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Hauunas ¢ Y. JlapsuHa, 00JBITMHCTBO 3BOJIOLIMO-
HUCTOB CYMTAJIO 0COOb €MMHCTBEHHBIM WJIU TJITABHBIM
00BEKTOM €CTECTBEHHOT0 0TOOpa. BMecTe ¢ TeM eliie B
XIX B. nenanuch MOMNBITKYA PaCIIUPUTh MPEACTaBICHUE
00 o0BeKTax oToopa B 00e¢ CTOPOHBI: IPU3HAB BO3-
MOXHOCTb 0TOOpa rpyI ocodeit 1160 oTOOpa HEKUX
eIUHULI BHYTpHU opraHu3Ma. O0cyxmeHne mpooIeMbl
00BEKTOB €CTECTBEHHOTO 0TOOpa (110 COCTOSTHUIO Ha
KoHell XX B.) 0bu1o HayaTo E. Mayr [1]. 1 00beKTOB
oTO0opa — ocobu wiu rpynmnsl ocodeit, E. Mayr nipen-
JIOXKWJI crieMajbHbI TepMUH “cejieKToH”. B cBoeil
nyGJIMKalMU OH MTOAYEPKHYJ, YTO OTOOp BCerma Mmpo-
UCXOIUT MO (peHOTUITy, a TOT WJIM UHOI TeHOTUI OT-
OupaeTcs, MMOCKOJbKY pealusyeTcsl B 01aronpusTHOM
JJ1s1 BBKMBAHUSI WM PENTPONYKTUBHOTO ycriexa (peHo-
turie. Bo3aMoXXHOCTb 0TOOpa BHYTPU OpTaHU3Ma WU
BHYTpU reHoMa (otbopa reHoB) E. Mayr ynomsHyi,
HO Mnonpo0OHo He paccMmarpuBai. B koHue XIX B. A.
BeiicmMaH BBIABUHYJ TUIIOTE3Y 00 OTOOPE KJIETOK BHY-
TpU pa3BUBAaIOIIErocsl opraHusMa. B Toil KOHKpeTHOM
(opmMe, Kak oHa ObLIa TIpeAcTaBlieHa UM, uaest Beiic-
MaHa O BHYTPMOPraHU3MEHHOM OTOOpE OblJIa OTBEP-
THYTa B XOJIe NaJIbHENIIIEr0 pa3BUTUSI OMOJIOTUH.

B HacTos11ee BpeMst 0T60p BHYTPH KJIETOUHBIX TT0O-
Oy, B YaCTHOCTHU T€X, KOTOPHIE TPEICTABIISIIOT
co00Ii OIMyX0JIM, OTPUILIATH HEBO3MOXKHO. AHAJIN3 MO-
JIEKYISIPHO-TEHETUYEeCKOM OpraHM3alliy KJIETOK MOKa-
3aJl, YTO ¥ BHYTPH KJIIETOK MOXET MUMETh MECTO KOHKY-
PEHIINST HEKUX PEIIULMPYIOIINXCS SAUHULL, a CIIEI0-
BaTeJIbHO, MOXET AEeMCTBOBATh €CTECTBEHHBIN OTOOD.
OTHocsmuecs ciona saBieHus (0T KOHKYpEeHIUU
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FEHETUYECKU Pa3JINYAIOIIUXCS MUTOXOHAPUATBbHBIX
JHK 1o B3auMOOTHOIIIEHUI TPAaHCIIO30HOB CO BCEM
T€HOMOM KJIETKHU) CJIMIIIKOM MHOTOYMCIIEHHbBI, YTOOBI
BCE OHM ObLIU 31ECH PACCMOTPEHBI.

B HacTosiiiem 0630pe s1 orpaHUYyCh paCCMOTPEHM-
€M JINIIIb OMHOTO SIBJICHHUSI, TIIE JIETKO 3aMETUTh KOHKY-
PEHIIMIO BHYTPUTEHOMHBIX TeHETUIECKUX JIEMEHTOB,
BEIYIIYI0 K OTOOpY HEKOTOPBIX U3 HUX, 3 UMEHHO Meii-
OTUYECKOTO JIpaiiBa — SIBJIEHUsI, IIIMPOKO pacipocTpa-
HEHHOTO cpeiu rpuboB, pacTeHUt, KUBOTHBIX [2].

OTKPBITUE MEMOTUYECKOTIO JIPAVMBA,
OIPEJEJEHUE DTOI'O SABJIEHUSA

O030pHI, TTOCBAIIEHHBIE MEHOTHIECKOMY IpaiiBy
(mammpumep [3]) 10 cux IOp HEPEAKO HAYMHAIOTCS CO
cchlikM Ha nyoaukainuio 1928 r. C.M. TI'epuieH3oHa
[4], B KOTOpOI1 MOI0OAOI MOCKOBCKUIA T€HETUK OIIU-
caJl CBOU OTBITHI, MpoBoAMBIIKECS UM ¢ 1925 1. (Kor-
na C. I'epiiieH30H ObLI ellle CTyAeHTOM MOCKOBCKOIO
yHuBepcuteta uM. M.B. JlIoMoHOocoBa u pabdoTtai nop,
pykoBoacTBoM C.C. YeTBepukona). Pabora GbL1a BbI-
MOoJIHEHa Ha “muKux” apo3oduiax, OTIIOBJIEHHBIX B
secy B [lonMocKoBbe, B paitoHe 3BeHUropo/a, 1 ornpe-
JIeJIeHHBbIX Kak Drosophila obscura Fallen (BeposiTHO,
ceifuyac M3ydeHHBI BUI ObLUT OBI ONIpeaesIeH MO-IpyTo-
My). B moroMcTBe 2 13 19 OI10m0TBOPEHHBIX B IIPUPO-
Jle cCaMOK ObLITM OOHAPYXXeHbI CEMbU C HEHOPMaJIbHBIM
COOTHOILIEHVEM T0JIOB; HabJI01aI0Ch HE 0OBIYHOE CO-
OTHOILIeHUe, On3Koe K 1 : 1, a ucKaXkeHHOe — B CyM-
Me Ha 96% caMoK MPUXOAUIIOCH TOJIBKO 4% caMIloB.
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3a Takoe OTKJIOHEHUE 0Ka3ajICs OTBETCTBEHEH ONMH
IeH, JOKaJIM30BaHHbII B X-XpOMOCOMe. DTOT I'eH He
MPOSIBJISIETCS Y CAMOK — HU B TeTepO-, HU B TOMO3U -
rore, HO y CaMIIOB B TeMU3UTOTEe CKa3bIBAETCSI Ha UX
MOTOMCTBE, O0YCJIOBIMBAs pe3Koe nMpeodaagaHue B
HeM camok. [IpouszBoauMbIe caMLIaMU, HOCUTEISIMU
3TOr0 TeHa, raMeThl ¢ Y-XpOMOCOMOM (PYHKIIMOHAJIBHO
He aKTUBHBI U OOBIYHO HE YYaCTBYIOT B OILIOAOTBOpE-
Huu. B coBpeMeHHOI1 Tuteparype crapasi myOauKaims
C.M. I'epiieH30Ha LIUTUPYETCSI KAaK OCHOBOIIOJIararp-
mas (seminal — miomorBopHas [3]).

B nanbHeimeM BJIeHUS, TI0 CBOUM ITOCIICACTBUASIM
nonooHsie onmucaHHoMy C.M. I'epiieH30HOM U MO3/1-
Hee Ha3BaHHbIE MEMOTUYECKUM ApaliBoOM, ObLIM OOHA-
PYXeHbI y psiia ApYruxX BUIOB Apo3oduit: D. pseudoob-
scura, D. afinis, D. athabasca 5], D. melanogaster (6],
D. paramelanica [7], D. testacea [8], a TaKXe y TT03BO-
HOYHBIX XXMBOTHBIX, V PACTEHU U y TPUOOB.

TepMmun “meitoTndeckuii apaiis” B 1957 1. BBEIN
L. Sandler u E. Novitsky [9]. B nanbHeiiem 370 s1B-
JIeHHe OBbUIO ONpPeAeIeHO KakK JIFo00e U3MEHEHHUE TIPO-
1ecca Melio3a, KOTopoe IIPUBOIUT K TOMY, YTO TeTepo-
3UroTa I10 ABYM aJIbTepHATUBHBIM (haKTopaM (aJlIesssM
reHa, XpoMocoMaM) MPOU3BOAUT COBOKYITHOCTh FraMeT
C U30BITKOM OJHOTO M3 3TUX aJJIEJbHBIX BAPUAHTOB;
TaKoe SIBJIEHUE MOXKET MPUBOAUTh K PE3KOMY HM3Me-
HEHUIO YacToT ajuiejieli B MONy/IsLUMU B MOJIb3y OJa-
TOTNPUATCTBYEMOTO BapMaHTa, HECMOTPS Ha €ro BO3-
MOXHBIN BpenHbI (pu3nonorndeckuiti apdexr [10].
Meitotnueckuii apaiiB (MJI) npuBiek U mpuBieKaeT K
cebe 6oJBIIIOe BHUMaHME KaK [TUTOJIOTMYECKU Mexa-
HHU3M OTKJIIOHEHUSI OT OCHOBBI MEHIIEIEBCKMX 3aKOHOB
— PaBHOTO TOMANaHUs B TAMETHI TOMOJIOTUIHBIX XPO-
MOCOM, TIPUBOMAIINMN K U3BMEHEHUIO TeHHBIX YacTOT B
TMOMYJSALUSX.

MEXAHU3MBbI MENOTHUUYECKOI'O
JNPAUBA Y IPO30ODUII

CxemMaTnyeckyu MeXaHW3M MeHOTUYEeCKOTO Apaii-
Ba MOXET ObITh MpPEACTAaBJIeH CJIeIyIOIIUM 00pa3oM
[3]. B onHOIi 13 XpOMOCOM CBOMCTBEHHOIO JaHHOMY
BUAY Habopa MPUCYTCTBYET TaK Ha3bIBaeMblii IpaiiBep
(D), B TpaHC-MOJIOXXEHUU K HEMY, T. €. B TOMOJIOTUY -
HOI XpOMOCOMe, HaXOAMUTCS JIOKYyC-MUIeHb (target
— T), Ha KOTOpHBIi HaMpaBJeHO AelCcTBUE ApaiiBe-
pa, UHAKTUBUPYIOILIEe BCIO XPOMOCOMY C JIOKycoM T.
MeiioTuueckuii gpaiiBep MOXET OBITh OIpeneieH Kak
BrOMCTUYHBINA TeHETUYECKUIT DIeMEHT, KOTOPhIi Oia-
TOMPUSITCTBYET COOCTBEHHOI Tiepenaye B TaMeThl reTe-
PO3UTOTHOM 0CcO0U B ylliepOd aJibTepHATUBHOM ajuiesn
[3].

B xpomMocome, Hecyiiieit D-10KyC, TOMOJOTUYHBII
T, nmpeacTasjeH ToJIepaHTHBIM K AeiCTBUIO D-aniejieM
TR, 1. e. TEHOTUIT MOXET OBLITH U300paXeH Kak
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BaxHo, 4TOOBI peKOMOMHALIMS MEXAY JOKycaMu
D u T He mpoucxonmniia, Tak Kak 3TO MPUBEIO ObI K
MOSIBJIEHUIO XPOMOCOMBI-CaMOyOUA1IbI ¢ HAOOPOM a-
neneit Du T5. Bo MHOTMX M3YYEHHBIX CIydasax JIOKY-
cel D 1 T pacriojyiaratoTcsi B ITOJIOBBIX XpoMocoMax X 1
Y, peKoMOMHALIMS MEXTY KOTOPBIMU HE TTPOUCXOMUT.
I1pu nokanu3auuy obGecreuynBalOIUX MEAOTUYECKUIA
JIpaiiB JOKycoB B ayTocoMax D u T 0ObIYHO HaAXOOST-
Cd B pailoHaX UHBEPCUM UJIU B y4ACTKAX XPOMOCOM C
3aTpyIHEHHOU peKoMOuHaluel (BOJIu3u LeHTpoOMeD
u teaomep). Tak, y D. melanogaster cuctema ayToco-
MHOI'0 MeMOTHYeCcKOro apaiiBa Segregation Distorter
(SD) Bki04aeT aBa JoKyca — apaiiBep (Sd) B Ipokcu-
MaJIbHOM paitoHe XxpoMocoMbl 2 (2L) u muieHs (Rsp
— Responder), nokanuayroniyiocs B 0JI0Ke TAaHAEMHBIX
TMOBTOPOB B MPUILIEHTPUIECKOM TFeTepOXpPOMaTUHE XPO-
MocoMHoro ruieda 2R.

[Ton TepMUHOM “MeiioTUYECKMiT ApailiB” 00be-
JUHSIIOTCS SIBICHUSI, KOTOPbIe TPUBOAAT K OAMHAKO-
BOMY pe3yjbTaTy, HO MEXaHWU3Mbl JOCTUXEHUST 3TOTO
pes3yibTaTta (HapylleHre HOPMaJbHOTO COOTHOILIEHUS
raMeT) MOTYT ObITb COBCEM Pa3HBIMMU, JaxKe B Mpeae-
Jlax BUAOB ogHoro pona Drosophila. C utonorunye-
CKOIt TouKM 3peHus1 3¢ GheKT apaiiBepa MOXeT MPOosIB-
JIIThCS KaK B Mpoliecce Melio3a, Tak U Ha TTOCTMel -
otnyeckux cragusix. ¥ Drosophila simulans B ciydae
cuctemMbl MJI, Ha3BaHHOM 110 MECTy €e OOHapyKEeHUs
(Paris SD), HabnromaeTcs abeppaHTHasl cerperamus
Y-xpoMocoMbl B aHadaze I1: B omHUX cyyasix 1Be Xpo-
MaTUIbl Y-XpOMOCOMBI MUTPUPYIOT K ONHOMY U TOMY
K€ TIOJTIOCY IeJIeHUs, B IPYTUX 3TU XpOMaTUAbl OCTa-
IOTCS PACTIHYTBIMU MEXIY TOJI0CaMU, U IBA T0YEP-
HUX SIIpa OKa3bIBAIOTCS CBI3aHHBIMU XPOMOCOMHBIM
moctoM [11]. ITpu M1 HapylieHusI MOTYT HaOII01aTh-
Csl Y Ha OCT-MEeHOTUUECKUX CTaausIX — npu audde-
peHIIMalu criepMaTu B 3peiible criepMuu. Tak aeno
o6crout y D. simulans B npyroii cucreme M/I (Wintes
SR) [12] uy D. affinis [13].

EcTecTBEHHO BO3HUKAET BOMIPOC O MOJIEKYJISIPHBIX
MexaHM3Max JecTBus apaiiBepa. BeposTHee Bcero,
YTO B pa3HbIX ciaydasx M/l 3Ty MexaHU3MbI HE OV~
HakoBhbl. C. Courret ¢ coanT. [3], oOcyxnas 3Ty npo-
OsiemMy, MUIIYT O TPEX BO3MOXHOCTSX. [lepBas 3 HUx
— yyacTue CBSI3BIBAIOIIMXCSI C TeTepOXpOMaTUHOM
0enkoB. OAWH U3 IBYX '€HOB-IpalBEpOB CUCTEMbI
M1 Paris SR y D. simulans — ren HP1D2, nponykKToM
KOTOPOTO SIBJISIETCS O€JIOK, criein(puIecKi CBI3bIBAIO-
HIUICS C TETEPOXPOMATUHOM Y-XPOMOCOMBI. DTOT TeH
BKCMPECCUPYETCs B CIIEPMATOTOHMUSIX. Y CaMIIOB, TTPO-
apisiiomux MJI, annens reHa HPI1D2 cnabo TpaHCKpu-
OupyeTcs, XxpoMaTUabl Y-XpOMOCOMbI HE PaCcXOAsTCs
HopMmasibHO Bo II geneHum meiioza. HokmayH aToro
reHa y HOpMaJIbHbIX CAMIIOB COMTPOBOXIAETCS MPOSIB-
nenneM MJI [3].

BTopoil BO3BMOXHBIIT MeEXaHU3M ACHCTBUS ApaiiBe-
POB WJIM UX BBIKJIIOUEHMUS TIPEAIIOaraeT yyacTue Ma-
neix PHK. IToarBepxnaromue Takoit MexaHu3M (haKThl
OBLIY MOJYYeHbI MPU U3YYEeHUU Ipyroii cuctembl M1y
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D. simulans, a nmenHo Winter SR. B atom cityyae neii-
cTBHE X-XPOMOCOMHOTO apaiiBepa Dox MOXET OBITh
MOJaBJIEHO ayTOCOMHBIM cyrnipeccopM Nmy. I'en Nmy
konupyeT manyto PHK (hpRNA), koropast mpoueccu-
pyercst B uHTepdepupytoyio PHK, BbIkTI09ato1Iyio
IeiicTBue gpaiiBepa [14].

Haxonen, TpeTtuii BO3MOXHBIN MexaHu3M M/I cBs-
3aH C SIEpHbIM TpaHcopToM. B ciiydyae xopoiiio us-
y4yeHHOM ayTocoMHoi cuctembl MII 'y D. melanogas-
fer UMeeT MECTO HapyllleHUe SIepHOTO TpaHCIopTa.
HpaiiBep Sd kogupyeT ykopoueHHbI1 RanGTPase-ak-
tuBupywimii 6enok (RanGAP). Ran — aro I'TII-a-
3a, JIOKaJU3yIolascs B siApe, KOTOpasi COBMECTHO C
kodakropoM RanGAP obecrieunBaeT TpaHCHOPT Ye-
pe3 MeMOpaHy s1ipa, a TAKXKe PEryIsnI0 KIETOYHOro
1IMKJIa 1 00pa3oBaHue BepeTeHa MPU MUTOTUUYECKUX
meneHusx. Y myrantHoro 6einka RanGAP usmeHeHa
€ro JIoKaJu3alus B siipe, 4YTO HapyllaeT OCyIlecTBe-
HUe PyHKIU 3Toro 6enka [15], B YacCTHOCTU MPUBO-
JIUT K posiBaeHuo M/I.

DTOT KpaTKuit 0030p U3BECTHBIX WIM Mpearoarae-
MBIX MeXxaHu3MoB M/I B pa3HbIX cucTeMax y 1p0o30¢ui
MOKAa3bIBaeT, YTO OAUH U TOT K€ KOHEUHBIN 3P PeKT —
HapyllIeHWe paBHOM MPeACTaBICHHOCTH B raMeTax ABYX
aJUIeNieid WIIM IBYX TOMOJOTUYHBIX XPOMOCOM — MOXET
OBITh CBSI3aH C Pa3IMYHLIMU HapyIIeHUSIMU KJICTOY-
HBIX TpolieccoB. BMecTe ¢ Tem obmas cxema MJI pea-
JIN3YeTCsl BO BCEX ClIydasix — MOosIBJieHUe B GJaromnpu-
SITCTBYEMOI XpOMOCOME I'eHa-apaiBepa, KOTOPbIA TeEM
WIX UHBIM CIIOCOOOM BO3IEMCTBYS Ha JIOKYC-MUIIIEHb,
MIpPEensITCTBYeT 00pa30BaHMI0 (DYHKIIMOHUPYIOIIEH Ta-
METHI C MCKII0YaeMbIM 13 IIPOliecca HOPMaJbHOM IIe-
penayu reHoM WM XxpoMocoMoii. Hwuxke onuceiBae-
Mble ciiydau M1 y Apyrux opraHu3MoB MOTYT UMETh
COBCEM JIpYTHE LIUTOJOTUUECCKUE MEXaHU3MBbI.

MENOTUYECKHWU IPANB Y MBIILIEN

KopoTKOXBOCTHIE MBIIIX ObLIM OMKMCaHBLI B 1927
r. H. Jlo6poBoibckoii-3aBanackoii 1 H. Kobo3ueBbiM
[16]. OT nCXOAHBIX KOPOTKOXBOCTHIX ObLIa MOJydYeHa
JINHUSI MBILLIEH C TIOJIHBIM OTCYTCTBUEM xBocTa. [1o3n-
Hee MPOBENEeHHbIN TeHETUUECKUI aHaInu3 OECXBOCThIX
MBIIei [16] mokaszai, YTo OHU T€TePO3UTOTHHI IO
JBYM TPEINOJOXUTENbHO aJUIeIbHBIM JieTansiM — T
(TIposiBseTCS KaK JOMUHAHTHAsA KOPOTKOXBOCTOCTD
Brachyury) u #’ (leTajib B rOMO3UTOTE, B T€TEPO3UTO-
T€ C aJIjIe b0 IUKOIO TUIIA HE MPOSIBISIETCS). DTU IBE
MyTalliu B KOMIayHAe NPUBOAST K OecxBOoCTOCTU. B
CKpELIMBAaHKUAX, B KOTOPBIX MaTh Hecja ajieib 1, B
MOTOMCTBE HabJII0IaIMCh OXUIaeMble COOTHOIIIEHMUS;
OIHAKO, €CJIM OTELl ObUI reTepo3uroTeH 1o /, B no-
TOMCTBE OECXBOCTBIE 0COOM TIOSIBJISIMCH Yallle, YeM B
MOTOMCTBE T€TE€PO3UTOTHBIX caMOK. Tak ObIJIO 0OHa-
PYXEHO HapylleHUe B repeaaye IMOTOMCTBY TeTepO3u-
TOTHBIX CaMIIOB ajijiesneit jokyca 7.

B nmocjacayromue roobl OrpoMHOC 4YMUCII0 pa60T
ObLIO IMOCBAIICHO U3YYCHHNIO TCHCTUKM, TUTOJIOTUU U

SMOPHUOJIOTUN MEIIIeH ¢ MyTauusaMu B T-10Kyce. Oc-
HOBHBIE PE3YJBTaThl 3TUX MCCAETOBAHWI OBITN TIPEI-
craBieHbl B 003opax JI.[I. CapponoBoii [17, 18] u mo-
TYT OBITH KPATKO M3JIOKEHBI CIIEAYIOIITNM 00pa3oM.

B xpomocome 17 y HEKOTOPBIX MBIIIEI, TPUHAIJIE-
JKalllMX KO BCEM YETbIPEM M3BECTHBIM moaBuaaM Mus
musculus 1 00UTAOIINUX HA pa3HbIX KOHTUHEHTAaX, ObLT
BBISIBJICH 3aHMMAalomuii okojo 20 cM (eguHUIL KapThl)
MPOKCUMAJIbHO PaCIOJOXKEHHbIN PETUOH C MOIaBJIEeH-
HOI pekoMOWHauuel, Ha3BaHHbIN /-TalIOTUIIOM U
HaclJieqyeMblii Kak eNUuHbIi KoMILIeKC. B aToM peru-
OHE BBISIBJICHbI YEThIpE UHBEPCUU, TPU T€HA-TUCTOP-
Tepa Tcd (OT KOTOPBIX 3aBUCUT HapyllleHUE Mepenadyu
MOTOMCTBY BCEro rarjioTuna), oouH pecrioHaep 7cr,
OTBevalolvil Ha AeCTBUE TUCTOPTEPOB, TeH Opaxu-
ypuu T, a TakxKe JTOKYC IJTABHOTO KOMILJIEKCa TUCTO-
coBMecTUMOCTU. M/ mon BIUMSIHMEM OMCTOPTEPOB
t-TanjaoTuna HabIogaeTCs TOJIbKO B TIOTOMCTBE CaM-
LIOB-TeTepO3UroT + / t: 10 90% MOTOMKOB ITOJTy4aroT
raruioTUM t Mpu MOJHOM Habope AUCTOPTEPOB; MpU
OTCYTCTBUM 1-2 U3 HUX Mepeaaya t-rarioTuIa CHUXxa-
etcsa 1o 40—60%. OtcyTcTBYE B Mpeeiax raruioThIia
pecnioHnepa Tcr BO3BpalllaeT XxapakTep pacileTieHus
K HOpMaJIbHOMY, MEHJEJIEBCKOMY. TCr 9KCIIpeccupyeT-
cs B TIO3[IHEM CTlepMaTOreHe3e, MPOU3BOAUT CO CHU-
J)KEHHOM aKTUBHOCTbBIO OJIHY U3 MPOTEMHKUHA3, KO-
TOpasi 00ecrneynuBaeT MOABUXKHOCTb CIIEPMAaTO30UIOB.
Jpyrum XopolIo u3ydeHHBIM ciaydaeM MJI y Mbiieit
SIBJISIETCSI HeMPaBUJIbHOE pacllielIeHUe B TIOTOMCTBE
LIUTOJIOTUUYECKUX BapUAaHTOB IMEPBOH XPOMOCOMBI
Mus musculus. SIBneHne 3T0 OBUIO OTKPBITO U U3YYSHO
HoBocubupckumu reHetukamu (C.M. AryJabHUKOM,
A.O. PyBuHckum, [1.M. BoponuHbIM u 1p.).

B eBpomneiickux nonyasaumsax mogsuna M. musculus
domesticus BCTpeUyarOTCs 0COOM ¢ TOMOTEHHO OKpalllu-
Batoniumcs 6okoM (HSR) Ha xpomocome 1. B ckpe-
IIUBAHUSX TAKKE XPOMOCOMBI MEpeaaloTCsI HOpMab-
HO. B cubupckux u cpemHeasmaTCKUX MOMYJISIIIMSIX
apyroro noasuna, M. m. musculus, Obl1a oOHapyxKe-
Ha apyras opma 31oit XxpoMmocoMnbl: 010K HSR Ob11
paclerieH Ha ABa, pa3faeJeHHbIX UHBepcueit. DToT
JIBOMHOI OJIOK, OTCYTCTBYIOIIWUIA B XpOMOCOME JTM-
Koro Tuiia, uMmeeT pasmep a0 50 Mb [19]. U3yueHue
nepenayu cubupckoro Bapuanta HSR-xpomocoMbl
M0Ka3ajo, YTO B MIOTOMCTBE Ie€TEPO3UTOTHBIX CaMOK
HaOomaeTcd npenMyllecTBeHHas nepenadya HSR-
XpPOMOCOMBI (COOTHOIIIEHUE B TOTOMCTBe 247 : 39), B
TO BpeMsl KaK B IIOTOMCTBE TeTePO3UTOTHBIX CaMIIOB
paciuieruieHue HopMaibHoe (99 : 90) [20]. Habmona-
eMOoe HeMEH/IeJIEeBCKOe pacllieIlJIieHUe €CTh Pe3y/IbTaT
MJ/I — mpeuMyIIeCTBEHHOTO pacXoxXaeHus B Meiiose 11
xpomocombl HSR B siiliekeTKy, a HOpMaJabHOM XpO-
MOCOMBI — BO BTOpO€ HampaBuTenbHoe Tenblie [20]. B
cnaboii crereHu xpomocomMa HSR mmeeT npeumyiie-
ctBO 1 B | nenennu meiio3a. Musepcus B paitone HSR
BBICTYITAeT KaK pPeCIOHACP; JUCTOPTEP HAXOAUTCS B
TOM 3Ke XpOMOCOMe, TUCTaJIbHEE PECIIOHAepa; OH Aeii-
CTBYeT UH TpaHc [21].
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Yacrorta xpomocoMbsl HSR B pa3Hbix BEIOOpKax 13
nonynstiuii Cubupu n Cpenteit Asum — ot 0 no 51,1%
MpY JOCTATOYHO BBICOKOI1 YaCTOTE TOMO3UTIOT IO ITOM
XpoMocoMe, goxonsiieit no 26,7%. 3HaunTeabHast Ja-
CTOTa TOMO3UTOT HA0II0JaeTCsa, HECMOTPS Ha TO, YTO
>KM3HECIIOCOOHOCTh TOMO3UTOT CHUKEHA I10 CpaBHE-
HUIO ¢ HOpMOIt 10 55%, a hepTUILHOCTh TOMO3UTOT-
HBIX CaMOK ele Hike, 10 10% [22]. Mbimm ocraiorcst
OCHOBHBIM 00BEKTOM u3ydyeHUss MJ y MiieKkonuTao-
mux. BeIsiBIeHHBIE clTydyan HapylIeHUsT COOTHOIIEHUS
ajeneit npu nepenade (TRD — transmission ratio dis-
tortion) y CeJIbCKOXO3SIIICTBEHHBIX JKMBOTHBIX U Y€JIO-
BeKa CyMMUpPOBaHHI B 0030pe [23]. BeposTHO, He Bce
onucaHHble ciydan TRD cBsi3aHbI UMEHHO ¢ MEMOTH -
YECKUM IpaiiBoOM.

MEMOTUYECKUN JIPAVB
1 BBOJIOLIUA KAPUOTUIIA

Ecnu MeiloTndeckuii npaiiB TaKOro e THIIa, 4TO U
Yy Ip030GWI ¥ MBIIIH, Y MJIEKOITMTAIOIINX HAa0JII01aeT-
CSl peAKO, TO IpailB HE B MYy>CKOM, a B XKEHCKOM MEM-
03¢, MPOSBJISTIONINICS B HECIIYYaHOM PaCXOXICHUN
XPOMOCOM, MO-BUAMMOMY, JIOCTAaTOYHO YaCTO€ SIBJIC-
Hue. bonee Toro, M/l paccmMaTpuBaeTcsl KakK BaXKHbBIN
MEXaHU3M, ONpeNesIonMii B 3BOII0OIMNA MOpPdoJo-
THIO U YUCJIO XPOMOCOM.

B ciygassx M/I y >KMBOTHBIX, OITMCAHHBIX B IIPEIbI-
OyIIUX pasjaesiaX, Te WM UHbIe U3MEHEHHBIE JIOKYCHI
XpPOMOCOM OKAa3BIBAaIOTCS IpaiiBepaMy, BHI3BIBAIOIIN-
MM HecJyJaitHoe pacxoxXIeHUe XpOMOCOM-TOMOJIOTOB.
VY pactenuit pakTopamu, npuBoasumMu K MJI, siBisi-
I0TCSl U3MEHEHHas LeHTpomepa (Mimulus) niu noKyc,
Oepyimii Ha ceOs1 poJib LIEHTPOMEPHI (Zea mais) (CM.
Huxe). pyroii MexaHu3M oOecIieYnuBaeT Hecmydaii-
HOE pacXoXIeHUEe XPOMOCOM ITPU XPOMOCOMHBIX TIe-
pecTpoiikax: MIpenMyIIecTBEHHOE pacXOXIeHIEe XPO-
MOCOM TPOMCXOIUT MO/, BIUSIHUEM He KaueCTBEHHOTO
U3MEHEHMUS LIEHTPOMEDHI, a KOJIMYecTBa LieHTpomep. B
cIyJae TaK Ha3bIBa€MBIX POOEPTCOHOBCKUX TPAHCIIO-
Kaluii mepecTpoeHHass XpOMOCOMa COCTOUT U3 ABYX
O00BEIMHUBIITUXCS XPOMOCOM M MMEET OTHY IIEHTPO-
mepy. [Ipu cmapuBaHUM XpOMOCOM B Meio3e Takasl
COCTaBHasI XpOMOCOMa KOHBIOTHPYET C IByMSI TOMOJIO-
TUYHBIMU €€ TIJleyaM XpOMOCOMaMM, Kaxaast U3 KOTO-
PBIX UMEET CBOIO LIeHTpoMepy. COOTBETCTBEHHO, K Ofl-
HOMY TIOJIIOCY AeJIEHUS TP Meio3e TOKHA OTXOMUTh
OllHa, a K Apyromy — aBe LieHTpoMmephl. [Ipeamnonara-
€TCS, YTO B XXKEHCKOM Meit0o3e, KOraa TOJIbKO OTHO M3
siep TeTpaabl MonanetT B GYHKIIMOHUPYIOIIYIO rame-
Ty, a TPM — B He(PYHKIIMOHATbHBIC HAIIPABUTEIBHBIC
TeNblla, UMEET MECTO KOHKYPEHIIUS 3a TIePeXol NMEH -
HO B Oyaylyto SIAIEKIEeTKY, U 0ojee “cuiibHasi” mapa
LHeHTpoMep (B Mape MX IBe) yallle IonagacT UMEHHO
B Spo Oynyieit sinekneTku. Takoil MexaHu3M Mo-
XeT 00eCITeYnTh MPENMYIIeCTBEHHOE COXpaHeHHE B
TMOTOMCTBE HECOSAUHEHHBIX XPOMOCOM U MpeuMylle-
CTBEHHYIO 2JIMMUHAIIAIO XPOMOCOM C TPAHCIIOKAIIEH.
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bruto mpoananu3upoBaHo 1170 kKapuoTUNOB MJIe-
KOMUTAIOIIUX, HA OCHOBAaHUM Yero ObLIO BBIBEAECHO
npaswio [24]: “ITaptHep [romMosor] ¢ OOJbIINM YKnC-
JIOM IEHTPOMEP TIPEATTOUYTUTETLHO ITPUKPETIIIETCS K
TOMY TI0JIIOCY, KOTOpbIil HauboJiee 3(h(HEeKTUBHO 3a-
XBaThIBaeT LeHTpoMephbl”. Takass moJsIpHOCTh CBOM-
CTBEHHA XXEHCKOMY Meifo3y; ee, eCTeCTBEHHO, He MO-
XeT ObITb B MY>KCKOM Meio3e, rie Bce YeThIpe siapa
— MPOOYKTHI Meio3a — TonamaoT B GYHKIIMOHUPY-
foIIIre TaMeThl. ABTOPHI COOpaii JaHHBIE 10 Tepeaa-
ye 33 poOepTCOHOBCKUX TPAHCJIOKAIIMI y MbIIIEH: B
JKEHCKOM Meiio3e cooTHolIeHre raMer ¢ 39 (To ecTh ¢
TpaHcaokauueit) u ¢ 40 xpomocomamu — 3283 : 4839,
a B My*XckoM — 3494 : 3529, to ecTb O6amn3koe K 1 : 1.
ABTODBI CcAeNIaTN BBIBOI, YTO HEPABHOE PACXOXICHHE
xpoMocoM (To ecTb MJI) — eTUHCTBEHHBIN (haKkTop,
oIpenesIoNIniA TIpeodiagairyio Mop@oJIOTUIO XpO-
MOCOM B KapMOTHUIIaX MJIEKOITNUTAIOIINX.

H. Blackmon ¢ coaBrt. [25] npoaHanu3upoBaiu
1059 xapuOTUIIOB MJIEKOTIUTAOIINX, OOpaTUB BHUMA-
HHUE Ha YUCJIO OMHOIUICYNX U IBYIJICYUX XPOMOCOM B
kapuoturie. Cpeay n3y4eHHBIX KapMOTUIIOB HA0JII0-
JAaeTcsl IByBEpILIMHHOE paclpeeicHue: IpeobaaaaioT
KapUOTHIIBI INOO ¢ MajIoii, 1100 ¢ OJIM3KOM K eNMHI-
e JoJieit ogHorieunx xpomocoMm. Ilpennonaraercs,
YTO CMEIIaHHbIE KAPUOTUIIBI (C OMHO- U ABYILICYUMU
XpPOMOCOMAaMU) B DBOIIOLIMOHHOM IJIaHE HAaXOISTCS B
HEYCTOMYMBOM, ITIEPEXOTHOM COCTOSTHUU U 3BOJIOI0-
HUPYIOT K IPeo0IafaHuI0 OMHO- WK IBYIUIEYUX XPO-
MocoM. TakuM 06pa3oM, aBTOPHI MPUIIIN K 3aKJTI0Ue-
HU10, 4To M1 — (pakTOp, BAMSIOLIMI Ha HallpaBJIEHUE
sBojionuy KapuotuiioB. O ponu M]I B 3aKpeIuieHUN
XPOMOCOMHBIX TIEPECTPOEK CM. TakxKe [26].

MENOTUYECKUU (HIEHTPOMEPHbBIN)
JPAVIB Y PACTEHU

VY pacreHuii Xxopolio u3yyeHbl ABa ciaydyasl meii-
OTHUYECKOTO JIpaiiBa — y KYKypy3bl U 1€KOPATUBHOTO
pactenus Mimulus (rybactuk). B oboux ciaydasx He-
paBHOE PacXOXIEHUE TOMOJOTMYHBIX XPOMOCOM ITPO-
VICXOIUT B KEHCKOM Meito3e.

VY KyKypy3bl (Zea mays) Obl10 0OHapYyXEHO HECTY-
YaifHOe pacXoXIeHWe TOMOJIOTOB OTHOI TTaphl Xpo-
MocoM B MeracnoporeHese [27]. Martepuaiaom Ijs
WUCCJIENOBAHUS MMOCTYKWIN OCOOBIe TUHUU KYKYpPY-
3bI, Y KOTOPBIX XpoMocoMa 10 mMmeta Ha KOHIIe JTHH-
HOTO IIJIeya XpOMaTUHOBBIM OJIOK, OTCYTCTBYIOLIUM Y
OOJIBIIIMHCTBA JMHUM. B cKpenBaHusIX XxpoMocoma ¢
0JI0KOM IIepenaBajach B SiilekyieTky He B 50, a B 60-
nee ueM B 70%. TecHO clLieTUIEHHBI ¢ XpOMATUHOBBIM
0610Kk0M reH R/r (ceMeHa oKpallleHHbIe WJIM HeOKpa-
IIeHHBIE) ITOKa3aJl B 03KKpoccax pacllelyieHue He
1:1,a 1881 Rru 4441 rr, 1. . IBHO OTIMYAIOIIEECS OT
HOpMaJbHOTO cooTHomeHus. [IpoBeneHHBIE TeHETH -
YeCKUI 1 UUTOJOTMYECKUI aHaIn3bl TOKa3alu, YTO
3a OTKJIOHEHHE OT HOPMAJILHOTO pacIIeIICHUS OT-
BETCTBEHEH MMEHHO XPOMATUHOBBIM OJIOK Ha KOHIIE
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xpoMocoMhbl 10. IIpu myxkckKoMm rameroreHe3e (00-
pa3oBaHMU MbLIbIBI) XPOMOCOMA C XPOMaTUHOBBIM
0JIOKOM, HAIlPOTHUB, MOIaaajaa B MbLIbILY C MEHbIIEH
BEPOSITHOCTHIO, YeM €€ HOPMAaJIbHBII ToMOoJI0T. OTi-
CaHHOE€ B LIMTUPOBAHHOM CcTaTbe MPEANOYTUTEbHOE
TonanaHue B MEracriopy OXHOM Imapbl TOMOJOTMYHBIX
XpPOMOCOM ObILJIO TIEPBbIM, CTABIIMM WU3BECTHBIM, CITY-
yaeM M/I y pacTeHuiA.

OtkpoiToe B 1942 r. siBIeHME HA TIPOTSKEHUHU T10-
cinenyromux 80 get ObUIO AeTajabHO u3ydeHo [28—31].
bbL10 MoKa3aHo, UTO reTepoOXpPOMAaTUHOBBIN OJI0K Ha
KoHI1Ie xpomocoMbl 10 B aHacdaze I 6epet Ha ceds1 posb
HeHTpoMepHI, a B aHadasze Il HampassgeT Hecylyo
€ro XpOMOCOMY B Ty Meracropy, KoTopasi IpeBpaTUT-
cs B gi1eKieTKy. XpomocoMa 10 ¢ 6J10KOM reTepoxpo-
MaTHMHa OKa3bIBaeTCs “3rOMCTUYECKON” U MOTOMCTBY
rnepenaeTcsd yaile, Y4eM HopMaJibHbI roMoJior. I'ete-
POXPOMATHHOBBII OJIOK CJIOXEH TaHIEMHBLIMU I10-
Bropamu JIHK, KoTophie B Meiio3e B3aMOIEICTBY-
IOT CO clieHu(pUIeCKUMU KMHEe3MHAaMU (MOTOPHBIMU
OenKkaMm).

HpyruMm pacTteHueM, y KOTOPOTO ObLIO M3Yy4eHO
CXOIHOE C BBILICOITMCAHHBIM sIBJeHUE, ObLT Mimulus
(rybactuk, ceM. Phrymaceae) [32]. M/l 61 0OHapy-
KEeH TIpU M3YYEeHUU MOCIEACTBUIT MEXBUIOBOM TM-
Opuau3aluu OBYX BUIOB — M. guttatus u M. nasutus.
Jloxanu3oBaHHEIN B XpoMocoMe 11, Tak Ha3bIBaeMbIi
npaiiB-jokyc (D), mokasan rmoutn 100%-Hyio miepena-
yy B ruOpugHOEe NoToMCTBO. HopMmalnbHas repemgava
TOMOJIOTOB XpOMOCOMBI 11 HapyIliaeTcsl TOJIBKO TOINA,
KOIJa reTepo3uroTHbiii tuopua F1 BeicTynaet B kaue-
CTBE XXEHCKOTO POAUTENS U CKPEIIUBAETCS C JTIOOLIM
U3 pOIUTENbCKUX BUIOB. M3yyeHue moToMcTBa 03K~
KpOoccoB Ha M. nasutus I0Ka3ajo, 4To JIJis HapylIeHUs
HOpMaJIbHOI nepenayn HeoOXOOMMO COXpaHEeHME Te-
TEPO3UTOTHOCTU TOJIBKO MO JIOKYycy D.

B nanpHelimem apaiiB-aokyc D ObLT OTOXIECTBICH
¢ LeHTpoMepoit xpoMocoMmbl 11, 1 OblIa TIpeaIoXKeHa
cienyrouiasi cxema 3BOJIOLMU LIeHTpoMep Y Mimulus
U poau ueHTpomep B nposasiaeHun M [32]. Cyme-
CTBYeT TpU BapuhaHTa LEHTPpOMEepPbl XpOMOCOMBI 11:
D, D, d. IlepBbie 1Ba CBOMCTBEHHBI BULY M. guttatus,
HapylieHue pacxoXIeHUsI XpOMOCOM MPU Cerperaiuu
Yy TUOPUIOB ITPOUCXOIUT TOJBKO TIpU yyactuu D; d —
BapuaHT LieHTpoMepbl M. nasutus. BapuanTt D BO3HUK
B pe3yJibTaTe HaKOIUIEHUS B LIECHTPOMEPHOM JIOKYyCe
Hekux nocienoBarenbHocTeil JIHK, npuaasimx xpo-
MOCOME C TaKOU LIEHTPOMEPOI1 CBOICTBO B aHa(da3ax
I u 1l mpeumyliecTBEeHHO MoNagaTh B Ty MEracrnopy,
KOTOpas MpeBpaTUTcs B AlleKIeTKY. O4eBUIHO, YTO
HaKOIUIEHUE B LIEHTPOMEPE OCOOBIX MOCIea10BaTEb-
Hocrelt JIHK npumano nueHrpomepe D aroucTudeckue
CBOIiCTBa — CIOCOOHOCTh YCTPAHSATh OT MEPENAYU Mo-
TOMCTBY aJIbTE€pHATUBHbIE BAPUAHThBI LIEHTPOMEPHI.

MEWOTUYECKUU IPANB
Y TPUBOB-ACKOMMULIETOB

Cpenu rpuboB siBJicHUEe MeHOTHUEeCKOro ApaiiBa
OBLJIO OOHAPYXEHO U U3YYEHO Y aCKOMUILIETOB. Meii-
03 Y 3TOM TpyIIThl OPTAHU3MOB MPUBOIUT K 00pa3oBa-
HUIO YeThIpeX TAIUIOUIHBIX SIep, KaXI0e U3 KOTOPBIX
C IIpuUJIeraloieii HUTOILIa3MOI OKpyKaeTcsl 000J104-
KOIi, TaKk 00pa3yloTcsd rariougHbie criopbl. TeTpa-
JIa (4eTBepKa) CIIOp OCTaeTCsl BHYTPU MaTepUHCKOM
KJIETKU-CYMKHU (acka). B jajbHelleM 3T aCKOCTIOPbI
OCBOOOXIAIOTCSI, MMPOPACTAIOT U AAIOT HAYAJIO TaIljio-
WIHBIM KJIoHaM. [arionaHble BereTaTUBHbBIEC KIETKU Y
OOJIBIIMHCTBA BUIOB IIPUHAIIEXAT K OQHOMY U3 IBYX
TUIIOB CITapuBaHUs (+ 1 —) U B COOTBETCTBYIOLIMX YC-
JIOBUSIX + U — KJIETKU CJAMBAIOTCS, 00pa3ysi AUTLIOU/I -
HYIO 3UTOTY, KOTOpasi MO0 cpasy IoaBepraercsi Meii-
03y, TN060 HAaYMHAEeT BereTaTUBHO Pa3MHOXAThCd. Y
MHOTHMX aCKOMHUIIETOB YEThIPE SIApPa — MPOAYKTH Meii-
03a, JOTOJHUTEJbHO MPOXOASAT MUTOTUYECKOE ACe-
HUe, U B acke ¢popMupyeTcsd He 4, a 8§ ackocnop, 1100
4 ackocnopbl 0OKa3biBalOTCs ABYsnepHbIMU. K ackomu-
1eTaM MpUHAIeXaT OMHOKJIETOUHbIE TPOXKU (ITOY-
Kywouecs: Saccharomyces u aensiiuuecst Schizosaccha-
romyces) 1 MULIeIMAJIbHbIE TPUOBI, TAKME KaK Hanbo-
Jiee TOMYJISIPHBII TeHeTHYeCKuil 00beKT Neurospora.
K ackomuiietaM oTHOCHUTCS M psifi PUTONATOTEHOB. Y
HECKOJIbKUX BUIIOB I'pU0O0B-aCKOMULIETOB OOHAPYKEHO
apienre MJI. O030p 3Tux ciydaeB cM. B [33].

Briepsbie cpenu rpu6oB M 6b11 0OHapy>XKeH B MO~
OyJIsILIusIX IByX BUOOB pona Neurospora — N. sitophila
u N. intermedia [34]. B HEKOTOPBHIX BHYTPUBUIOBBIX
CKPEILLIMBAHUIX BCE 00pa3ylolIMecs acku MoKa3blBa-
JIM paciierieHue 4 : 4 — yeTblpe CIopbl MUTMEHTU -
pOBaHHbIE, CIIOCOOHBIE K TTPOpPacTaHUIO, U YeThIpe
CIIOPHI TOTYIIPO3pavdHbIe, HEXXM3HEeCITOCOOHbIe. [e-
HETUYECKWUI aHaJIN3 BBISBWI TPU T€HA, TTOTYIMBIITNX
Ha3BaHue Spore killer — “youiiunl cnop”: Sk-1 (y N.
sitophila), Sk-2wn Sk-3 (y N. intermedia). Annenu aTux
reHoB Sk-IX, Sk-2K, Sk-3X o6ycnosnuBaoT rudens ce-
CTPUHCKMX CIOP C aJbTepHATUBHBIMU ajuiensiMu (Sk-
13, Sk-25, SK-35). T'ennl Sk-2 u Sk-3 6bUIM KApTUPO-
BaHBI BOMM3U 1eHTpoMmepsl 111 rpynmel cuemnenus, a
Ipu IepeHoce ux B xpoMocoMy N. crassa peKoMOnHa-
LIMS B IPUIIEHTPOMEPHOM paiioHe Obljia TOJTHOCTHIO
nonasieHa. ok pekoMOMHAIIMKM pacpOCTpaHsIeTCs
Mo 00e CTOPOHBI OT LIEHTPOMEPHI, a palioH, TAe pe-
KOMOWHAIINST HEBO3MOXHA, UMEET IPOTSKEHHOCTD 110
menblreit mepe 30 cM [35]. IIpu uzyyenun 6omnee 700
mTamMMoB N. sitophila, BbIAEIEHHBIX U3 IIPUPOALI Ha
pa3HBIX KOHTUHEHTAaX, IpuMepHo 15% Gbutn Kujijie-
paMu; TOJbKO | 1ITaMM oKa3ayicsl yCTOMYKMBBIM, HO He
o1 KuyiepoM [33].

I[IpuMeHeHMe COBpEMEHHBIX MOJIEKYISIPHO-TEHE -
THUYECKUX METONOB MO3BOJIMJIO BBIIEIUTH U3 TeHOMA
mramma Sk-1 1 oxapakTepusoBaThb r'eH Spk-1, oTBET-
CTBEHHBII KaK 3a CBOMCTBO yOMBATh YYBCTBUTEIb-
HBIe KJIETKM, TaK U 3a YCTOMYMBOCTb YCTOMYMUBBIX
reHOTUNOB. [IpOIyKTOM 3TOTO TeHa SIBIIeTCsT GeloK
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pasmepoM He Goliee ueM 134 aMUHOKUCTOTHI [36].
boi1o BCKpBITO U mpoucxoxaeHue reHa Spk-1 — oH
OKa3aJicsl 3aMMCTBOBAaHHBIM M3 TeHOMA IPYTroro BUIa
Helipocnops [36].

B ocnose M]I y rpuboB, Kak, BOpO4eM, 1 y APYTUX
OpraHM3MOB, MOTYT JIeXKaTh IBa MexaHu3Ma [33], 060-
3HayaeMbIX KaK “Kujiep — TapreT (MUIIEHb)” U “sn
— npotuBosgaue (dot — antydot)”. IlepBbiii U3 3TUX
MEXaHU3MOB Tpearnoaraer, 4To JOKyc-IpaiBep mpo-
M3BOAUT HEKOE BEIIECTBO “KMiuiep”, KOTOpoe you-
BaeT pa3BUBAIONINECS CITOPHI, €CJIM B X XPOMOCOMax
HET JIOKyca-apaiiBepa 1 ecThb JIOKyc-TapreT. JIOKychI
IpaiiBep M TapreT TECHO CLIETUICHBI, TPUAAIOIIas IyB-
CTBUTEJILHOCTD KJIETKaM ajulesib TapreT HaXOMUTCS 1O
OTHOILIEHUIO K JIpaiiBepy B TpaHC-MOJOXeHUU. Takas
CHUCTeMa yKe paccCMaTpUBaJIach BBIIIIE IO OTHOIIEHUIO
K M1 y Drosophila. Bropoii BO3MOXHBII MeXaHNU3M
MpeariojiaraeT, 4To B JIOKyce-apaiiBepe NMEIOTCS IBa
3JIEMEHTA; ONWH MPOU3BOIUT S, IPYroid — MPOTHUBO-
aaue. JlelicTBUIO siIa TOABEPTaloTCs BCEe pa3BUBaAlO-
1uMecsl B acKe Cropbl, HO BBIXKMBAIOT TOJBKO T€, JIO-
KyC-JpaiiBep KOTOPbIX MPOU3BOAUT HE TOJBKO S, HO
U npotuBosiaue (aHTUIoT). ¥ mramma Sk-1 N. sitophila
M]I, peanusyeTcs 1o IIepBOMY MEXaHU3MY, y IIITAMMOB
Sk-2wn Sk-3 N. intermedia neiicTByeT BTOPOIi MEXaHU3M
[36].

[Tomumo Neurospora, M]J1 6611 0OHApYXXEH U U3Y-
YeH y Apyroro MulearaibHoro rpuda — y Podospora
anserina, XV3HEHHbI! 1IUKJI KOTOPOTO CXONEeH C TaKo-
BbIM Yy Helipocriopsl. I1o10Boii TIpo1iecc MpouCXoauT
cieayoimuM oopa3zoM. ZKeHCKMe opraHbl — IMpoToIe-
pUTELIMU, IPU CO3PEBaHUU MpeBpaliaoecs B IIo-
JIOBBIE TeJla CO MHOXECTBOM aCKOB, UMEIOT MOJHUMA-
foIyecs Hall UX TIOBEPXHOCTHIO TH(PBI-TPUXOTUHEL. B
Ka4eCTBE MYXKCKHX TaMeT BBICTYIAIOT 00pa3yroIIrecst
Ha MULETUU MUKpoKoHunuu. [lpu momagaHumM MM -
KPOKOHUIWK Ha TPUXOTUHBI UX SIApa MUTPUPYIOT B
ACKOTOHUYMBI (KJIETKM BHYTPU IUJIOAOBOTO Teja), Tie
CJIMBAIOTCS C «<KEHCKUMW» aapamMu. JuIionaHoe sapo
cpasy MepexonuT K Meio3y ¢ MocaenyoiumM oTHUM
MUTOTUYECKUM JeieHueM. B pesymsraTe popMupyror-
s IBYSIIEPHBIE aCKOCTIOPHI C TATUIOWIHBIMHU SIPAMH U
LMTOIJIa3MOM, MPOUCXOASILIEN OT JKEHCKOTO POIUTENS
(BKJIAM LIMTOTIa3Mbl MMKPOKOHUIUM B 3UTOTY CJIMIII-
KOM MaJ). Y MUlleTuaJbHbIX TPUOOB, B TOM YHUCIE Y
Podospora, BO3MOXHO CIMsIHUE U BEreTaTUBHBIX TUQ.
Kierku ¢ ssmpamMu pa3HOTO MTPOUCXOXICHUS HOCAT
Ha3BaHUE TeTepPOKAPHMOHOB, TAKOE COCTOSTHHE COXpa-
HSIETCS TIPU TIOCJIEAYIOIIEM POCTE MULIEIMS HEeoIpene-
JIEHHO JOJITO.

Y Podospora anserine 66111 OOHapYKEHBI 1BE CUCTE-
Mbl M, n3ydeHne o0erx 1ajo OueHb BaxKHBIE Pe3yJib-
TaTel. B mepBOM cilydae reHbI-IpaiiBepsl 0Ka3aanuch
BKJTIOYCHHBIMM B MOOMJIBHBIN TeHETUYECKUI DJIEMEHT
— TpaHCIMO30H. b uaeHTUGUUMPOBAHBI T€HBI,
BoI3bIBaone MJI: spok2, spok3, spok4. JIBa niocnen-
HUX BXOOAT B OOUH OJIOK pa3MepoM okoiio 150 kb n
WMEIONTNI y pa3HBIX U30JISITOB OMHOTO U TOTO K& BUIA
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pa3HyI0 XPOMOCOMHYIO JIOKAJIM3AINIO. Y BBIIEICHHOTO
W3 TIPUPOIBI IITaMMa Apyroro Buna, P. comata, B TeHO-
Me ObLI OOHapyXeH 2JIeMeHT, Ha3BaHHbIN Enterprise.
Ero nocienoBateibHOCTh OKa3ajach rOMOJOTMYHOM
JOHK Spk-610ka P. anserina. B cocTtaB nmocjiemnHero,
OIHAaKO, KpOMe YacTu, TomojoruyHoil Enterprise, Bxo-
IST eIlle ONVH WJIU Ba spok-reHa. Paa MoIeKyIsIpHbIX
XapakTepucTuk Enterprise mo3BoISIIOT OTHECTH €T0 K
TpaHCIIo30HaM. Spk-0J10K TakKKe SIBISIETCSI OTPOMHBIM
(mo 150 kb u Gosee) TPaHCIIO30HOM, UYTO M OOBSICHSI -
€T €ro JOKaJIU3alMIO B pa3HbIX XpOMOCOMAaX Y Pa3HbIX
mrtamMmmoB P. anserina. BkintoueHue reHoB MJI spok B
TPAHCIIO30H, T. €. OOBEAUHEHUE NBYX STOMCTUYECKUX
(um nmapasutudeckux) JJTHK, mpuBeso K mosiBieHuIo
TeHOMHOTO runepnapasura [37].

Hpyras cuctema M (y P. anserina) He MeHee MHTE-
pecHa. Y 3Toro Buma ObUT 0OHApYKeH MOJIMMOP(HBINA
JIOKYC het ¢ IByMsI ajiieiassMu het-s n het-S, mepBoHa-
YyaJibHO UJIEHTUMUIIMPOBAHHBIMU KaK ajljIeJv, orpe-
JEJISIoIIe COBMECTUMOCTh BereTaTUBHBIX MULIETVEB
npu oOpa3oBaHUM I'eTepoKaprMoHOB. B nanbHelinem
0Ka3aJioCh, YTO MPOAYKT 3TOTO reHa, OeJIoK pa3MepoM
30 kD, sgBasgeTcss aMuJIoOuaoOM, CIIOCOOHBIM K arpera-
IV ¥ CAMOBOCIIPOM3BENCHUIO, T. €. IIPHOHOM. [MdBI
MOTYT ObITh MPUOH-UH(PULIMPOBaHHBIMU [Het-s] u
HeuHuupoBaHHbiMU [Het-S]. TIpu ux ciusHuu
o0Opasyloluecs rerepokapruoHsl oTMuparoT. I[TooBoit
npolecc MexXny MHGUIMPOBAHHBIMU Y HEMHMPUIIU -
POBaHHBIMM MUIIEIUSIMU BO3MOXEH. B KoMOUHaIIMU
?[Het-s] (“xenckuit” ponutenb) X o[Het-S] (Mukpo-
KOHUAUANbHBI POAUTENIb) CIIOPbl reHoTUuna het-S
youBatoTcsa. Takum oOpa3oM, ajuiens het-s IeiiCTBYeT
KaK MeMoTHUYeCcKuit apaiiBep, 6J1aronmpusTCTBYIOIINIA
MOAJEPXKAHWIO B MOMYJISLIMU MPUOH-TIPOU3BOASILETO
reHotura [38]. IToMuMo MuULIeTUaIbHBIX IPUOOB-Cca-
npoduroB Neurospora u Podospora, ssnenue M]I ObL10
obOHapyxeHO y duronaroreHa Fusarium moniliforme
[39] u y mensmumxcsa apoxxkeit Schizosaccharomyces
[40]. O611Mit 0630p MEHOTHUYECKOTO apaiiBa y rpuboB
nmaH B [33].

3AKJIIOYEHHUE

[TpencraBieHHbBIN, JaJeKO HE MTOJHBIN, 00630p I0-
Ka3bIBaET, UTO SIBJICHUSI MEMOTUUYECKOrO ApaiiBa BCTpe-
4yaloTcs BO BCex LlapcTBax aykapuoT. Camble pa3HbIe
OpraHU3MBI BBEIPBIBAIOTCS U3 XKECTKMX MEHIEIEBCKUX
3aKOHOB, TOUHEE, OTACIbHEBIC 3JIEMEHTHI MX TEHOMOB
(reHbl, XxpOMOCOMbBI) HAUMHAIOT MPOSIBISATH 3TOUCTU-
YeCcKNe CBOMCTBA U MEPECTAIOT MOAYUHSITHCS TTPABUITY
PaBHOI'O PACXOXIEHUSI TOMOJIOTOB B MEMOTUYECKUX
NeJIeHUSIX.

A.O. PyBuHckuii [21] cnemyromum oopazom chop-
MYJIUPOBaJ OOIIMEe YePThl CUCTEM MEHOTUUECKOTO
IpaiiBa.

1. Bce u3yyeHHbIE CUCTEMbI BKJIIOYAIOT IBa B3aMO-
JEUCTBYIOIINX KOMIIOHEHTAa — PEeCIIOHeP Y ONUH WU
HECKOJIBKO JIOKYCOB-IMCTOPTEPOB.
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2. XpoMocoma, KoTopas IoJjiydaeT IIpeo0jiagaHue
B pe3yJibTaTe 3JIMMUHALMKA HOPMaJIbHOTIO FOMOJIOra,
TIPOSIBIISIET CYTIEPITOM3M.

3. YuacTue ogHOl WY HECKOJIbKUX MHBEepCUil (Uu
JIPYTUX XPOMOCOMHBIX TTEPEeCTPOEK) U reTepoxpoma-
THHOBBIX 3JIEMEHTOB 00eCIIeunBacT TogaBIeHIE pe-
KOMOWHAIUU B JAHHOM PEruoHe M HepaBHOBECHUE T10
CLIETIJIEHUIO.

4. Tomozueomor no 64a2ONPUAMCIMBYEMOLL XPOMOCOME
OKA3bl8AIOM He2AMUBHOE GAUSHUE HA JHCUZHECNOCOOHOCIb
u/uau hepmuavHocms (BbIIEIEHO aBTOPOM).

5. JIokychI-pecnioHAepbl ACHCTBYIOT B LIMC-TIO-
JIOXKEHUH, JTOKYChI-IUCTOPTEPLl — U B TpPaHC-, U B
LIUC-TIOJIOXKEHUMU.

6. Bce oGHapykeHHbIE CUCTEMBI IIMPOKO PACIIPO-
CTpaHEeHbI B IPUPOIHBIX ITOIYISLIUIX U MOAACPKM -
BAalOTCSI B COCTOSIHUU CTAOMJIBHOTO TE€HETUYECKOI'O
noJumMopdusma.

7. CXoncTBO B OOIIMX YepTaX COBCEM Pa3IMUYHbBIX
CUCTEM MEMOTUUYECKOTO ApaiiBa UMeET KOHBEPIreHTHOE
MPOUCXOXIEHUE.

BakHo moguepKHyTH moJioxkeHue 4: BHyTPUTEHOM -
HEBII1 0TOOp B (popMe MEMOTUIECKOTO ApaiiBa 06aro-
MPUSATCTBYET HE HauboJiee MPUCTOCOOJIEHHBIM, KakK
JapBMHOBCKUI €CTECTBEHHbII OTOOp, a HepeaKo (de-
HOTUIAM, MPOSBASIONIMM CHUXEHHYIO XN3HECHO-
COOHOCTh U/WUIN (PEePTIILHOCTD, T. €. MAJIOIIPHUCIIOCO-
OsieHHBIM [41]. Bo MHOTMX COOTBETCTBYIOIIUM OOpa-
30M M3YUYEHHBIX Clyyasix ApaiiBepbl MOSBASIOTCS Kak
pe3yabpTat unu nHeepumu Hekoeit IHK, win mymnum-
Kalluy TpeacyliecTByloiero reHa. O6a aTu sIBie-
HUSI JOJXKHBI BECTU K HETaTUBHBIM TOCJIEACTBUSIM: 1)
WHCEPLIMS NPensTCTByeT paboTe reHa, Kyaa BCTPOU-
Jack nocropoHHss JJTHK, uiu HapyiiaeT peryasuuio
TeHHOM aKTUBHOCTHU; 2) AYIUIMKAIMS T'eHa MCKaXaeT
TeHHbIi 0ajaHC U JIMOO cpa3y OTOPAKOBBIBAETCS €CTe-
CTBEHHBIM OTOOpPOM, JTMOO COXpaHsIeTCS] B TeHOME B
pesyabrate nuddepeHuInanuu AByX Npexae UaeH-
TUYHBIX KOMUI OMHOTO TeHa; 3) WiK Xe mpuodpeTaeT
(byHkuMu nuctoprepa, obecreynBalolIe ee coxpaHe-
HUe NpU HeOJaronpusITHbIX 3¢ dekTax Ha (GeHOTUN
opraHusama.

MeiioTuueckuii npaiiB, moapasyMmeBalIINii BHY-
TPUTEHOMHBIN O0TOOP, MOXKET TaKUM 00pa3omM odecrie-
YUTH TOAAepXKaHUe TToJuMopdur3Ma uin aaxe Guk-
caluIo B reHO(pOoHIe HEIIPUCTIOCOOUTENbHBIX (IToaYac
BPEIHbIX) TPU3HAKOB, BbI3bIBAEMbIX KaK CAMUM /M-
CTOPTEPOM, TaK U TECHO CLETIJIEHHBIMU C HUM aJljie-
JISIMU ApYTUX reHoB. Posib MeiioTnueckoro npaiiBa He
TOJIBKO B MUKPOIBOJIOLUU (U3MEHEHUU Te€HHBIX Ya-
CTOT B MOIMYJISILIMKU), HO U B MAKPO3BOJIIOLIUU (BUIO-
00pa3oBaHUHU, MOSIBIEHUU TAKCOHOB 00Jie€ BHICOKOTO
paHra) JoJiKHa OBITh ellle M3yYeHa 1 OlieHEeHa.

Hacrosiast crates He COOCPXKUT KaK1X-JI100 uc-
cJIENOBaHUIA C UCII0JIb30BAaHUEM B KaueCTBE 00bEKTa
KNBOTHBIX.

HacTrosimast craTbst He COmepXUT KaKUX-JI100 1C-
CJIeOBAHMIA C Y4aCTHEM B KauyeCTBe OObEeKTa JIIOACIH.

ABtop 6aarogaput M.10. bakaymuHckyto u I1.M.
BoponuHa 3a npenocTaBieHre MaTepUaioB, UCIOJIb-
30BaHHBIX [IPY HaMCAaHWU HACTOSIIEro o63opa, u
LIEHHBIE 3aMeYaHUS.
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The Meiotic Drive: Intragenomic Competition and Selection
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The article considers the distribution and mechanisms of the meiotic drive as a phenomenon manifested
in unequal transmission of gene alleles and/or homologous chromosomes into gametes during meiosis.
The meiotic drive has been studied in the most detail in Drosophila, mice, corn and in ascomycete
fungi of the genera Neurospora and Podospora. The consequence of the meiotic drive is a shift in the
frequencies of alleles in the gene pool and the maintenance of non-adaptive traits in the population.

Keywords: meiotic drive, gene, centromere, chromosome, Drosophila, mouse, corn, Mimulus, ascomycet-
es, Neurospora, Podospora, intragenomic selection.
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