOMOCOMBI
T'onanm!
TI'onocombl
I'opusonTann-
HBbIH NepeHoc
TeHOB
JBynomubie
pacrenust
JuBeprenuus
JAu3urorHsbie
(pa3Hosiii-neBbIe)
O0JIM3HenbI

JIunJonaHbIH
Jucnepcus (o)

JloMMHAHTHBIH
reH
dynaukanus
EcTrecTBeHHbBII
oT0op

Kenckuii moa

3urora
H3zomopdHbIii

HNnakruBanus X-

XPOMOCOMBI

JHCUBOMHBIX UITH COPTOB PACTCHHM.
CkpemuBaHue MEXITy Pa3HBIMH HOPOOAMU
(pacamu, popmamu) HCUEOMHBIX WA COPTAMHU
pacTeHuil.

CMecCh JKEHCKHUX B repMappOIUTHBIX PACTCHUI.
Mo, mmerommii ABOIHOM HAOOP aymocom U Be
OJIMHAKOBBIE X-XPOMOCOMBI.

[TapHBIE XPOMOCOMBI, Ka)Kaast U3 KOTOPBIX
JOCTAJIaCh OT OJHOTO U3 POAUTEIICH.
XPOMOCOMEI, Y KOTOPBIX HEPEKOMONHUPYIOLTHIHA
PETHOH BKITIOYAET JINIIH HEOOBIIYIO UX YacTh.

ITonoBbIe skemne3bl (CEMEHHUKN U SMIHUKH).
ITon0BBIE XPOMOCOMBI.

[Iporecc mepenayn reHOB OpraHu3My, He
SIBJITFOLIEMYCS TIPSIMBIM IIOTOMKOM OpraHu3Ma
JIOHODA.

PacTeHus1, y KOTOPBIX JKEHCKUE U MYKCKUE
I[BETKU Pa3BUBAIOTCSI HA PA3HBIX 0COOSIX.
Pacxoxxnenue (TIpu3HaKoOB).

biuzHenpl, pa3BUBIIMECS U3 IBYX AUYEKIeMOK,
OTIOJIOTBOPEHHBIX PA3HBIMU CHEPMAMO30UOAMU.
HMeroT oauHaKoBBIN HIIM TPOTUBOMONIO0KHBIN
TIOJI.

JBoiiHoit HabOp Xpomocom.

BenuuuHa oTKIIOHEHHUS (pa3dpoca) OT CpeaHEro
3HAYCHHS MTPU3HAKA.

T'en, 9bM HACICICTBCHHBIC XaPAKTCPUCTHKU
npeo01anaT B MOTOMCTBE.

YABOEHHUE YYACTKOB XPOMOCOM.

CoxpaHeHne OaronpusATHBIX HHANBUAYAIbHBIX
pa3Iuuuil ¥ U3MCHCHUE U YHUYTOXKCHUE
BpeIHbIX. [ TaBHAs IBWKYILAS CUJIA 380AI0OYUL.
Mo, mpow3BOASIINIA KPYITHBIE 2amentbl
(satiyexnemxur).

O1t010TBOpPEHHAS AliYeKIemKd.

CXOJIHBIN TIO (hOpME U CBOHCTBAM CTPYKTYPBI
MIPOIIECC, B X0JIe KOTOPOTO WHAKTHBHUPYETCS OJTHA
13 IBYX KOTHI X-XpOMOCOM, MIPEICTABICHHBIX B
KIIeTKax caMok Miekonuramux. JTHK
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NuopuauHr

HckyccTBeHHbIH
oT6op
Komnencanus
03Bl

Konaencanus
XpOMOCOM
Konbroranus

Kpoccunrosep

Marepunckue
MoJIycuochl
Meiio3

MeitoTnueckas
HHAKTHBALMA
MOJIOBBIX
XpoMOCoM
MeTunaupoBaHue

MetunanpoBanue
JHK

Mpurto3

CnoBaps

HEaKTUBHOM X-XpOMOCOMBI YIIaKOBBIBAETCS B
TPaHCKPHUITIIMOHHO HEAKTHBHBIN reTepOXPOMATHH
Biu3kopoacTBEHHOE CKpelrBaHue ocooeit (opat
— CcecTpa, ABOIOPOHBIE OpaThsl U CECTPHI U T.1.).
OcragiieHue Ut pPa3MHOXKEHHS JIy4IIHX 0co0ei ¢
ITOJIE3HBIMHU XO3SIHCTBEHHBIMU KauyeCTBaMH.
TUNEP-TPAHCKPUILUS OJUHOUYHON Z um X-
XPOMOCOMBI y T€TEPOraMEeTHOTO 10JIa ISt
GayaHca COOTHOIIEHHS T€HHBIX IIPOAYKTOB
MOJIOBBIX XPOMOCOM U 2yTOCOM.

MIPOIIECC KOMITAKTU3AUH (YIUIOTHEHNU)
XPOMOCOM.

cnioco0 oOMeHa reHeTHYecKoi mHpopMaIen y
OakTepHii, IPH KOTOPOM BCJIEJCTBUE
(hU3MUECKOTO KOHTAKTa MEX Iy KJIETKaMu
MIPOUCXOAUT MEPEHOC KIETOYHOM, TIIa3MUAHON
unu tpancno3onHoi JIHK oT noHOpHO# KneTku B
PEUNTIHEHTHYIO.

OOMeH yJacTKaMHU MEXAy FOMOJIOTHYHBIMU
XPOMOCOMAMU.

Bpatbs u c€cTpbl, UMeroIMe OOy MaTh U
Pa3HBIX OTLOB.

[Ipornecc KIETOYHOTO AETEHUS IPH KOTOPOM
JIBOWHOM (Oun.iouoHwitl) HAbOP XPOMOCOM
MIpPeBpAaIaeTCs B OMUHAPHBIN (2an10UOHbII).
[IpoucxoauT npu 0O6pa3oBaHMU MOJOBBIX KIETOK
(stiyexnemox U cnepmamo3ou0os).

WHAKTUBAIMS XpOMOCOMBI X Wi Z Ha
MOCTEHNX CTAAUSIX MEH03a y TeTepOraMeTHOTO
mosta (MSCI).

BBE/ICHUE B OpraHU4eCKHE COeIMHEHUS
MeTHIbHOU Tpymiel - CHy BMecTo aToma
BOJIOpOJIa, METAJJIa UJIM TajloreHa.
Moaupukarus mosiekyisl JTHK 6e3 usmenenus
HYKJIEOTUIHOU nocnenoBarenb-Hocty JHK. ¥V
YyeJ0BeKa METUIMPOBAHO 0K0JIO 1 % reHoMHoM
JIHK.

IIponecc nenenust KIETOK, MPU KOTOPOM
MIPOUCXOIUT TOYHOE KOTIHPOBAHUE XPOMOCOM.
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CrnoBapb

MuTtoxoHapHaIb-
nbie IHK nocJe-
JI0BATEJbHOCTH
MoouabHbBIE
reHeTHYEeCKHe
3JIEMEHThI
Momnpukanusa

MoHO3UT0THBIE
OJIM3HENBI
My:KkcKoi 1m10J1

Myrauust

HacnenoBanue,
orpaHuYeHHOe
moJI0M

HacnenoBanmue,
clUeMnJIeHHoe ¢
M0JIOM
HepaBHbIii
KPOCCHHIOBep

HepexoMOuHuUpYy
omas 00J1acTh
Y-xpomocombl
Hopma peakuun

HyxkJaeouna

Hyxkneoruansbie

Kaxxmas modepHsst KiIeTKa MoJIy9daeT TO XKe YHCIIO0
U COCTaB XPOMOCOM, UYTO U POJIUTENbCKAsI KIETKA.
IIpoucxonur B KIeTKax Tea.

JHK nocnenoBarenbHOCTH MUTOXOHAPUAIBHOTO
npoucxoxaeHus (numts - nuclear mitochondrial
DNA segments).

IocnenoBarensroctu JJIHK, koTOpbIe MOTYyT
MepeMeIIaThCs BHYTPH T'eHOMA.

HeHaCHe)ICTBCHHBIe U3MCHCHHS OpraHusma, €ro
¢eromuna O BO3ACHCTBIEM YCIIOBUI BHEIITHEH
Cpepl.

CM. Oonositiyesvie bruzneyvl

Tlosn, mpou3BOASIINI MENKUE 2amenbl
(cnepmamoszouovt).

(ot nat. mutatio — U3MEHEHNE) HACIEACTBEHHOE
M3MCHCHHE TCHOTHIIA.

HacnenoBanue npu3HaKkoB, MPOSIBIISIOMIAXCS
TOJIBKO Y 0COOE# 0THOTO T0JIa, HO He
OTIpe/ICIIIEMbIX TeHAMH, HAXOISIUMUCS B
TTOJIOBBIX XPOMOCOMAX.

HacrenoBanme kakoro-nmm6o reHa, Haxo IIerocs
B MIOJIOBBIX XPOMOCOMAaX.

Kpoccunrosep, B pe3ynbrare KOTOPOTO
00pa3yroTCs CECTPHHCKHE KPOCCOBEPHBIE
XPOMAaTHIpI, Pa3IHYAIOIAECs M0 KOJIHYECTBY
TeHETHYECKOTO MaTepuaia.

YacTp Y-XpOMOCOMBI, KOTOPasi HE TIOABEPIKEHA
pekoMOuHanuu (non-recombining region of the Y
chromosome, nim NRY).

CnocoGHOCTh eenomuna GOpMUPOBATH B
OHMO2eHe3e, B 3aBUCUMOCTH OT YCIIOBUI Cpelpl,
pasHble gperomunsl. XapakTepu3yeT JOIII0
YYaCTHS CPebl B pealn3aliy IpH3HaKa.

00J1aCTh BHYTPHU KJIETKH MTPOKapHOT, B KOTOPOH
Haxogutcs renernueckuit Mmarepuan. JJHK nykne-
OMJ]a UMEET 3aMKHYTYIO KOJIBLIEBYIO (hOpMYy.
BricoxonoBTopsitomuecs (MJIH. win 6ojee pas)
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mocjieaoBarTe/ib-
HOCTH MOBTOPHAIO-
muecs

Hyxneoruansbie
nocJjea0BaTeJIbHO
CTH YHUKAJIbHbIE
OBorenes
OnHostiineBbIE
OJIM3HEUbI

Onrtorenes

Ooramus
OmwionoTBOpenne

OpToJioru

OTnoBCcKHE
noJiycuodchl
TlanmMukcus
IMapanoru

ITapreHorenes

IleneTpaHTHOCTH
IlepBuunbIe
M0JIOBbIE
NPU3HAKH
ITnasmuna

CnoBaps

HE TPaHCKPHUOUPYIOTCS, HO TIOJBEPraloTCs PeIuin-
KallUU B NIEPBYIO O4YepeNb. YUaCTBYIOT B KOHBIO-
raiuy XpoMOCOM BO BpeMsl Mel03a. Y MEPEHHO-
noBTopstroruecs (1000 — 100000 xorrwmit)
MOCTIEI0BATENBHOCTH MOTYT IIEpeMEIaThCsl 110
TE€HOMY U nepexoauTh u3 oguoro yyactka JJHK B
Jpyroi — MOOMIIbHBIE (TIPBITAIOIINE) TeHEI.
VaukansHbie ocnenoBarensaoctu JJHK me
HMEIOT KOIUH B T€HOME M TPAHCKPHOUPYIOTCH.

[Ipomecc 0Opa3oBaHuUs AliyeKIemox.

biusHensl, pa3BuBLIMECS U3 OJHOU
OIUIOAOTBOPEHHOU siyexnemxu. IMeror
OJIMHAKOBLIH IMOJIL.

(OT rpedecKux CIoB on, poJ. Majgex ontos —
cyllee U genesis — IPOUCX0XKICHHUE,
BO3HHUKHOBEHHE) — HHANBUAYAJIFHOE Pa3BUTHE, TO
€CTh pa3BUTHE 0COOM OT 3a4aTHs IO CMEPTH.
CMoTpH anuzozamusl.

CrnustHIe MY)XCKOH U KEHCKO eamem, B
pe3ynbTare KOTOpOoTro o0pa3yercs epBasi KIeTKa
HOBOT'O OpPTraHU3Ma — 3U20md.

KOIIUY IF'€Ha y TOYEPHHUX BUJIOB KOTOPHIE
JUBEPrUPOBAIIM U3 UCXOIHOTO BUAA.

Bpatbs u c€cTpsl, IMeroIIE 00IIEeTo 0TIHA U
Pa3HbIX MaTEPEN.

Becnopsnounoe, ciyyailHOe CKpELIMBaHUE.
Konun rena B npesenax oAHOro opraHusMa B
pe3ynbTaTe XPOMOCOMHOM MyTalluH,
PacmoyoKEeHHbIE Ha Pa3HbIX XPOMOCOMAX.

Bun 6ecnonozo pazmnosicenus, npu KOTOpoM
MIOTOMKU Pa3BUBAIOTCS U3 HEOILIOAOTBOPEHHBIX
SUYEKTeMmOK.

YacToTa (PeHOTUIMYIECKOTO TPOSIBICHUS 2eHd.
BuyrpenHue u Hapy>KHbI€ TIOJIOBBIE OPTaHbI
(IMIHUKY ¥ CEMEHHUKH).

JOIIOJTHUTCIIbHBIC (l)aKTOpBI HACJICACTBCHHOCTH,

PAacCIOI0KCHHBIC B KIIETKAaX BHE XpPOMOCOM U
MIPEJICTaBJISIONINE COO0H KOJbIIEBhIE
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CrnoBapb

Tloa

Monuanapus
Iloauramus
Tlonurunust
Tloaunonaust
ITosHbIE CHOCHI

Ilos10BOC
pa3MHoO:KeHHe

TlosoBoOM
auMopduzm
Ilosi0BBIE
XPOMOCOMBI
Honyasimus

IIceBroayrocom-
HbIE 00J1aCTH
(PAR)

Peruon onpene-
JSAIIUA moJa
(SDR)

Pensinkanus
PerpoBupycsl

Perpono3nums

Perporpancno-

(3aMKHYTBIC) WK JTHHEHHbIE MosteKkyisl JTHK.
AnbTepHAaTUBHBIN IPU3HAK, KOTOPBIN OTINYAET
MYXKCKHX M JKEHCKHX 0CO00eH Ipyr OT aApyra,
TIO3BOJISIET UM IIPOU3BOIUTH PA3HOTO THIIA
2amemsl U CKPEIIUBATHCS, TO €CTh Pa3MHOXKAThCS
TIOJIOBBIM ITyTEM.

OpHa caMKa UMEET HECKOIBKO CaMIIOB B KAUECTBE
OpadHBIX TAPTHEPOB.

Oco0b 0IHOTO TI0JIa IMEET HECKOIBKO OpauHbIX
napTHepoB. CMOTPH noauaHopus U NOAUSUHUAL.
OnuH caMel IMEeT HECKOJIBKO CaMOK B KaueCTBE
OpayuHBIX MAPTHEPOB.

YBEITMYEHHOE KOJIMIECTBO LIEIBIX HA0OpOB
XPOMOCOM.

Bpatbs u c€ctpel, nMeromre 00IIero oTma u
MarTh.

JlBe rpymnibl 0co0eit My»KCKHE U )KEHCKUE,
00pa3zyomune TOIBKO MY>KCKHE HITH TOJIBKO
JKCHCKHE 2amembl.

COBOKYIHOCTB Pa3IHIHil MEXIY MYXCKHM H
YKEHCKHUM IOJIOM.

XpPOMOCOMBI, OTIPEEIIIONINE TT0JI IIOTOMCTBA.

(nat. populus — Hapon, Hacenenue) I pymsr
oco0eii 0JTHOTO BU/Ia, HACENSIOIINE KaKoe-T100
IMPOCTPAHCTBO B TCYEHNE MHOTHUX MMOKOJICHUH.
CErMEHTHI MOJIOBBIX XPOMOCOM, KOTOPBIE
PEKOMOUHHUPYIOT y TETEPOTaMETHOTO IM0JIa

o0nacTe Ha Y-XpoMocoMe, KOTopast OTBEUYaeT 3a
OIpe/iesIeHUe MY>KCKOTO 1osia. ['eHbl B 3Toi
o0JyiacTu He peKOMOWHHPYET C reHaMH X-
XPOMOCOMBI.

VYaBoenue.

CemeiictBo PHK-conepxkamux BUpycoB,
3apa’karolMX B OCHOBHOM II03BOHOYHBIX.
MexaHU3M KONMPOBaHUS T€HOB: HHTErpaLius
NOCJEI0BATENBHOCTH, NoJyuyeHHOU n3 MPHK
myreM oOpaTHO# Tpanckpunimy, B IHK reHoma.
nosropsitouecst pparmentel JJHK, BritouéHHbIe
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30HBI

PeneccuBHBIMH
reH
Penunpoknsie
THOPUABI

CaiiieHCHHT
reHOB
Chnancuc

CuHramus
CooTHoO1LIEHHE
MoJIOB
CnepMmaToreses
CpenoBoe omnpe-
JeJieHHe MmoJia
Ctpecc

TecTocTepoH

TpaHcréHHbli
OpraHu3Mm

TpaHnciokanus
Tpancaoxkauus
X-A

Tpancno3uuus

TpaHcno30HBI

CnoBaps

B XPOMOCOMBI TIOCJI€ TOTO, KaK OHH OBLITH
o0paTHO TpaHCKpHOMpoBaHbI ¢ MoseKyisl PHK.
I'en, IPOSIBIIAIOILUIACS TOJIBKO B I1ape C
WACHTUYIHBIM T€HOM.

[psmoii ruOpuz MoTyyaeTcst OT OT CKPEIIUBAHUS
camma mopozsl A ¢ camkoit moponsr b. O6patHsrit
— camer nopoas! b ¢ camxoit mopoast A.

(ot aHrNIMICKOTO CIIOBa silencing — BEIKITIOUEHHE)
— ITO/IaBJICHHE IKCIPECCUH I'CHOB.

Konproramus xpomocom, nonapHoe BpeMEeHHOE
cONMMKeHne roMOJIOTHYHBIX XPOMOCOM, BO BPEMS
KOTOPOT'O MEXJLy HUMH MOXET IPOU30UTH 0OMEH
TOMOJIOTHYHBIMH yJaCTKaMH.

CrnustHMe TaMeT NPU OIJIOJOTBOPEHHUU.
OTHOIIEHHE YUCTIa MY>KCKHX 0CO0€eH K UncCITy
JKCHCKHX.

Ipouecc obpasoBanus cnepmues.

OTIpE/ICIIEHUE T10J1a, BEI3BAHHOE YCIOBHSMHU
CpeJibl, HalpUMEP TEMIIEPATyPOH.

BHyTpeHHne nporeccs B OpraHu3Me, BEI3BaHHBIC
cmpeccopom.

MyXCKOH 1010601 20pMOH. AHaOOTMIECKHIA
CTEpOUJI, CEKPETHPYIOLIMHCS SIMIKaMu (U B
HEeOOJBIINX KOINYIECTBAX B IMUYHUKAX U
rtanenTe). HeoOxoaum Juist pa3BUTHs
NEePBUYHBIX 1 BTOPUYHBIX MY)KCKUX TOJIOBBIX
TIPU3HAKOB.

OpraHu3M, B F€eHOM KOTOPOTO BBEIEH T'EH,
KOTOPBIN HE MOYKET OBITh IPUOOPETEH TPH
€CTECTBEHHOM CKpEIIMBAaHUM.

XpoMocoMHasi MyTalusi, pu KOTOpoit
MIPOMCXOANT OOMEH Yy4aCTKaMH HErOMOJIOTMYHBIX
xpoMocoM. Of1iee YNCIIo TEHOB HE M3MEHSIETCS.
TpaHcnokaus Mexay X-XpoMOCOMON U
ayTOCOMOM.

nepeHoc cermenta JIHK u3 onHoro mecra renoma
B JPYyToOE€.

W “npeiratomue ressr” — ygactku JJHK
OPraHU3MOB, CIIOCOOHBIE K TIEPEBIKEHUIO
(TpaHCTIO3UIMHK) U Pa3MHOKEHHIO B IIpeJiesiax
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CrnoBapb

den
denorun
duorenes

XpanoBuk
Miwaaepa

XpomaTuH

Xpomocomuast
cucremMa
onpeeaeHus
noJja XY
XpomocomHuast
cucreMa
omnpeaeJeHUus
nona ZW
XpomMocombl

JBoJTIOIUA

JKcnpeccuB-
HOCTh
Jkcnpeccust
Te€HOB
OnucomMbI

JyXpoMaTHH

reHOMa.

[Ipusnak.

CoBOKYNHOCTB (herog (IPU3HAKOB) OpraHnu3Ma.
(oT Tpedeckux cioB phylon — meMs, pox u
genesis — NPOUCXOXKIEHHE) — UCTOPUS
TIPOUCXOXKICHUS BUAA.

TTOBBIIEHHOE HAKOTIIIEHUE BPEAHBIX MYTaIHH,
BBI3BaHHOE JIpeii(hoM B HEPEKOMONHHUPYIOIITIX
YacTsIX FeHOMa.

BemecTBo xpomocoM — komiuiekc JJHK, PHK u
6enKoB.

I'enernueckas cucrema OnpeAesieH s MoJja, B
KOTOPOH JKEHCKHH MOJI TOMOTaMETHBIH (C
reHotunoM XX), a My>KCKOU TI0JI —
reTeporameTHbIi (XY).

I'enernyeckas cucrema onpeaeneHus 1oia, B
KOTOPOH >KEHCKHI TOJI FeTeporaMeTHBIH (¢
reHoTHIoM ZW), a My»XKCKOH TIOJ —
TOMOTaMEeTHBIN (ZZ).

CTpyKTypHBIE 3JIEMEHTSHI Apa KIETKN 3YKapHOT,
conepxamue JIHK, B koTopoil 3axitouena
HacJeCTBEHHAs! HH(OPMAIHs OpraHu3Ma.

(ot nmatuHCKOTO CcloBa evolutio — pa3BepThIBaHUE,
pa3BuUTHE) B OMOJIOTHH — HEOOpaTUMOE
HCTOPUYECKOE Pa3BUTHE KUBOW IPHPOIBI.
CreneHn BBIPAXXCHHOCTHU PA3BUTHA IIPpU3HAaKa U3
JAHHOTO 2eHd.

[IpeoOpazoBanue reHeTHUECKON HH(POPMAIIH B
PHK wunu 6emnok.

I'eneTnyeckue 31eMeHTHI OaKTEpHid, CIIOCOOHbIE
CYIECTBOBATh KaK B MHTETPUPOBAHHOM B
GakTepHaIbHBIE XPOMOCOMBI COCTOSIHUH, TaK U B
BUAC aBTOHOMHBIX IIJIa3MH /.

YJacTKH XpPOMAaTHHA, COXPaHSIOIINE
JIECIIPATIM30BaHHOE COCTOSIHUE AIIEMEHTAP-HbIX
ne3okxcupudonykineonporenausix aureit (JIHIT) B
TTOKOSIIIIEMCS sIIIpe.

158



Cnucok Jureparypbl

10.

11.

12.

Anexkceesa T. H. TIpoGiema OHOJIOrMUYecKOi afanTaliiy YeIoBeKa.
Ipupooa, 1975, Ne 6, c. 38.

Anncumos B. H., ConoBbe M. B. Dsonroyus konyenyuii 6
2epoumonoeuu. CII6., 1999.

Apxaros B. B., Aanpees B. C., Patekun A. B. 'enetnueckuii
KOHTPOJIb (OPMUPOBAHMS OKPACKHU IIBETKOB y AYIIHUCTOTO TOPOILKA.
Tenemuxa, 1976, 1. 12, Ne 8, c. 30-37.

Acnansta M. M., Conparosa O. I1. I'enemuxa u npoucxosicoenue
noaa. M., ABtopckas akagemus, 2010, 114 c.

bannrozexk @.B., CkBupckuii B.f1., Cxopoboraros I'.A. T'ogopsm
yueHbvle (Ha 2paHu ceHcayuil): 0 NUMbegoll 800e 1 B000NP08ooe, O
JleyebHoM cepebpe u ankozone, 0 eunoouHamuu u oueme, ... CaHKT-
ITetepbypr, 2009.

Bopoaun I1. M., I'opnos U. I1. Bousiaue cTpecca Ha FEeHETUYECKYIO
M3MEHUYUBOCTh. B kH.: Muxpoaseonoyus, M., 1984, c. 100-101.
Bopoaun I1. M. Ironep JI.. Benses /1. K. [Ipodnemsr rereTrkH
ctpecca. Coobmienue 1. ['eHeTHUECKHIT aHAIN3 TTOBEACHUS MBIIICH B
cTpeccupytomien cutyanuu. [ enemuxa, 1976, 1. 12, Ne 12, ¢. 62-72.
I'eonaxsia B. A. Ponb mosnoB B nepenaue v npeoOpa3oBaHuU
reHeTudeckoit mHGopmarun. Ilpooa. nepedavu ungopm. 1965, 1. 1,
No 1, c. 105-112.

I'eomaksan B. A. O cTpyKType 3BOJIOIHOHUPYIOUTNX CUCTeM. B KH.:
Ipobnemur kudbepremuxu. M., Hayka, 1972, Bem. 25, c. 81-91.
I'eonaxsia B. A. Jluddepennnansias cMEpTHOCT M HOPMa peakuu
MYIKCKOTO Y JKEHCKOTO ToJia. JKypH. 00wy. buonoeuu, 1974, T. 35, Ne
3,¢.376-385.

I'eomaxsia B. A. KonndecTBO MBUTBIIBI KaK PETYIASATOP
9BOJIIOIIMOHHOH IUTACTHYHOCTH MEPEKPECTHOOTBIISIO-IIIMXCS
pacrenuil. JAH CCCP, 1977a. 1. 234, Ne 6. c. 1460—-1463.
T'eonaksn B. A. O BO3MOKHOCTH CyIIECTBOBaHUS aJallTUBHOTO
otbopa criepmatoszounoB. 111 Beecorosnas koH(. 110 Oroornueckoit
U MenuIHCcKo# kubepHetnke. Tes. nokn. M. - Cyxymu, 1978r,

c. 244-247.

159



Crucok uTepaTypsl

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

I'eonaxsia B. A. O cymiectBoBaHHH “0THOBCKOTO dddexTa” npu
HacJIeJOBAaHUH 3BOIIOLUOHHBIX Ipu3HakoB. Joxr. AH CCCP, 1979,
T. 248, Ne 1, c. 230-234.

T'eomaxsa B. A. [lonoBoit mumopdms3m u “oTroBckuit d3Pdext”.
JKypn. 0bwy. 6uonoeuu, 1981, 1. 42, Ne 5, ¢. 657—-668.

T'eomaxsia B. A. OHTOT€HETHYECKOE TIPABUIIO TTOJIOBOTO
mumopdusma. [JAH CCCP, 1983a, T. 269, Ne 2, c. 477-481.
T'eomaxsta B. A. DBomonnonHas 1oruka audGepeHnuaniuy mojios 1
noxaronuerue. [pupooa, 19836, Ne 1, c. 70-80.

I'eomakan B. A. CucteMHBIH OIX0X 1 3aKOHOMEPHOCTH B
ounonoruu. B xu.: Cucmemnvie uccnedosanus. M., Hayka, 1984,

c. 329-338.

T'eomaxsta B. A. TlonoBoit mumopdmsm. huon. scypH. Apmenuu.
1986, 1. 39, Ne 10, c. 823-834.

I'eomaksn B. A. Teopus nuddepeHnmanmum moJioB B mpoodiemMax
yesnoBeka. Yenosek 6 cucmeme nayk. M., Hayka, 1989, c. 171-189.
I'eonmaksn B.A. DBomonionHas Teopus nmona. Ipupoda. 1991, Ne 8,
c. 60-69.

I'eonaksan B. A. ITonoBeie xpoMocomsl: aist yero oun? (HoBas
koHuemms). Jokr. AH. 1996, 1. 346, c. 565-569.

T'eonaxsa B. A. DBonoLMOHHAS POJIb TOJIOBBIX XPOMOCOM (HOBast
koHuemus). I enemuxa. 1998, 1. 34, Ne 8, ¢. 1171-1184.

T'eonaksan B. A. DBONIOIMOHHBIE XPOMOCOMBI U IBOJIFOLIMOHHBIN
mosioBo# mumopdusm. Mzsecmusn Axademuu Hayx, Cepus
Buonozuueckas, 2000, Ne 2, c. 133-148.

I'eonaxsia B. A. KonBeprenrtHas 3Bosttorus (eHOTUIIA, ACUMMETPUH
M CEKCYaJIbHOCTH K KyIbType. Cexconozus u cexconamonozusi. 2003,
q. 1, Ne 6, c. 2-8; 4.2, Ne 7, ¢. 2-6; u. 3, Ne §, c. 2-7.

I'eomaksn B. A. DBOMOIIMOHHBIC TEOPUH ACHMMETPH3AITUN
OpraHWU3MOB, MO3ra ¥ Tena. Ycenexu guzuonocuueckux Hayx. 2005,
T. 36, Ne 1, c. 24-53.

Tl'eonaxsia B. A. 3arajka reHOMHOTO IMIPUHTHHTa— MU} U
peanbHOCTh. Acummempus, 2008a, Tom 2, Ne 4, ¢. 18-23.

T'eonaksan B. A. JIoMUHaHTHOCTB, 110OJ1 U BO3pAcT I'eéHa B CBETE
teopuu guxponusma. Crezg BOI'UC 20-27 uronst 2009a.

T'eomaxsa B. A. JInxpoHHAS SBOJIOIHS KHUBBIX CHCTEM (SHTPOTIHS 1
uHpopManus, TByx(ha3HbIe MOJICKYIIBI U METHIHMPOBAHHUE).
Acummempus, 20096, Tom 3, Ne 2, ¢. 3-31.

T'eonaxsa B.A. bunapHo-conpsikeHHbIe cUcTeMBL. [IponcxoxaeHue,
npuposa u 3omonnd. Acummerpust, Tom 15, Nel mapt 2021a,

160



30.

31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

Crnucok nuTepaTypsl

c. 36-52. URL: http://www.cerebral-

asymmetry.ru/Asymmetry 15 1 2021.pdf

I'eomaksan B.A. bunapHo-conpsikenHble cucTteMbl. [IpuMepsl
KOHCEPBATHBHEIX U OIIEPATUBHBIX ITOACUCTEM. ACHMMETPHS,

Tom 15, Ne2 ampenb 20216, c. 48—64. URL: http://www.cerebral-
asymmetry.ru/Asymmetry 15 2 2021.pdf

T'eopaxsu B. A., I'eonaksn C. B. CymiecTByeT 11 oTpULIaTeNbHAS
obpartHas cBs3b B onpeaeseHnu nona? Kypran oowetl buonozuu,
1985, 1. 46, Ne 2, c. 201-216.

I'eomaksan B. A., Illepman A. JI. CBsI3b BpPOXKACHHBIX aHOMAIHI
pa3BUTHA ¢ TOJOM. JKypH. 00uy. 6uon., 1971, 1. 32, Ne 4, c. 417-424.
I'eomaksan C. B. /IBa mosia. 3auem u nouemy? DBOTIOLUOHHAS
teopus mona B.A. I'eomakstaa. M., 2012. 260 c.

ISBN: 978-0-9856620-0-4 (351eKTpOHHOE H3IaHUE)

I'eomaksu C. B. Kyoa u 3auem npviearom eenvt? Homaouueckas
meopus 2enos. M., 2018, 156 c.

ISBN: 978-0-9856620-7-3 (a51eKTpOHHOE U3IaHKE)

T'eopaxsu C. B. bunapho-conpsicennvie cucmembi.
Ipoucxoocoenue, cmpykmypa u 38omoyusi. M., Apt-Usnat, 2023a,
102 c. ISBN: 978-5-600-03536-2.

T'eonaxsu C. B. Kommac 3Bostonun. OBOMIOLMOHHAS TEOPUsS 101a
B.A. T'eomaksHa. M., Apt-U3nar, 20236, 182 c.

ISBN: 978-5-600-03536-2.

I'eomaksn C. B. UenoBek ACHMMETPUYHBIN? DBOJIOIMOHHAS TCOPHUS
acumMmerpuu B.A. I'eogaksina — Mocksa, Aptuzaar, 20238, 125 c.
ISBN: 978-5-600-03536-2.

T'eomaxsia C. B. TlomoBsIe TOPMOHBI — SBOTIOIIMOHHBIE BEKTOPEIL.
Mocksa, Aptusnat, 2023r, 100 c¢. ISBN: 978-5-600-03536-2.
I'omy6osckuit M. [I. Opranmsanus reHoTruna u (OpPMBI HACIEICT-
BEHHOW U3MEHYHMBOCTH YKapHoT. B kH.: Memoodonocuueckue
npobremvl meduyunvl u buonoeuu. Hosocubupck, Hayka. 1985,

c. 135-152.

Hapsun Y. Ilpoucxoorcoenue uenogexa u nonogoti omoop. Cou. M.,
N3n-B0 AH CCCP. 1953. 1. 5. 1040 c.

Jw16an A. I1. llutoreHeTnyeckre aceKThl HOPMAITLHOTO U
MATOJOTHYECKOTO SMOpHOTeHe3a MIICKOIUTAIONIHX. B KH.:
Ipobnemor eenemuxu pazeumus. M., Hayka, 1972, c. 62-85.
HommraoBa H.A. [lepmatornuduka yamypTtoB. HoBeie nccnemoBanus
0 ITHOTeHe3y yamypToB. Mxkesck, Ypo AH CCCP, 1989, c. 108-
122.

161



Crucok uTepaTypsl

43.

44,

45.

46.

47.

48.

49.

50.

51.

52.

53.

54.

55.

56.

57.

58.

59.

Jyounun H. I1., Tnem6onkuit 5. JI. I'enemuxa nonyrayuii u
cenexyus. M.: Hayka, 1967. 487 c.

EBteeB A.A. [Ipobaema nonosoeo oumopghusma 6 KpaHuoaio02uu.
Astope. muc. kaHz. 6moi. Hayk. M., MI'Y, 2008.

Kumynes U. ®. Obwasn u monexynapuas eenemuxa. 3. 4-e.,
Hosocubupck: Cubrpckoe yHUBEPCUTETCKOE U3AaTeNbCTBO, 2007,
479 c.

3aBagoBckuit M. M. Ilon orccueommusix u e2o npegpaujerus. M. -
J1.,1923.

Kagraszosa JI. T".

Kupnmunukos B. C. Ayrocomusie rensl y Lebistes Reticulatus u
mpo6iemMa BOZHUKHOBEHUS TeHETHYECKOTO OIPEIENEeHuUs T0a.
Buon. scypn., 1935, 1. 1V, Ne 2, c. 343-354.

Korau 3. M. Ilpusnaxu sxcmepvepa u unmepvepa y Kyp (eeHemuxu u
xo03. 3nauenue). HoBocubupck, Hayka, Cu6. ornenenue, 1979, 298 c.
Kysueuos A. B., Curaesa B. A., Kyzueuosa U. B., Illur U. 1O.
CriepMaTo30uIbI KPOJIMKA CIIOCOOHBI CBA3BIBATH uykepoaHyio JJHK.
IIpo6a. Penpooykyuu, 1996, Ne 1, C. 7-10.

JIucaues A. I1., bopoaus I1. M. ITopTpeT Y-XpoMOCOMEI B IOHOCTH.
Ipupooa, 2014, Ne 11, c. 23-31.

ManunoBckuii A. A. He3aBepiieHHbIe HeH HEKOTOPBIX COBETCKUX
TeHEeTUKOB. [Ipupooa, 1970, Ne 2, c. 79-83.

MapkoB A. B. 'opu3oHTanbHBIA IEPEHOC T€HOB U SBOJIIOLUS
(moxnan B MOI'eH, HOosi6pb 2008)
<http://www.evolbiol.ru/lgt2008/1gt2008.htm>

[MaBnoBckuit O. M. O yem pacckasbiBaeT 00001IEeHHbIH (OTOTIOPT-
per? Hayka u srcusus, 1980, Ne 1, ¢. 84-90.

ITonos B.B. I'eHOMUKa ¢ MOJIEKYJIIPHO-T€HETUYECKUMH OCHOBAMH.
— M., Kawxknsrit tom «JIudpokom», 2009, 304 c.

Parekun A. B., Anapees B. C., Apkatos B. B. I'enetnueckuii
KOHTPOJIb (OPMUPOBAHMS OKPACKH IIBETKOB y AYIIUCTOTO TOPOIIKA.
Tenemuxa, 1977, 1. 13, Ne 9. ¢. 1534-1542.

Patekun A. B., 3ampomero M. H., Auapees B. C., EBqoxumosna JI.
. N3ydyenne OnocruHTE3a aHTOIIMAHUOB U (DIIABOHOJIOB B IIBETKAX
JIyHIMCTOTO TOpoIKa. JKypH. 06wy. 6uonoeuu. 1980, T. 41, Ne 5, c.
685-699.

Canranuk P. . Ponb reneTnueckoil HHAYKIUU B HOPMaJbHBIX U
nmaToJorndeckux npoueccax. Becmu. AMH CCCP, 1968, Ne§, c. 3-
10.

Cunrep M., bepr I1. I'envt u cenomwvr. M., «Mupy, 1998, 1. 2, c. 146.

162



60.

61.

62.

63.

64.

65.
66.

67.

68.
69.
70.

71.

72.

73.

74.

Crnucok nuTepaTypsl

CrapkoBa H. T. Ocnogwl knunuuecxotui anoponozuu. M., Meaununa,
1973, 390 c.

Tep-AanecsH [I. B. Ponp xonmuecTBa MbIIBIEBHIX 3€PEH IBETKA B
OTUIOJIOTBOPEHHUH PACTECHHUU. Tp. no npuxi. bomarnuxe, 2enemuxe u
cenexyuu, 1949, 1. 28, c. 119—133.

Tep-Aanecsa 1. B. Onviienue u Hacneocmeennas usmeHyu8ocme.
M., Coserckas Hayka, 1957, 250 c.

Opankpypt V. U., Openk A. M. orcozaiia Buanapo I'uboc. M.,
1964. ¢.76 (280).

Xansekud A. B. TTosoBoit nuMopdu3M KapHOTHIIA U
TPEXTOHOCOMHAsI TUIIOTE3a AeTepMUHALuUK nojna. L{umonozus, 2018,
ToM 60, Ne 11, c. 903-905.

Xecur P. b. Henocmosancmeo ecenoma. M., Hayka, 1984, 472 c.
Xpamuona 1O. C., Apramsia O. C., Ilyraues H. H. Penaparusnas
pereHeparysi CeMCHHUKOB IIPH Pa3IMYHBIX TIOBPEKACHUSIX TeMaTO-
TECTUKYIISIPHOTO Oapbepa. DKcnepumenmanbHas u KiuHU4ecKast
yponoeus, 2014, Ne2, ctp. 14-18.

UersepukoB C. C. O HEKOTOPBIX MOMEHTAX HBOJIIOLIMOHHOTO
mpoliecca ¢ TOUKH 3pEHUs COBPEMEHHOM TeHeTHKU. JKYpH. 00wy.
buonocuu, 1926, 1. 2, ¢. 5-54.

repn K. Ocnogur cenemuku uenosexa. M., Menunna, 1965.
[Tronep JI., Bopoaun I1. M., bensieB 1. K. IIpo6nems! reHeTHKA
crpecca. [enemuka, 1976, 1. 12, Ne 12, ¢. 72-82.

Opwman JI., Iapconc I1. I'enemuxa nosedenus u 36omoyus. M., Mup,
1984.

IOcynos P.M. O nonoBomM iumMopdusme U 3HAYCHUHN KEHCKUX
BEIOOPOK YEPENOB B aHTPOMOJIOTHH. MCmOouHUKY nO ucmopuu u
xkyremype bawrxupuu. Yda, 1986. C. 51-56.

Aitken R. J., Graves J. A. M. (2002) The future of sex.

Nature, 415 p. 963.

Amos-LandgrafJ. M., Cottle A., Plenge R. M., et al. X.
chromosome-inactivation patterns of 1,005 phenotypically
unaffected females. The American Journal of Human Genetics,
2006, v. 79, p. 493-499.

Arakawa Y., Nishida-Umehara C., Matsuda Y. et al. X-
chromosomal localization of mammalian Y-linked genes in two XO
species of the Ryukyu spiny rat. Cytogenet. Genome Res., 2002,

v. 99, p. 303-339.

163



Crucok uTepaTypsl

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

86.

87.

88.

Ashworth A., Rastan S., Loell-Badge R. et al. X-chromosome
inactivation may explain the difference in viability of X0 humans
and mice. Nature, 1991, v. 351, p. 406-408.

Bachtrog D. (2008) The temporal dynamics of processes underlying
Y chromosome degeneration. Genetics, v. 179, p. 1513—-1525.
Bachtrog D., Kirkpatrick M., Mank J. E. et. all. Are all sex
chromosomes created equal? Trends in Genetics, September 2011,
v. 27, No. 9, p. 350-357.

Bachtrog D, Mank J. E., Peichel C. L., et al. Sex determination: Why
so many ways of doing it? PLoS Biol., 2014, v. 12, ¢1001899
Baillie J. K., Barnett M. W., Upton K. R. (2011). «Somatic
retrotransposition alters the genetic landscape of the human

brain». Nature, 2011, v. 479 (7374), p. 534-537.

Baker D. A., Russell S. Role of testis-specific gene expression in
sex-chromosome evolution of Anopheles gambiae. Genetics, 2011,
v. 189, p. 1117-1120.

Balakirev E. S., Ayala F. J. Pseudogenes: are they ‘‘junk’’ or
functional DNA? Annu. Rev. Genet., 2003, v. 37, p. 123-151.
Barton D. E., David F.N., Merrington M. The positions of the sex
chromosomes in the human cell in mitosis. Ann. Hum. Genet.,
Lond., 1964, v. 28, p. 123—-135.

Bartosch-Hérlid A., Berlin S., Smith N. G. et al. Life history and the
male mutation bias. Evolution, 2003, v. 57, p. 2398-2406.

Batada N. N., Hurst L. D. Evolution of chromosome organization
driven by selection for reduced gene expression noise. Nature
Genet., 2007, v. 39, N 8, p. 945-949.

Beilharz R. G. On the possibility that sex chromosomes have a
greater effect than autosomes on inheritance. J. Genet., 1963, v. 58,
p. 441-449.

Bellott D. F., Hughes J. F., Skaletsky H. Mammalian Y
chromosomes retain widely expressed dosage-sensitive regulators.
Nature, 2014, v. 508, p. 494-499.

Bergero R., Forrest A., Kamau E. et al. Evolutionary strata on the X
chromosomes of the dioecious plant Silene latifolia: evidence from
new sex-linked genes. Genetics, 2007, v. 175(4), p. 1945—-1954.
Bertollo L. A. C, Fontes M. S., Fenocchio A. S. et al. The X1X2Y
sex chromosome system in the fish Hoplias malabaricus. I. G-, C-
and chromosome replication banding. Chromos. Res., 1997, v. 5, p.
493-499.

164



89.

90.

91.

92.

93.

94.
95.

96.

97.

98.

99.

Crnucok nuTepaTypsl

Betran E., Thornton K., Long M.Retroposed new genes out of the

X in Drosophila. Genome Res., 2002, v. 12, p. 1854—1859.
Bhowmick B. K., Satta Y., Takahata N. The origin and evolution of
human ampliconic gene families and ampliconic structure. Genome
Res. , 2007, vol. 17 4, p. 441-450.

Birchler J. A., Riddle N. C., Auger D. L., Veitia R. A. Dosage
balance in gene regulation: biological implications. Trends Genet.,
2005, v. 21, p. 219-226.

Brackett B. G., Baranska W., Savicki W., Koprowski H. Uptake of
Heterologous Genome by Mammalian Spermatozoa and its Transver
to Ova through Fertilization. Proc. Nat. Acad. Sci. USA., 1971, v.
68, N 2, p. 353-357.

Britten R. Y., Davidson E. H. Gene regulation for higher cells: a
theory. Science, 1969, v. 165, p. 349-357.

Brown T. A. Genomes. 2nd edition Oxford: Wiley-Liss; 2002.
Brumby P. J. The influence of the maternal environment on growth
in mice. Heredity, 1960, v. 14, p. 1.

Bull J. J. Evolution of Sex Determining Mechanisms. Menlo Park,
California: WA Benjamin/ Cummings. 1983.

Carmichael A. N, Fridolfsson A. K., Halverson J., Ellegren H. Male-
biased mutation rates revealed from Z and W chromosome-linked
ATP synthase alpha-subunit (ATP5A1) sequences in birds. J. Mol.
Evol., 2000, v. 50, N 5, p. 443-447.

Carvalho A. B., Clark A. G. Y Chromosome of D. pseudoobscura Is
Not Homologous to the Ancestral Drosophila Y. Science, 2005, 307
no. 5706 p. 108 — 110.

Carvalho A. B., Dobo B. A., Vibranovski M. D., Clark A. G.
Identification of five new genes on the Y chromosome of Drosophila
melanogaster. Proc. Natl. Acad. Sci. USA, 2001, v. 98, p. 13225—
13230.

100.Carvalho A. B., Lazzaro B. P., Clark A.G. Y chromosomal fertility

factors kl-2 and kl-3 of Drosophila melanogaster encode dynein
heavy chain polypeptides. Proc. Natl. Acad. Sci. USA, 2000, v. 24,
p. 13239-13244.

101.Chandra H. S. How do heterogametic females survive without gene

dosage compensation. J. of Genetics, 1991, v. 70, N 3, p. 137-146.

102.Chang et al., 1994
103.Charlesworth B., Sniegowski P., Stephan W. The evolutionary

dynamics of repetitive DNA in eukaryotes. Nature, 1994, v. 371, p.
215-220.

165



Crucok uTepaTypsl

104.Charlesworth D. Distribution of dioecy and self-incompatibility in
angiosperms. In: Evolution—~Essays in Honour of John Maynard
Smith, ed. P. J. Greenwood, M. Slatkin, Cambridge: Cambridge
Univ. Press, 1985, p. 237-268.

105.Charlesworth D., Charlesworth B., Marais G. Steps in the evolution
of heteromorphic sex chromosomes. Heredity, 2005, v. 95, p. 118—
128.

106.Check E. Genetics: The X factor. Nature, 2005, v. 434, p. 266-267.

107.Cheng M. K., Disteche C. M. Silence of the fathers: early X
inactivation. BioEssays, 2004, v. 26, N. 8, p. 821-824.

108.Corl A., Ellegren H. The genomic signature of sexual selection in
the genetic diversity of the sex chromosomes and autosomes.
Evolution, 2012, v. 66, p. 2138-2149.

109.Coyne J. A., Orr H. A. Speciation. Sinauer, Sunderland, MA 2004.

110.Crowley J. J., Zhabotynsky V., Sun W. et al. Analyses of allele-spe-
cific gene expression in highly divergent mouse crosses identifies
pervasive allelic imbalance. Nature Genetics, 2015, v. 47, p. 353-
360.

111.de Oliveira E. H. C., Neusser M., Figueiredo W. B. et al. The
phylogeny of howler monkeys (Alouatta, Platyrrhini):
Reconstruction by multicolor cross-species chromosome painting.
Chromos. Res., 2002, v. 10, p. 669-683.

112.Ehrman L. Nuclear Genes Depending Cytoplasmic Sterility in Dr.
paulistorum. Science, 1964, v. 145, Ne 3628, p. 159.

113.Ellegren H. Characteristics, causes and evolutionary consequences
of male-biased mutation. Proc. Biol. Sci., 2007, v. 274,1606, p.1-10.

114.Ellegren H., Fridolfsson A. K. Male-driven evolution of DNA
sequences in birds. Nat. Genet., 1997, v. 17, N 2, p. 182—-184.

115.Ellegren H., Fridolfsson A. K. Sex-specific mutation rates in
salmonid fish. J. Mol. Evol., 2003, v. 56, N 4, p. 458-463.

116.Emerson J., Kaessmann H., Betran E. et al. Extensive gene traffic on
the mammalian X chromosome. Science, 2004, v. 303, p. 537-540.

117.Epstein C., Smith S., Travis B. et al. Both X-chromosomes function
before visible X-chromosome inactivation in female mouse
embryos. Nature, 1978, v. 274, p. 500-503.

118.Filatov D., Moneger F., Negrutiu I., Charlesworth D. Nature, 2000,
v. 404, p. 388-390.

119.Fisher R. A. The genetical theory of natural selection. Univ. Press,
Oxford, 1930.

120.Fisher R. A. 1931

166


https://en.wikipedia.org/wiki/BioEssays

Crnucok nuTepaTypsl

121.Forstmeier W., Ellegren H. Trisomy and triploidy are sources of
embryo mortality in the zebra finch. Proc. R. Soc. Lond. B, 2010, v.
277, v. 1694, p. 2655-2660.

122 .Freeman S. The evolution of the scrotum: a new hypothesis. J. Theor.
Biol., 1990, v. 145, p. 429-445.

123.Galian J., Hogan J. E., Vogler A. P. The origin of multiple sex
chromosomes in tiger beetles. Mol. Biol. Evol., 2002, v. 19, p. 1792—
1796.

124.Galian J., Proenca S. J., Vogler A. P. BMC Evolutionary Biology,
2007, v. 7, p. 158.

125.Geodakyan V. A. Natural selection of spermatozoids. Proc. Symp.
Natur. Select. Liblice, CSAV, Praha, 1978, p. 707-713.

126.Geodakian V. A. Feedback Control of Sexual Dimorphism and
Dispersion. Towards a New Synthesis in Evolut. Biol. Proc. Intern.
Symp. Praha. Czech. Ac. Sci. (J. Mlikovsky, V.J.A. Novak, eds.)
July 5-11 1987, p. 171-173.

127.Geodakyan V. A. Sexual dimorphism. In: Evolution and
morphogenesis. (Mlikovsky J., Novak V. J. A., eds.), Academia,
Praha, 1985, p. 467—477.

128.Geodakian V. A. The Role of Sex Chromosomes in Evolution: a
new Concept. J. of Mathematical Sci. 1999, v. 93, Ne 4, p. 521-530.

129.Gilad Y., Wiebe V., Przeworski M., et al. Loss of Olfactory
Receptor Genes Coincides with the Acquisition of Full Trichromatic
Vision in Primates. PLoS Biol., 2004 Jan, v. 2(1): 5.

130.Grutzner F., Rens W., Tsend-Ayush E. et al. In the platypus a
meiotic chain of ten sex chromosomes shares genes with the bird Z
and mammal X chromosomes. Nature, 2004, v. 432 (7019), p. 913—
917.

131.Gunter C. Genome biology: She moves in mysterious ways. Nature,
2005, v. 434, p. 279-280.

132.Gupta N., Goel H., Phadke S. R. Unbalanced X; Autosome
Translocation. Indian J. Pediatr., 2006a, v. 73(9), p. 840-842.

133.Gupta V., Parisi M., Sturgill D., et al. Global analysis of X-
chromosome dosage compensation. J. Biol., 2006b, v. 5, p. 3.1-3.10.

134.Gvozdev V.A., Kogan G.L., Usakin L.A. The Y chromosome as a
target for acquired and amplified genetic material in evolution.
BioEssays, 2005, v. 27.12, p. 1256-1262.

135.Grant S., Houben A., Vyskot B., et al. Genetics of Sex
Determination in Flowering Plants. Dev. Genet. 1994, v. 15, p. 214—
230.

167



Crucok uTepaTypsl

136.Graves J. A. M. TIG, 2002, v. 18, p. 259-264.

137.Graves J. A. M. Sex chromosome specialization and degeneration in
mammals. Cell, 2006, v. 124, p. 901-914.

138.Hackstein J. H. P., Hochstenbach R., Hauschteck-Jugen E. et al. Is
the Y chromosome of Drosophila an evolved supernumerary
chromosome? BioEssays, 1996, v. 18, p. 317-323.

139.Han M. V., Demuth J. P., McGrath C. L. et al. Adaptive evolution of
young gene duplicates in mammals. Genome Res., 2009, v. 19(5), p.
859-867. doi: 10.1101/gr.085951.108.

140.Handel M. A. The XY body: a specialized meiotic chromatin
domain. Exp. Cell Res., 2004, v. 296, p. 57-63.

141.Handley L. J., Ceplitis H., Ellegren H. Evolutionary strata on the
chicken Z chromosome: implications for sex chromosome evolution.
Genetics, 2004 v. 167(1), p. 367-376.

142.Hickey D. A. Selfish DNA: a sexually-transmitted nuclear parasite.
Genetics, 1998, v. 101, p. 519-531.

143.Hillis D. M., Green D. M. Evolutionary changes of heterogametic
sex in the phylogenetic history of amphibians. J. Evol. Biol., 1990, v.
3, p. 49-64.

144 Hurst L. D. Sex and the X. Nature, 2001, v. 411, p. 149-150.

145.Huynh, Lee, 2003

146.1toh Y., Melamed E., Yang X., Kampf K., Wang S., Yehya N., Van
Nas A., Replogle K., Band M., Clayton D., et al. Dosage
compensation is less effective in birds than in mammals. J. Biol.,
2007, v. 6 (1), p. 2.

147.Jaquiéry J., Peccoud J., Ouisse T. et al. Disentangling the Causes for
Faster-X Evolution in Aphids. Genome Biol. Evol., 2018 Feb, v.
10(2), p. 507-520.

148.Johnson et al., 2009

149.Johnson N. A., and Lachance J. The genetics of sex chromosomes:
evolution and implications for hybrid incompatibility. Ann. N Y
Acad. Sci., 2012 May; v. 1256, p. E1-22.

150.J6nsson H., Sulem P., Kehr B., et al. Parental influence on human
germline de novo mutations in 1,548 trios from Iceland. Nature.
Published online 20 September 2017. DOI: 10.1038/nature24018.

151.Julien P., Brawand D., Soumillon M., et al. Mechanisms and
evolutionary patterns of Mammalian and avian dosage
compensation. PLoS Biol., 2012, v. 10, e1001328.

152.Kaiser V. B. and Bachtrog D. Evolution of sex chromosomes in
insects. Annu. Rev. Genet., 2010, v. 44, p. 91-112.

168


https://www.ncbi.nlm.nih.gov/pubmed/19411603/

Crnucok nuTepaTypsl

153.Kerkis J. Some Problems of Spontaneous and Induced Mutagenesis
in Mammals and Man. Mutation Res. 1975, v. 29, p. 271-280.

154.Kirkpatrick M. and Hall D. W. Male-biased mutation, sex linkage,
and the rate of adaptive evolution. Evolution, 2004, v. 58, p. 437—
440.

155.Kohn et al., 2004

156.Kogan G. L., Epstein V. N., Aravin A. A., Gvozdev V. A. Molecular
evolution of two paralogous tandemly repeated heterochromatic
gene clusters linked to the X and Y chromosomes of Drosophila
melanogaster. Mol. Biol. Evol., 2000, v. 17, p. 697-702.

157.Kral J., Musilova J., St'ahlavsky F. et al. Evolution of the karyotype
and sex chromosome systems in basal clades of araneomorph spiders
(Araneae : Araneomorphae). Chromos. Res., 2006, v. 14 (8), p. 859-
880.

158.Krzywinsky J., Nusskern D. R., Kern M. K., Besansky N. J.
Isolation and characterization of Y chromosome sequences from the
African malaria mosquito Anopheles gambiae. Genetics, 2004,
v. 166, p. 1291-1302.

159.Kuroda-Kawaguchi T., et al. The AZFc region of the Y chromosome
features massive palindromes and uniform recurrent deletions in
infertile men. Nature Genet., 2001, v. 29, p. 279-286.

160.Kuroiwa A., Ishiguchi Y., Yamada F. et al. The process of a Y-loss
event in an XO/XO mammal, the Ryukyu spiny rat. Chromosoma,
2010, v. 119, p. 519-526.

161.Lahn B. T., Page D. C. Functional coherence of the human Y
chromosome. Science, 1997, v. 278, p. 675—680.

162.Lahn B. T., Page D. C. Four evolutionary strata on the human X
chromosome. Science, 1999, v. 286, p. 964-967.

163.Lammerman K., Vogel H., Traut W. The mitochondrial genome of
the Mediterranean flour moth, Ephestia kuehniella (Lepidoptera:
Pyralidae), and identification of invading mitochondrial sequences
(numts) in the W chromosome. Eur. J. Entomol., 2016, v. 113, p.
482-488.

164.Larracuente A. M., Noor M. A., Clark A. G. Translocation of Y-
linked genes to the dot chromosome in Drosophila pseudoobscura.
Mol. Biol. Evol., 2010, v. 27, p. 1612-1620.

165.Lehrke R. Theory of X-linkage of major intellectual traits. Am. J.
Ment. Defic., 1972, v. 76(6), p. 611-619.

166.Lehrke R. G. X-linked mental retardation and verbal disability. Birth
Defects Orig. Art., 1974, Ser. X (1), p. 1-100.

169



Crucok uTepaTypsl

167.Le Rouzic A., Capy P. The First Steps of Transposable Elements
Invasion. Parasitic Strategy vs. Genetic Drift. Genetics, 2005, v.
169, no. 2, p. 1033-1043.

168.Li W.-H. Molecular evolution. Sunderland, 1997.

169.Li W. H., Yi S., Makova K. Male-driven evolution. Curr. Opin.
Genet. Dev.,2002,v. 12, N 6, p. 650-656.

170.Lindholm A., Breden F. Sex chromosomes and sexual selection in
poeciliid fishes. American Naturalist, 2002, v. 160(suppl.), S214—
S224.

171.Lisch D. How important are transposons for plant evolution? Nature
reviews. Genetics, 2013, v. 14 (1), p. 49-61.

172.Long M., Betran E., Thornton K., Wang W. The origin of new
genes: glimpses from the young and old. Nature Rev. Genet., 2003,
v. 4, p. 865-875.

173.Lyon M. F. In: Results and Problems in Cell Differentiation (ed.
Ohlsson R.) Springer, Heidelberg, 1999, p. 73-90.

174.Maloisel L., Rossignol J. L. Suppression of crossing-over by DNA
methylation in Ascobolus. Genes Dev., 1998, v. 12, p. 1381-1389.

175.Mangs H. A., Morris B. J. The human pseudoautosomal region PAR,
origin, function and future. Curr. Genomics, 2007, v. 8, p. 129-136.

176.Mank J. E. Sex chromosomes and the evolution of sexual
dimorphism: lessons from the genome. Am. Nat., 2009, v. 173, p.
141-150.

177.Mank J. The W, X, Y and Z of sex-chromosome dosage
compensation. Trends Genet., 2009, v. 25, p. 226-233.

178.Mank J. E. et al. Evolution of alternative sex-determining
mechanisms in teleost fishes. Biol. J. Linnean Society, 2006, v. 87,
p. 83-93.

179.Mank J. E., Axelsson E., Ellegren H. Fast-X on the Z: rapid
evolution of sex-linked genes in birds. Genome Res., 2007, v. 17, p.
618-624.

180.Mank J. E., Nam K., Brunstrom B. et al. Ontogenetic complexity of
sexual dimorphism and sex-specific selection. Mol. Biol. Evol.,
2010a, v. 27, p. 1570-1578.

181.Mank J. E., Nam K, Ellegren H. Faster-Z evolution is predominantly
due to genetic drift. Mol. Biol. Evol., 2010b, v. 27, p. 661-670.

182.Marec F., Traut W. Sex chromosome pairing and sex chromatin
bodies in W-Z translocation strains of Ephestia kuehniella
(Lepidoptera). Genome, 1994, v. 37, p. 426-435.

183.Marques et al., 2005

170


http://www.ncbi.nlm.nih.gov/entrez/query.fcgi?db=pubmed&cmd=Search&itool=pubmed_Abstract&term=%22Yi+S%22%5BAuthor%5D

Crnucok nuTepaTypsl

184.Mather K. Genetical control of stability in development. Heredity,
1953, v. 7, p. 297-336.

185.Matsubara K., Tarui H., Toriba M., et al. Evidence for different
origin of sex chromosomes in snakes, birds, and mammals and step-
wise differentiation of snake sex chromosomes. Proc. Natl. Acad.
Sci. USA, 2006, v. 103(48), p. 18190-5.

186.Matsunaga S., Isono E., Kejnovsky E., et al. Duplicative transfer of a
MADS box gene to a plant Y chromosome. Mol. Biol. Evol., 2003,
v. 20, p. 1062—1069.

187.McGrath J., Solter D. Cell, 1984, v. 37, p. 179—183.

188.McKee B. D., Handel M. A. Sex chromosomes, recombination, and
chromatin conformation. Chromosoma, 1993, v. 102, p. 71-80.

189.Meisel R. P., Han M. V., Hahn M. W. A complex suite of forces
drive gene traffic fromDrosophila X chromosomes. Genome Biol.
Evol., 2009, v. 1, p. 176-188.

190.Mendel G. J. Experiments in Plant Hybridisation. Edinburgh, Oliver
& Boyd, 1965.

191.Mikkelsen et al. Genome of the marsupial Monodelphis domestica
reveals innovation in non-coding sequences. Nature, 2007, v. 447, p.
167-1717.

192.Ming R., Wang J., Moore P. H., and Paterson A. H. Sex
chromosomes in flowering plants. American Journal of Botany.
2007, v. 94, p. 141-150.

193.Mittwoch U. Sex Chromosomes. Academic Press, N.Y., 1967.

194 Miyata T., Hayashida H., Kuma K., Mitsuyasu K., Yasunaga T.
(1987) Male-driven Molecular Evolution: A Model and Nucleotide
Sequence Analysis. Cold Spring Harbor Symposia on Quantitative
Biology. LII P. 863 — 867.

195.Morris J. M. The syndrome of testicular feminization in male
pseudohermaphrodites. Am. J. Obstet. Gynecol., 1953, v. 65, p.
1192-1211.

196.Morris J. M., Mahesh V. B. Further observations on the syndrome,
of testicular feminization in male pseudohermaphrodites. Am. J.
Obstet. Gynecol., 1963, v. 87, p. 731-748.

197.Muller H. J. A gene for the fourth chromosome of Drosophila.
Journal of Experimental Zoology, 1914, v. 17, p. 325-336.

198.Nanda I., Schlegelmilch K., Haaf T., et al. Synteny conservation of
the Z chromosome in 14 avian species (11 families) supports a role
for Z dosage in avian sex determination. Cytogenet. Genome Res.,
2008, v. 122(2), p. 150-156.

171



Crucok uTepaTypsl

199.Naurin S. et al. Why does dosage compensation differ between XY
and ZW taxa? Trends Genet., 2010, v. 26, p. 15-20.

200.Nishida-Umehara C., Tsuda Y., Ishijima J., et al. The molecular
basis of chromosome orthologies and sex chromosomal
differentiation in palacognathous birds. Chromosome Res., 2007, v.
15(6), p. 721-734.

201.0hno S. Sex chromosomes and sex-linked genes. Springer-Verlag;
New York: 1967.

202.0hno S. Major Sex Determining Genes. Springer-Verlag, N.Y.,
1979.

203.0kamoto I., Otte A. P., Allis C. D. et al. Epigenetic dynamics of
imprinted X inactivation during early mouse development. Science,
2004, v. 303, p. 644—649.

204.0rgel L. E., Crick F. H. C. Selfish DNA: the ultimate
parasite. Nature, 1980, v. 284, p. 604—-607.

205.0tto S. P., Pannell J. R., Peichel C. L. About PAR: the distinct
evolutionary dynamics of the pseudo-autosomal region. Trends
Genet., 2011 Sep, v. 27(9), p. 358-367.

206.Pahnish O. F., Stanley E. B., Bogart R., et al. Animal Sci., 1961, v.
20, p. 454.

207.Pease J. B., Hahn M. W. Sex chromosomes evolved from
independent ancestral linkage groups in winged insects. Mol. Biol.
Evol., 2012 Jun; v. 29(6), p. 1645-1653.

208.Phillips S., Birkenmeier E., Callahan R., Eicher E. Male and Female
Mouse DNAs can be Discriminated using Retroviral Probes. Nature,
1982, v. 297, N 5863. p. 241-243.

209.Pigozzi M. 1. The Chromosomes of Birds during Meiosis. Cytogenet.
Genome Res., 2016, v. 150, p. 128-138.

210.Presgraves D. C. Sex chromosomes and speciation in Drosophila.
Trends Genet., 2008, v. 24, p. 336-343.

211.Renner S. S., Ricklefs R. E. Am. J. Bot., 1995, v. 82, p. 596—606.

212.Ricchetti M., Tekaia F., Dujon B. et al. (2004) Continued
colonization of the human genome by mitochondrial DNA. DOI:
10.1371/journal.pbio.0020273

213.Rice W. R. Sex chromosomes and the evolution of sexual
dimorphism. Evolution, 1984, v. 38, p. 735-742.

214.Rice W. R. Degeneration of a Nonrecombining Chromosome.
Science. 14 Jan. 1994, v. 263, p. 230-232.

215.Rice W.R. Evolution of the Y sex chromosome in animals.
BioScience, 1996, v. 46, p. 331-343.

172



Crnucok nuTepaTypsl

216.Richardson A. O., Palmer J.D. Horizontal gene transfer in plants. J.
of Experimental Botany, 2007, v. 58, p. 1-9.

217.Ritchie M. G. The inheritance of female preference functions in a
mate recognition system. Proceedings of the Royal Society B:
Biological Sciences, 2000, v. 267, p. 327-332.

218.Roldan E. R. S. Montserrat Gomendio The Y chromosome as a
battle ground for sexual selection Trends in Ecology & Evolution,
1999, v. 14, p. 58-62.

219.Ross MT, et al. The DNA sequence of the human X chromosome.
Nature, 2005, v. 434, p. 325-337.

220.Rouyer F., Simmler M. C., Johnsson C. et al. A gradient of sex
linkage in the pseudoautosomal region of the human sex
chromosomes. Nature, 1986, v. 319(6051), p. 291-295.

221.Rozen S., Skaletsky H., Marszalek J. D., et al. Abundant gene
conversion between arms of palindromes in human and ape Y
chromosomes. Nature, 2003, v. 423(6942), p. 873-876.

222.Russell L. B. Genetics of mammalian sex chromosomes. Science,
1961, v. 133, p. 1796-1803.

223.Sackton T. B., Corbett-Detig R. B., Nagaraju J., et al. Positive
selection drives faster-Z evolution in silkmoths. Evolution, 2014, v.
68, p. 2331-2342.

224 .Saetre S. A., Saetre G. P., Borge T., et al. Sex chromosome-linked
species recognition and evolution of reproductive isolation in
flycatchers. Science, 2007, v. 318, p. 95-97.

225.Saladin K. S. Anatomy and physiology. Third Ed. McGraw Hill,
2004, p. 1024-1027.

226.SanMiguel P. et al. The paleontology of intergene retrotransposons
of maize: dating the strata. Nat. Gen., 1998, v. 20, p. 43—45.

227.Savory T. H. The Mule. Sci. Am., 1970, v. 223, N 6, p. 102-109.

228.Saxena R., Brown L. G., Hawkins T., et al. The DAZ gene cluster on
the human Y chromosome arose from an autosomal gene that was
transposed, repeatedly amplified and pruned. Nat. Genet., 1996, v.
14, p. 292-299.

229.Schoenmakers S., Wassenaar E., Hoogerbrugge J. W., et al. Female
Meiotic Sex Chromosome Inactivation in Chicken. PLoS Genet.,
2009, v. 5(5): €1000466.

230.Searle A. G. Spontaneous frequencies of point mutations in mice.
Humangenetik, 1972, Bd. 16, N 1/2, p. 33-38.

231.Shimmin L. S., Chang B. H-J, Li W-H. (1993) Male-driven Evolu-
tion of DNA Sequences. Nature. 22 April 1993. 362 p. 745 —747.

173



Crucok uTepaTypsl

232.Skaletsky H., Kuroda-Kawaguchi H., Page D. C. The male-specific
region of the human Y chromosome is a mosaic of discrete sequence
classes. Nature, 2003, v. 423, p. 825-837.

233.Soriano P., Keitges E. A., Schorderet D. F. et al. High rate of
recombination and double crossovers in the mouse pseudoautosomal
region during male meiosis. Proc. Natl. Acad. Sci. U S A, 1987,
v. 84(20), p. 7218-7220.

234.Surani M. A. H. et al., Development of reconstituted mouse eggs
suggests imprinting of the genome during gametogenesis. Nature,
1984, v. 308, p. 548-550.

235.Takagi N., Sasaki M. Preferential inactivation of the paternally
derived X chromosome in the extraembryonic membranes of the
mouse. Nature, 1975, v. 256, p. 640-642.

236.Terao M. et al. Turnover of mammal sex chromosomes in the Sry-
deficient Amami spiny rat is due to male-specific upregulation
of Sox9. PNAS, 2022, 119 (49) €2211574119
https://doi.org/10.1073/pnas.2211574119

237.Thiriot-Quiévreux C., Seapy R. R. Chromosome studies of three
families of pelagic heteropod molluscs (Atlantidae, Carinariidae, and
Pterotracheidae) from Hawaiian waters. Can. J. Zool., 1997, v. 75, p.
237-244.

238.Toups M. A., Hahn M. W. Retrogenes reveal the direction of sex-
chromosome evolution in mosquitoes. Genetics, 2010, v. 186,
p. 763-766.

239.Toups M. A., Pease J. B., Hahn M. W. No excess gene movement is
detected off the avian or lepidopteran Z chromosome. Genome Biol
Evol., 2011, v. 3, p. 1381-1390.

240.Traut W., Marec F. Sex chromatin in Lepidoptera. Quart. Rev. Biol.,,
1996, v. 71, p. 239-256.

241.Tres L. L. Extensive pairing of the XY bivalent in mouse
spermatocytes as visualized by whole-mount electron microscopy. J.
Cell Sci., 1977, v. 25, p. 1-15.

242 .Turner J. M. Meiotic sex chromosome inactivation.
Development, 2007, v. 134, p. 1823-1831; doi: 10.1242/dev.000018

243.van Doorn G. S., Kirkpatrick M. Transitions between male and
female heterogamety caused by sex-antagonistic selection. Genetics,
2010, v. 186, p. 629-645.

244.Vicoso B., Bachtrog D. Reversal of an ancient sex chromosome to
an autosome in Drosophila. Nature, 2013, v. 499, p. 332-335.

174


http://www.nature.com/nature/journal/v256/n5519/abs/256640a0.html
http://www.nature.com/nature/journal/v256/n5519/abs/256640a0.html
http://www.nature.com/nature/journal/v256/n5519/abs/256640a0.html

Crnucok nuTepaTypsl

245.Vicoso B., Charlesworth B. Effective population size and the faster-
X effect: an extended model. Evolution, 2009, v. 63(9), p. 2413—
2426.

246.Vicoso B., Emerson J. J., Zektser Y., Mahajan S., Bachtrog D.
Comparative sex chromosome genomics in snakes: differentiation,
evolutionary strata, and lack of global dosage compensation. PLoS
Biol., 2013, v. 11, €1001643.

247.Vinckenbosch N., Dupanloup 1., Kaessmann H. Evolutionary fate of
retroposed gene copies in the human genome. Proc. Natl. Acad. Sci.
US4, 2006, v. 103, p. 3220-3225.

248.Vinogradov A. E. Male Reproductive Strategy and Decreased
Longevity. Acta Biotheoretica, 1998, v. 46, p. 157-160.

249.Vorontsov N. N. The Evolution of the Sex Chromosomes. Cyto-
taxonomy and Vertebrate Evolution (Chiarelli A. B. ed.), 1973, p.
619-657.

250.Walbot V., Petrov D. A. Gene galaxies in the maize genome. Proc.
Natl. Acad. Sci. U.S.A.,2001, v. 98, p. 8163—-8164.

251.Wang J.,, Na J. K., Yu Q,, et al. Sequencing papaya X and Yh chro-
mosomes reveals molecular basis of incipient sex chromosome evo-
lution. Proc. Natl. Acad. Sci. USA, 2012a, v. 109(34), p. 13710-5.

252.Wei K. H, Barbash D. A. Never Settling Down: Frequent Changes in
Sex Chromosomes. PLOS, Published: April 16, 2015.

253.Wellmer F., Riechmann J. L., Alves-Ferreira M. et al. Genome-wide
analysis of spatial gene expression in Arabidopsis flowers. Plant
Cell, 2004, v. 15, p. 1314-1326.

254, White M. J. D. Animal cytology and evolution. University Press,
1973.

255.Winge O. (1927) The Location of Eighteen Genes in Lebistes
Reticulatus. J. Genetics. V. 18. P. 1-43.

256.Wolfenbarger L. L., Wilkinson G. S. Sex-linked expression of a
sexually selected trait in the stalk-eyed fly, Cyrtodiopsis dalmanni.
Evolution, 2001, v. 55, p. 103-110.

257.Wright A. E., Harrison P. W., Zimmer F., et al. Variation in
promiscuity and sexual selection drives avian rate of Faster-Z
evolution. Mol Ecol. 2015, v. 24, p. 1218-1235.

258.Wu C.-1., Davis A. W. Evolution of postmating reproductive
isolation: the composite nature of Haldane's rule and its genetic
bases. The American Naturalist, 1993, v. 142 (22), p. 187-212.

175



Crucok uTepaTypsl

259.Yamauchi Y., Riel J. M., Ruthig V. A. et al. Two genes substitute
for the mouse Y chromosome for spermatogenesis and reproduction.
Science, 2016, v. 351(6272), p. 514-516.

260.Yoshido A., Marec F., Sahara K. Resolution of sex chromosome
constitution by genomic in situ hybridization and fluorescence in
situ hybridization with (TTAGG)(n) telomeric probe in some species
of Lepidoptera. Chromosoma, 2005, v. 114 (3), p. 193-202.

261.YuY.H,LinY. W, YuJ. F. et al. Evolution of the DAZ gene and
the AZFc region on primate Y chromosomes. BMC Evol. Biol., 2008
Mar, v. 26, 8, p. 96. doi: 10.1186/1471-2148-8-96

262.Zechner U., Wilda M., Kehrer-Sawatzki H., et al. A. high density of
Xlinked genes for general cognitive ability: A run-away process
shaping human evolution? Trends in Genetics, 2001, v. 17, p. 697—
701.

263.Zhang X., Feng B., Zhang Q. et al. Genome-wide expression
profiling and identification of gene activities during early flower
development in Arabidopsis. Plant Mol. Biol., 2005, v. 58, p. 401—
419.

264.Zhou Q., Wang J., Huang L. et al. Neo-sex chromosomes in the
black muntjac recapitulate incipient evolution of mammalian sex
chromosomes. Genome Biol., 2008; v. 9(6), R98.

265.Zimmer C. Evolution: The Triumph of an Idea. HarperCollins, New
York, pp. 230, 231, 2001.

Hay‘lHO-HOHyJIHpHI)Ie HU3JAaHHUA U I'a3€Thbl

1. He ecrectBennsriit otoop. (A. Toprames) Oronék. [Jexadps 1999 r.,
Ne 38 (4625).
2. Epaonosena nepsoii? (O. [Tapdenosa). Tpyo-7, 29 Map 2001, c. 22.
3. 3auem bor cozgan Anama? (C. JleckoB). U3Bectus, 7 Anp 2001, c. 5
4. Koponera n kamukanze. (C. Ueunnoa) XKypnan "3noposse”. Uionb
2001 C. 7-9.
5. Houepwn neiirenanra [lImunra u ceraoBbs JoH XKyana. (C. Yeunio-
Ba). 300posve demeit, 2001, No 17.
6. DOxcmnepuMmeHTaNbHBIN N0 [Ipupoaa HecipaBeUBa IO
OTHOUICHUIO K MyxurnHaM (A. JlutBuHenko). "OO0wmas razera”
Howmep 23 ot 07.06 2001, c. 8.

176


https://www.ncbi.nlm.nih.gov/pubmed/?term=Yamauchi%20Y%5BAuthor%5D&cauthor=true&cauthor_uid=26823431
https://www.ncbi.nlm.nih.gov/pubmed/?term=Riel%20JM%5BAuthor%5D&cauthor=true&cauthor_uid=26823431
https://www.ncbi.nlm.nih.gov/pubmed/?term=Ruthig%20VA%5BAuthor%5D&cauthor=true&cauthor_uid=26823431
https://www.ncbi.nlm.nih.gov/pubmed/26823431
https://www.ncbi.nlm.nih.gov/pubmed/18366765

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

Crnucok nuTepaTypsl

DpomonoHHas Teopus moa. (A. F'opaon) [Iporpamma «00:30»
HTB, 06.03.2002 .

OBoronMoHHas Teopus noia-2. (A. I'opnon) IIporpamma «00:30»
HTB, 15.04.2002 .

Hamu rens! (JI. MockoBkun) 02.03.2003

. [pupona tpernpyercs Ha MmyxuanHax. (C. Yeunnosa). [ azema

"Bpema MH". 19 mapta 2003 1., c. 9.

Boitna monos (. [Tucapenko). Apeymenmsr u ¢paxmet, BeITycK 49
(1206) ot 3 nexabps 2003 r.

YeMm xyxe MyxuuHe, TeM aydire xenuuae (C. Yeunnosa). Penvo-
nouma, Ne 20 - 8 mapra 2004 T.

Ternuia qist cambix cruibHbBIX (T. Arymmna) [ azema "llepsoe
cenmsaopsa" Ne31 (1377), 30.4.2005

Kro u3 eBpees - eBpeit? (M. JIudmmiy) Yahoo! Groups Evreis-

kiy Kaleidoskop - EBpeiickuii Kanetinockom, 16 nexabps 2007 r.
bnaroponnas muccus (C. Yeunnosa). Itogi.ru N. 52, Hayka, 29
staBapst 2008 1.

Myxckoit myTh (C. Cennna) Au® 300posve Ned4 ot 30 okTs0ps
2008 r. c. 20.

Pyxu ve orryna ([. AkcenoB) Pycckuii [Jom (. ATnaHTa,
Joxopmxus, CILIA), 15-31 nexadpst 2009 r. Ne 24 (284), c. 14-15.
Myx xkeHe - nepBbiit apyr? 3aragka X-hromosom. (K. Pankc),
"doHTaHKa" - merepOyprekas vHTepHeT-rasera, 27 Susaps, 2010.
Broxnosnstomniee va 8 mapta (T. Mopo3zosa) 08.03.2011 URL:
http://samoozdorovlenie.ru/family/man_woman/vdohnovlyayuschee-
na-8-marta/

Taitael reroma (C. [Tumrornaa). URL: 2011 http://piliugina.ru/tajny-
genoma/

JKeHckuii 110J1 — OCHOBHOM, @ MY>KCKOH — 3KCIIEpUMEHTAJIbHBIH.
I'azera «Hooe Bpems» 11/04/2013 URL: http://nv.am/zhenskij-pol-
osnovnoj-a-muzhskoj-eksperimentalnyj/

I'ensi-koueBnuku. (H. Kananosa), ['onoc Apmenun, MocT, 27
Amnpens 2017.

Nudopmanus B UHTEpHETE
Caiit Teopun: reogaksas.pyc URL: http://www.geodakian.com

177


file:///F:/e$/Theory%20Web%20site/Gazeta%20rus/2003%20Vojna%20polovArgumenti%20i%20Fakti.doc
http://www.fontanka.ru/
http://samoozdorovlenie.ru/family/man_woman/vdohnovlyayuschee-na-8-marta/
http://piliugina.ru/tajny-genoma/
http://piliugina.ru/tajny-genoma/

Crucok uTepaTypsl

IIpeaMeTHBIN HHAEKC

A
AMTUBHOE HACJIeI0BaHuUE,

116
AsnaTckuii Jaroluii OJeHb,
140
Anxoronsaeruaporesasa, 136
Antnbnotuxu, 14
Antureno, 127
Acummerpus, 76, 118, 124
Aytocowmer, 24, 25, 27, 28, 44,
46, 50, 58, 61, 65,70, 75, 82,
87,127,128, 133, 134, 136,
144, 145, 146

b
Babouku, 45
baxrepun, 11, 13, 14, 19, 59,
71,75, 142
bakrepuodaru, 14
benxwu, 17, 39, 72
Bepemennocts, 108

B

Bunoob6pa3zosanue, 45
Bropuussle nonosbie
TIpU3HAKH, 84

r
Tl'ametHOCTB
reTeporaMeTHOCTb, 47
Tamersr, 85, 107, 137
T'amorereporonus, 90

178

I'eMu3uroTHocts, 22

I'en, 25, 73, 74, 75, 78, 79, 90,
98, 99, 100, 109, 130, 132,
137, 142, 146
6ecxsoctoctH, 113
o0bIcenus, 98

I'enom, 12, 15, 16, 17, 30, 50,
61, 62, 64, 68, 69, 70, 73, 79,
80, 82, 141, 146, 147

I'enomHBII UMOPUHTHHT, 123

T'enotun, 83

I'epmadponutusm, 29, 59

I'ereposuroTrocts, 109

I'ereposuc, 97, 101, 120, 143

I'ubpun, 143

I'unoresa
CBEXJIOMUHHUPOBAHHS

[lenna-Hcra, 101

T'onon, 107

Tonanel, 84, 85, 137, 141, 148

TI'opmonsl, 104, 149
noJioBeie, 80, 92

I'ynmu, 73, 132, 137

i

Je30KkcuprOOHYKIEHHOBAS
kuciota (JJHK), 11, 12, 13,
15, 16, 17, 24, 25, 26, 29, 30,
33, 36, 38, 39, 43, 44, 45, 46,
59, 63,64, 71,72,75, 80, 99,
128, 129, 141

Henenmne, 26, 27, 28, 82



Hetn, 92

Hucnepcus
0JIoB, 83

Hposoduna, 19, 24, 34, 41, 43,
47,130, 132

XK
JKusothsie, 17

3mewn, 20, 28, 131

momak, 118

mitekonuTatonue, 13, 18, 20,
24,26, 28, 32, 35, 41, 44,
45, 46, 48, 60, 112, 113,
119, 121, 122, 128, 129,
131, 134, 136, 140

myi, 118

npumartsl, 26, 130

n
HsmenuuBocts, 107, 109, 128

Wubpuaunr, 109
WudopmanoHHbI#
3apsan, 144
norenuai, 67, 80, 87, 144
HNudopmanus, 50, 52, 53, 57,
72, 88, 89, 90, 100, 103, 104,
105, 121, 146, 147
sxonoruueckas, 103, 104,
125, 146

K
Kutel, 112

Knertka, 11, 12, 26, 27, 28, 43,
82,142

Komapel, 41

Komnencanus 10361 reHoB, 46

Kponuxu, 38

179

IIpenmeTHbIN HHIIEKC

Kpoccunrosep, 115, 131, 132

Kpymnsiit porarterii ckor, 121,
134

Kpsics, 35, 130, 136

Kypsl, 46, 120, 121

M
Mak cHOTBOpHBIi, 98

Meiios, 42

MuTtoxonapuansnas JJHK, 16

Mnunekonuraroniue, 13, 18, 20,
24,26, 28, 32, 35,41, 44, 45,
46, 48, 60, 112, 113, 119,
121, 122,128, 129, 131, 134,
136, 140

MoOuibHbIE 3€MEHTHI, 13, 17

Mosr, 50

Momnounsie xenessl, 85, 90

Momnoramus, 90, 93, 94

Myrauuun, 15, 16, 22, 23, 25,
26, 27,28, 29, 31, 39, 53, 60,
73, 80, 82, 98, 99, 103, 108,
115, 128, 129, 130, 132, 142,
145, 149
JIOMUHAHTHBIC, 75, 99
peueccuBHbIe, 98

Mpimy, 42, 129, 130, 134, 136

H
Hacexowmsrie, 32, 84

Hemarongr, 72
Hopwma peaxmuy, 52, 85, 91, 93
(0]
O6e3psanbl, 18, 21, 33, 35, 58,
60, 130, 134
mwuMITagse, 17, 26, 33



[IpenMeTHbIN UHIAEKC

OGounsiaue, 17, 18
Osl1a, 98
Ounrorenes, 95
craauu, 96
OmnonoTBopenue, 106
BHyTpeHHee, 113
OmnpezerneHue noia
OalaHCOM IeHOB, 31
TpEeXroHocoMHoe, 129
Omnsutenue, 32, 107
Océm, 118
Ot60p
€CTECTBEHHBIH, 81

11
ITanmunapomsl, 15

TTamsTh
omneparuBHas, 79
TTaamukcus, 90
ITamaiis, 30
ITepBuuHBIC TIOJOBEIC
npu3HaKu, 84
IInasmuner, 14
IInanenra, 122, 123
IloBenenue, 44, 48
IToacucrema
KOHCEpBaTHBHas, 72
oneparuBHas, 58, 128
Ilo3onounsie, 20, 21, 26, 58
Iloxonenme, 55, 65, 86
Tlon
reTeporaMmeTHsli, 19
xkenckuit, 50, 51, 52, 53, 55,
66, 69, 70, 146
Myxckoi, 50, 52, 53, 55, 56,
57, 68, 69, 86, 116, 144

180

Monwannpus, 90, 93, 94

Tlomurunus, 90, 93, 94

[Monosoi tumophuzm
B aHTpomnoyiorun, 124
TeHOTHIINYECKuH, 53, 55, 65,

67, 69, 70, 146
MOU(PUKAITMOHHBIH, 86
PENPOIYKTUBHEIH, 86
9BOJIIOLIMOHHEIH, 78, 80, 88,
91, 123

ITonoBoit xpomatuH, 41, 46

Homymsmus, 50, 87, 113, 127
MaHMMKTHas, 93

IToromctBO, 111

IIpaBuno
cooTBeTCTBHS, 97

[Ipumarsr, 26, 130

IIporpammsl xU3HU
penpoaykuu, 55, 69

IIpoaomKUTETFHOCTD KU3HH,
142

IIpokapuoTsl, 11, 12, 15

IceBnoayrocomHast 00J1aCTb,
131

IITungr, 20, 26, 27, 28, 45, 46,
47,48, 60, 82, 112, 114, 130,
131

P
Pasmnoskenne, 137

pazzenbHomonoe, 19, 29, 51,
56
Pacrenus, 16, 32, 105
acmnaparyc, 29
BhIOIIHEcH, 31
JIBYIOMHBIE, 29



3eMJISTHUKa, 29
HM3IKe, 12
LIBETKOBHIC, 19, 31
miaBenib, 31
PexomOunanus, 73, 133
Pennukanus, 45
Pentunum, 47, 59
PerpoTpancnosonsr, 13, 15
PubonykienHoBas KucIoTa
(PHK), 15, 17, 44, 46, 47,
59, 72
Poxxmaemocts, 48
PriGHI, 21, 26, 32, 59, 60, 84,
113, 130

C
CaunbH, 121

Cssi3u
oTpHIaTeNbHbIE 00paTHEIE,
68, 110
Cenekius, 120
Cucrema, 21, 31, 32, 50, 51, 57,
62,90, 101, 122
Ckpemusanue, 90
Cion, 112
Co0aka, 18
CooTHomieHue 1oJios, 83, 103,
105, 108
Cnepma, 113
Cnepmartorenes, 112
Cnepmato3zousl, 27
Cpena
(axTopsI
TeMmeparypa, 113
Crapenue, 75
Crpecc, 104, 107, 108, 141, 149

IIpenmeTHbIN HHIIEKC

3emuierpsicenne, 107, 141
y pactenuii, 104
Cymuarsie, 44, 134

T
Teopus

aCHMMETPHH SBOJIOIOHHAS,
49, 51, 84, 122, 149
oJia BOJIIOIMOHHAs, 49, 51,
84,122, 149
[IOJIOBBIX XPOMOCOM
3BOJIIONMOHHAL, 49, 51,
84, 122, 149
Tectocrepon, 90, 92, 93
Tpancnozonsl, 14
Tronens, 112

Y
VYbTpakoOHCEpBaTUBHbBIC

anementsl JJHK, 16
VrtroHoc, 33, 58, 60

(i)}
®dasw1 sBOJTIOINH, 53, 68, 69

IUBEprenTHas, 68

KOHBepreHnTHas, 55, 69, 116

mapaiensHas, 55, 69
®axrtopsl cpensr, 103, 116, 143
®enortum, 52, 90, 129, 144
®duiorenes, 95

X
Xwmensb, 31

Xpomocoma-W, 27, 28, 29, 45,
46, 81, 82

Xpomocoma-X, 19, 21, 24, 25,
34, 36,37, 38,41, 43, 44, 62,



[IpenMeTHbIN UHIAEKC

66, 67,74, 75,92, 132, 133,
134, 135, 137, 138, 140
WHaKTuBanus, 41, 43
OTIIOBCKOU X-
XpOMOCOMBEL, 42, 44,
132
Xpomocoma-Y, 18, 19, 22, 23,
24, 25,26, 27,29, 30, 33, 34,
35, 36, 37, 38, 40, 45, 48, 61,
63, 64, 65, 67, 69, 73, 74, 80,
81, 82,92,107, 110, 114,
115, 128, 131, 134, 135, 137,
138, 140, 141, 142, 146, 147,
148, 149
OrbICTpast 3oL, 25
Xpomocoma-Z, 27, 28, 46, 82
XpOoMOCOMBI
AITOPUTMEI IIepeaad, 65,
66, 67, 68, 71
ayTocomsl, 24, 25, 27, 28,
44, 46, 50, 58, 61, 65, 70,
75, 82,87, 127, 128, 133,
134, 136, 144, 145, 146
nojioBbie, 20, 22, 29, 44, 48,
58, 60, 128, 134, 144
npoucxoxaeHue, 19
sposronus, 19, 29, 139

0
LBserku, 29

Huronnaszma, 73, 76

q
Yenosex, 13, 16, 17, 18, 20, 23,
24,25, 26, 33, 34, 35, 37, 38,

60, 61, 63, 85,98, 107, 112,

115, 118, 120, 122, 128, 129,

130, 131, 135, 136, 138, 140
UepHymika gamacckas, 98

C)

OBomonus, 21, 26, 27, 28, 49,
50, 51, 52, 53, 55, 56, 61, 69,
99, 116, 139
nuBeprentHas, 116, 118
KOHBepreurtHas, 116, 127
MozekynspHas, 130, 145

DKOJIOTHYECKas HUIIA
MHOTOMepHas, 116, 143
oaHoMepHas, 116

OMOpuoH, 47, 122

Onukantyc, 127

Ocrtporensl, 90, 92

Otanomn, 122

Oykapuorsr, 12, 13, 15, 16, 17,
25,128, 136

O dexr
MarepuHckuil, 119
oTHOBCKHH, 116, 143, 147
peuunpokHsii, 120

A
SBnenue, 84, 95, 96, 97, 98,
101
Snpo, 46
Snuxu, 112

Shinexnerku, 27



O0 aBTOpE TEopuii

I'eonaksin Buren ApraBazioBuyu
(25.01.1925 -9.12.2012)

Bbuonor Teoperuk. Paboran B Moc-
KOBCKMX HWHCTHUTYTaX B CHCTEME
AH CCCP u P®. Aprop 3BOIIO-
[MOHHBIX TEOPHI! MOJIa U MOJIOBOTO
TUMOp(H3Ma, TOJIOBBIX XPOMOCOM
("xouyromux”’ TEHOB), (QYHKIHO-
HaJbHOM aCMMMETPHUM MO3ra, map-
HBIX OpraHoB, OpraHU3MOB U
olriecTBa.

OO0 aBTOpEe KHUTH

I'eonaksan Cepreii Burenosuu,
K.M.H., BBITYCKHUK Menuko-
buonorudeckoro ¢axynprerara
MockoBckoit MenuumnHckoi
Axkanemun um. .M. Ceuyenona
(Bpau-6M0pU3UK).

C 2005 r. mogepxkuBaeT BeOCalT
Teopuu reogaxksii.pyc URL:
http://www.geodakian.com
ABTOp cepHH KHHUT IO TEOPUIM
B. A. I'eonaksHa

183



Homo Kyaa u 3avem
ABa noaa. Asymmetricus? MpbiraioT FeHsi?

3ayem u novemy?

N 7

JBOAIOLIUOHHAA TEOPHUA MOAQ

3BOAIOLUMOHHAA TEOPHA

ac eTpum HOMDMWBCKWTBOPH’I reHoe

I'eopaxsn C.B. /[ea nona. 3auem u nouemy?
Deonoyuonnas meopusi noia B.A. I'eodaxana. M., 2012,
260 c. ISBN: 978-0-9856620-0-4 (351eKTpOHHOE M3JaHUC)

I'eonaksn C.B. Homo Asymmetricus? 36onoyuorHas
meopus acummempuu B.A. ['eooaxana. M., 2014, 156 c.
ISBN: 978-0-9856620-5-9 (351eKTpOHHOE U3/IaHHKE)

I'eonaxsu C.B. Kyda u 3auem npviearom cenwvi?
Homaouueckasn meopus cenos. M., 2018, 156 c.
ISBN: 978-0-9856620-7-3 (3JIeKTpOHHOE U3/IaHHE)

184



Cepred leogakan " Cepred leogakan Cepreil Feogaka

YENOBEK
BuHapHo- =
S KOMMAC 3BONHOLUWK £y s
CONpsKeHHbIe ACUMMETPUYHELIN?

CHUCTeMbl.
MpoucxoxdeHue,
CmpyKmypa 4 3e0moyus

IBOANOUOKKAS MEDPUS NOAG

350MOYUIOHHAR MeOpUS ScuMmempU

Cepred reogakan

NONOBbLIE LOPMOHbI -
3BONOLUMOHHBIE BEKTOPbI

IBONOUUOHHER POAb NOAOBBIX
rOPMONOB, Paka U rOMOCERCYarLHOCTIL

T'eonaxsn C. B. bunaprno-conpsiocennvie cucmemboi.
Ipoucxoorcoenue, cmpyxmypa u 26omoyusi. M., Apt-Uznat, 2023,
102 c. ISBN: 978-5-600-03536-2.

I'eomaksn C. B. KoMmnac 3Bostoriuu. DBOIOLUOHHASI TEOPUS
nona B.A. I'eogaksina. M., Apt-U3nat, 2023 r., 182 c.

I'eomaksn C. B. YUenoBek ACUMMETPUYHBIN? DBOITIOLIMOHHAS
teopust acummeTpun B.A. I'eogaksiHa — MockBa, ApTusnar,
2023, 125 c.

I'eomaksn C. B. IlosoBble TOpPMOHBI — 3BOJIOIIMOHHBIE BEK-
Topbl. MockBa, Aptuzaart, 2023, 100 c.

185



I'eopaksin Cepreit Burenosu4

OBOIIOLMOHHAS POJIb
MOJIOBBIX XPOMOCOM.
Homannueckas teopus reHoB
B. A. I'eonmaksna.

H3paercs B aBTOPCKON peaknuu

Penaktop — Onvea Ceupckasn
Maker, BépcTka — Penama fxoeneea, Onvea Casocbkuna
Huzaitn 06n0xku - Arsouna Capoeckasn
XynoxectBenHoe opopmienne - Ceemnana Anexcanoposa
Koppekrop - Mapuna Pomanosa
Texamueckwii pexaktop - FOpuii Lllymckuii

INoxnucano B mevats 25.04.2023r.
dopmar 69/90/16. 'apautypa Times New Roman
[Meuars odcernas. Yeu. ney. 1. 10,8
Tupax 50. 3akaz Ne 347
301650, r. HoBomockoBck, yi. lllaxrepos, 16
Texn. 8-960-606-77-00, 8-953-440-90-54
e-mail: nsb-71@mail.ru
B konTakre - https://vk.com/artizdat

OtneyataHo B THIOrpaduu «AJBTIPHHT

186



MNAaTan kHWra cepuu, NOCBALEHHOW IBONKO-
LUMOHHLIM TEeOopuAM Ppoccuiickoro Bwuonora-
Teopetnka B. A. Neopaknana. Pacnpoctpa
HWe JBOMKLUWMOHHOW TEOPMW MONa Ha XPoOMoO-
COMHbIW YPOBEeHb.

B kHure nianoxeHsl OCHOBHLIE NOMOXEHWUA
Homapgu4yeckoi Teopuu reHos. Mon cywecTeo-
Ban M A0 NOABNEHWA MONOBLIX XPOMOCOM M
MHOrve pasgensHononbie BUAbl MX HE MMEHT.
Torpa B 4em MX rnaBHoe (PyHKUMOHaNbHOE
3Ha4YyeHue? [llockonbKy OHM 3anpewaswT
ofHONONLIE CKPeLWMWBaHUA W BOBOE YMeHbLUA-
KT pa3Hoobpazue reHOTUMNOB, BO3MOXHOE B
pesynksrate NoNoBOro npouecca, MX CKopee
CTOMT HazbIBaTk “aHTUNONOBLIMK", Yem “no-
NnoBkIMK".

Kyaa v 3auyem “npeiratot” reHsl BAONL Xpo-
mocoMm B chunoreHese? oe reHsl “poxgaroT-
cA”, “wueyTt’, pabortarwT M “ymuparwTt”?
CywecTByeT nu noBTOpHasa nepepabortka
reHoB? Kakue reHbl nokanwuioBaHbl B X- M
Y-xpomocome, a Kakne B aytocomax? WMcues-
HeT nu Y-xpomocoma U MyXCKOW non B byay-
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