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I'eHeTHyecKast N3MEHYMBOCTH MOIMYISIINH CKJIA/IBIBACTCS U3 BYX B3aMMOCBS3aHHBIX KOMIIOHEHT: 1) HaKor-
JICHHas U TIOJJIep)KUBaeMasi B MOMY/ISIUY T€HETHUECKash N3MEHUMBOCTh (TEHETHUECKHH MOIMMOPHH3M);
2) TIOCTOSTHHO BO3HHUKAIOIITHE de novo MyTalun (COOCTBEHHO MyTallMOHHBIH MTPOIIECC, KOTOPBIN XapaKTepH3y-
€TCsl CIIEKTPOM MyTaIllH M CKOPOCTHIO MyTHPOBAHUST), KOTOPBIE B XOJI€ SBOJIOLIMN M TIOPOKIAFOT, M 000TalaioT
reHeTHuecknii momuMopdu3M. MeToas! 1 OAXO/b! K M3yHIEHHIO 3THX JIBYX COCTABISIIOIINX pa3nuyHbl. [loxa-
YEPKHUBAETCS, YTO €CIIM CYIIECTBYIONINI B TIOMYISAMY TeHETHUECKUI TTOIMMOP(U3M (Ha MOP(HOIOTHIECKOM,
OMOXMMHUYECKOM MM MOJIEKYIISIPHOM YPOBHE) MOKHO OTHCATh Kak HA0Op ajuieseil 1 COOTBETCTBYIOIINX UM
YaCTOT, TO BBIWICHUTH U3 HETO MyTAIIMOHHYIO KOMIIOHEHTY (BO3HHKIIHUE de n0Vo MyTalll1 ) HEITOCPEICTBEHHO
ynaercs He Beerna. Kak mpasuito, onieHka MyTallmOHHOTO TIporecca 0onee TpyaoeMKa U TpeOyeT CrelanbHbIX
SKCHEPUMEHTAIBHBIX HCCIIEI0BAHNUN 1 TTOAX0A0B. Kpome Toro, CieKTp M 4acTOTHI ajieseil B IOMyIIAIUT He
OITMCBIBAOT B TIOJTHOW MEpe T€HETHYECKY0 N3MEHUNBOCTD 3TOH TOIYIISIUH, HO SIBIISFOTCS JIUIIb HCXOAHBIM
MaTeprasioM ISt € (popMUPOBAHNS, KOTOPBIH CIOKHBIM 00pa30M NMEPEeKOMOMHUPYETCS M IPEYMHOXKAETCS B
Iporeccax pa3MHOKEHHS KIIETOK 1 Pa3BUTHSI MHOTOKJIETOUHOTO OPraHU3Ma, a TAKXKE B ITPOLeccax MOIyIs-
[IUOHHOHM AWHAMUKH (TO, YTO OOBITHO HA3BIBAETCS MIKPOIBOIIOLNECH).

I'eneTn4ecKyr0 M3MEHUYMBOCTD ONPENEIISIOT: 1) BapbUPYIOIIas 3KCIIPECCHs TEHOB B 3aBUCHMOCTH OT yCJIO-
BUH CPE/IbI M SIMTUTEHETHIECKHUX (PaKTOPOB; 2) KOMOMHATHBHASI H3MEHYUBOCTH; 3) BCE TUIIBI PEKOMOMHAITHH;
4) npeiid reHoB, MEKIOMYISAIIMOHHBIN TTOTOK TEHOB F BO3MOYKHBII TOPU30HTABHBIH TepeHoC TeHOB. OHAKO
3THM TNIPOIIECCHl (POPMHUPOBAHUS TCHETHUECKOW M3MEHUYMBOCTH AAJIEKO HE MCUEPIIBIBAIOTCS.

[Tpn cpaBHHUTETHHOM aHAIHM3€ MOJUMOP(HU3MA YaCTO BO3HUKAET MPOOIEMa HKCTPAIOISIINH BBIBOIOB,
MOTYYEHHBIX Ul ONPEIEICHHOTO TPU3HaKa WM X Habopa, Ha MOIMMOP(H3M APYTUX MPU3HAKOB MU
reHooHa momyssinuy B 1enoM. OLeHKa CTEeHN M3MEHUYMBOCTH NTPU3HAKA BO MHOTOM 3aBHCHUT KaK OT
CaMoTO aHAIN3NPYEMOTro MIPU3HAKa, TaK M OT IIPHMEHSIEMOT0 METO/Ia OLIEHKH €T0 TTOIMMOp(hHU3MA.
OTKpBITHE TEHETHIECKOHN JIOKYC-CIIEN (IS CKON HECTAOMIBHOCTH — MOBBIIICHHONW MyTaOMIIEHOCTH OTIEIh-
HBIX JIOKYCOB — IIOCJTY’KHJIO OCHOBAHHEM CHauaJIa PEIIOIOKNT, 4 3aTEM U CBSI3aTh TAKYIO TEHETHIECKYTO
HECTaOMIIBHOCTH C TIpeacKa3aHHbIMU b. Mak-KimnHTOK MOOHIBHBIMU 3JIEMEHTaMH, CYIIECTBOBAHNE KOTO-
PBIX 3aTeM OBLIO JOKa3aHO MOJIEKYIISIPHO-TEHETHUECKIMHU METOAAMH. J[MnTeIbHOE COXpaHEHHE CBOMCTB
BBICOKOH MyTaOMIBHOCTH MOXET OBITh CIIEICTBHEM CIECAYIOIINX NPUYIHH: |) MyTaOHIBHOCTB B JIOKYCE €CTh
crenu(uIecKoe CBOHCTBO B3aNMOAEHCTBUS MOOWIIBHOTO 3JIEMEHTA M T€Ha-MHUILICHH, TIPUBOJSIIEE K BO3-
HUKHOBEHHIO OIPE/ICIIEHHOTO Ha00pa MHCEPIIMOHHBIX ajuieneil. THCcepInoHHbIe MyTallui MOTYT OBITh KaKk
CTaOMIIBHBIMH, TaK ¥ HECTAOMIIBHBIMHU, MYTHPYIOILIMMH C Pa3JINYHON YaCTOTOH B FeHEPATUBHBIX I COMATHIE-
CKHX KieTKkax. HecTaOMIIbHOCTh MHCEPIIMOHHBIX aJJIeIeH MOXKET OBITh PE3YIBTaTOM 3aTParuBatOIINX JIOKYC
XPOMOCOMHBIX TIEPECTPOEK MPH PEKOMOMHAIINN MEX Ay Onu3nekamuMi T; 2) B MOMYISAIHAX ITOTyJatoT
pacIpoCcTpaHeHNE TeHbI-MYyTaTOPBI, BIUSHAE KOTOPBIX 3aKJIOYAETCs JTMOO0 B crienn(pUUeCKOM JeHCTBUN Ha
JIOKYCBI-MHIIEHH, 1100 B BO3/ICHCTBIM HAa TEHOM B II€JIOM. B 1iepBOM citydae MOBBIIIAeTCS MyTaOUIbHOCTh
OTAETBHBIX TEHOB, BO BTOPOM — MBI HaOJIF0aeM MOBBIIICHNE 001Iei MyTaOMIFHOCTH; 3) HAKOHETI, HeNTb3s
UCKJIIOUUTB JIeHiCTBHE HEYUNTHIBAEMOTO MM BOOOIIE HEM3BECTHOTO, JUTUTEIBHO JEHCTBYIOMIETO (haKTOpa.
ITpu 3TOM CHMCOK MPUYNH HE NCUEPIIBIBACTCS.

Otmeuaercs, uro TO, Oymydn (akyTbTaTUBHBIMH SJIEMEHTAMH T€HOMa, KOJBOIOLIHMOHUPYIOT BMECTE C
HHUM, ¥ UX pOib B (DOPMHUPOBAHUH TCHETHIECKONH M3MEHUYMBOCTH PAa3yMHO PACCMATPUBATH B KOHTEKCTE
KOAJaNTHPOBAHHOTO T€HOMA. YUHTHIBAsI CIOKHBINA XapaKTep B3aMMOICHCTBUI MOOHMIBHOTO 3JIEMEHTa C
TEHOMOM XO3sIMHA B MPOIIECCE KOIBOMIOLUH, MEXIY Pa3IMIHBIMH CHCTEMaMU 3TOTO TEHOMA U Pa3HBIMU
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MOAYJIAMU MOOUILHOTO DJIEMEHTA MOT'YT BO3HUKATb B3aUMOOTHONIICHUSA pa3H0171 CTCIICHU CJIOKHOCTH, HC
OIMMCBbIBACMBIC B paMKax prOHIeHHOﬁ napaaurmbl OTHOIIICHUHA X03${I/IH—3H,HOCI/IM6I/IOHT. B TIEPCICKTUBE ™
BCE C OOJNBIIMM OCHOBAHHEM pacCMaTpruBarOTCA U KaK BaKHBIC q)aKTOpLI, pacHInpAromre 3BOJTIOIMOHHBIC
BO3MOKHOCTH I'CHOMOB, U KaK NIABHBIA HCTOYHUK 9BOJIOOUOHHOTO MHCTPYMCEHTAPUS JId TCHCPUPOBAHUA
HaCHCHCTBeHHOﬁ U3MCHYHMBOCTHU B OTBCT HA UBMCHCHUA oxpymafomeﬁ CpeAabl.

OnHUM U3 TOJI0KEHUN TEOPUU TapBUHOBCKOM
ABOJTIOIUH SBIISETCS NCKITIOUNTENbHAS POIb OTOO-
pa B Omosyorudeckoii apomonuy. Y gyenne Yapnb3za
JapBuna ¢ MOMeHTa ero onmyOnnkoBaHus B 1858 .
yke Ha npoTspkeHuu 150 et nmojseprajioch MHO-
TOKpaTHBIM TOMBITKaM peBu3uu. HecMoTps Ha
WX MHOTOOOpasue, aHTUJIAPBUHOBCKHAE TEOPHH
OBUTH HATPAaBJIEHBI IO OOJIBIIOMY CUETY UMEHHO
MIPOTHB 3TOTO OCHOBHOTO TE3HWCa JapBUHHU3MA, a
CO BPEMEHH CHHTE3a KJIACCHYECKOTO JapBHHI3MA
Y TCHETUKU U IPOTUB OCHOBHOTO T€3MCa CHHTETH-
YECKON TEOPUH IBOJFOIIHH.

I'enernka oxapaxTepu3oBaia v MpoIoIHKAET OITH-
CBIBaTh MaTepUal SBOJIOINH — MyTaIllH, BCKPHIBATH
HOBBIE ¥ MHOI'0O0pa3HbIe MEXaHHU3Mbl BO3HHKHO-
BEHUS PA3JIMYHBIX TUIIOB MYTAllMi U OIICHUBATh
CKOPOCTh MyTAaIIIOHHOT'O ITPOIIECCa, OTKPBIBATH pa3-
HOOOpa3ue HKCIPECCHN KOHKPETHBIX TEHOB,  TAKXKE
W3yYaTh CIEU(PHUKY MEKaIIEThHBIX, MEKT€HHBIX H
JIaKe MEKTCHOMHBIX B3aUMOJICHCTBUI.

I'eneTnyeckas NBMEHYMBOCTD MOMYJISIMI CKIIa-
NIBIBAETCS M3 JIByX KOMIIOHEHT: 1) HaKOIJICHHAs
U TOJICpKMBAaeMasi B TIOMYJISIMHM TeHETHYECKAs
U3MEHYHMBOCTh (TCHETHYECKUN MOTUMOP(PU3M);
2) de novo BO3HHUKAIOIIHE MyTAIIMH B PETTPOTYKTHUB-
HOM TTOKOJICHWH, WJIH COOCTBEHHO MYTaIlMOHHBIN
MIPOIIeCC, KOTOPBIN OMPEIEISIET CIIeKTP MyTaIliit
U CKOPOCTh MYTHPOBAHHS.

MeTo/bl U MOIXO/bI K M3YYSHHUIO 3TUX JIByX
COCTABJISIFOIIMX Pa3IUYHbI. 37I€Ch CIeNyeT TO-
YepKHYTh, YTO €CJIN CYIIECTBYIOMIYIO B TTOITYIISIINN
TEeHETUYECKYI0O U3MEHYNBOCTh Ha JIIOOOM YpOBHE
(MopdosIoruyeckoM, OHOXUMHUYECKOM, MOJICKYIISP-
HOM M T. JI.) MO)KHO OTIHCaTh Kak Habop ajuienel u
COOTBETCTBYIOIIUX MM YacTOT, TO BBHIWICHHUTH U3
Hee MYTaIlMOHHYIO KOMIIOHEHTY (BO3HHKINHUE de
1OVO MyTAaIliN ) HENOCPEACTBEHHO HE BCeT/Ia yaaeT-
cs1. Kak mpaBwmio, orieHKa My TaIimOHHOTO IpoIiecca
Oomee TpymoeMKa u TpeOyeT CIeIuaIbHBIX dKCITe-
PUMEHTATBHBIX UCCIIECTOBAHUH U MOAXOI0B.

Kpome TOro, CrieKTp W 4acToThl ajielieid B
MOMYJISIIIUU HE OIMHUCHIBAIOT B MOJHOM Mepe re-
HETHYECKHIA TOMMMOP(HU3M ATOH MTOMyYISAINH, HO

SIBIISTFOTCS JIAIITH UCXOJTHBIM MaTepHajoM JIjIs Hee,
KOTOPBIH CJI0KHBIM 00pa30M ITePEKOMONHUPYETCS
Y TIPEYMHOXKAaeTCsA B MPOLEccax pa3MHOKEHHUS
KJIETOK M pa3BUTHSI MHOTOKJIETOYHOTO OpraHu3Ma,
a TaKXe B Mpolieccax MOMYISIIIMOHHON TUHAMUKI
(4TO0 OOBIYHO HA3BIBAETCS MHUKPOIBOIIOIUCH).
Croma BxonAT: 1) BapbupyIOIIast SKCIPECCHsI TEHOB
B 3aBUCHMOCTH OT YCIIOBHH CPEIbl U SIIUTEHETH-
geckuXx (PakTopoB; 2) KOMOMHATHBHAS W3MEHUH-
BOCTb; 3) BCE THITbI PEKOMOUHAIINY; 4) BO3BMOXHBIH
TOPU30HTAJIBHBIN MEPEHOC TeHOB; 5) meiicTBue
(bakyIBTaTHBHBIX AIIEMEHTOB T€HOMA, HATIPUMED,
TaKOTO, KaK BEPTHUKAIBHO TEPEIaroIInics dHI0-
cuMmOuoHT Wolbachia. OgHako 3TUM TIPOIIECCHI
(hopMHUpOBaHUS MOMYAHOHHOTO TOTMMOpPPHI3Ma
JTAJIEKO HE MCUEPITBIBAIOTCS.

OTMeTuM elie OAHY 3a7ady MOMYJSIITUOHHON
reHeTuku. [Ipu cpaBHUTENBHOM aHATU3€E TOIUMOP-
(hm3ma 1o ompeneNieHHOMY TIPU3HAKY WITH HA0opy
TIPU3HAKOB OOBIYHO BO3ZHHUKAET MPOOJIeMa dKCTpa-
MOJISILIUM TI0JTyYSHHBIX BBIBOJIOB Ha MOJMMOPGHU3M
JIPYTHX MPU3HAKOB U TeHO(OH T MOMYJISINA B 1Ie-
soM. OLieHKa CTENEeHU U3MEHUMBOCTH IPU3HAKA BO
MHOTOM 3aBHCHT KaK OT B3ATOTO B aHAJIM3 IPU3HAKA,
TaK ¥ OT METO/Ia OLIEHKH €ro MoJIuMOophHU3Ma.

H3men4yuBOCTH hparMeHToB reHoB Adh
u yellow B nonyassuusx Drosophila melanogaster

['enernueckoe pazHooOpasue KOCMOMOIUTH-
YECKMX M CHHAHTPOIHBIX BHIOB, K KOTOPBIM OT-
Hocutcs Drosophila melanogaster, ipencTapiseT
HEM3MEHHBIH MHTEpEC JUIS TEHETUKU OIS
1 SKOJIOTHH.

C 1enpto U3y4eHHsl TeHETHYECKOTo pazHooOpa-
3Us CEBEPOEBPA3MUCKUX momyisiuuidi Drosophila
melanogaster aHaNMU3UPOBAIN HYKJICOTHIHYIO
M3MEHYMBOCTEH ()parMeHTOB TeHa Adh 1 nHTpoHa 1
reHa yellow nuHWIA, BBIIEICHHBIX U3 TPHUPOJIBI,
cozepkammxcs B Gonae n1adoparopuu reHEeTHKN
nonymsitnit ULul" CO PAH (Baynun, 3axapos,
2007). IIpoBeneHo cpaBHEHHE N3YUYEHHBIX TOCIIE0-
BaTeIbHOCTEH C MpHBeAeHHBIMU B 0aze GeneBank
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nociienoBarenbHocTsIMu. s rena Adh ObLio
MPOBE/ICHO CPABHEHHUE C MOCIIEOBATEILHOCTIMH:
M22210, M17827, M17828, M17830, M17831,
M17832, M17833, M17834, M17835, M17836,
M17837, M19547, M36580, X04454, X60791,
X60792, X60793 u U20765. B ciiyyae ¢ ¢pparmen-
TOM reHa yellow paccMaTpUBaINCh MOCIIEI0BATEIb-
Hoct: AC104286, AL023873, X04427, X04703,
AF345767, AF345768, AF345769, AF345770,
AF345771, AF345772, AF345773, AF345774,
AF345775, AF345776, AF345777 u AF345778.
[Tokazano npeobsananre oOpa3IoB, HECYIIUX
F-popernueckuii BapuanT ayuiens rena Adh. U3
53 W3y4eHHBIX MyX 42 OBUIM TOMO3HTOTHBIMHU TIO
sToMy ayuiento. 3BecTHO, uto Hocutenu F-amnens
HPU HU3KHUX TEMIIEPATypax UMEIOT IPEUMYIIECTBO
M0 CPaBHEHHIO C TOMO3UTOTAMH TI0 S-aJuIelio.
IToaTOMYy IOITyUEHHBIN PE3YNBTaT B ONPENEICHHON
CTETICHHU SIBJISICTCS OXKMJAEMBIM JJIsl CEBEpOEBpa-
3uiickux nonynsnuit Drosophila melanogaster.
O06pa3tkl, cooTBeTCTBYIOMME F-amento, okazamich
MOHOMOP(HBIMH 10 HYKJICOTHTHON I10CIIEI0BATEIIb-
HOCTH ¥ WJICHTHYHBI aHHOTHPOBaHHBIM B GeneBank
obpasuam M17833 (dnopuna, CILIA), M17834
(Ppanys), M 17835 (Bammnrton, CILIA), M17836
(Adpuxka), X60791 nu X60792. OGnapyxeHHas
HYKJICOTHHAS TTOCTIeI0BaTeNbHOCTE F-amnens Adh
HE TOJIBKO SIBJSIETCSI IIMPOKO PACIPOCTPAHEHHOM,
HO ¥ TIOJIHOCTBIO COBIAJIACT C TMPEOIOKUTEIHEHO
NPEIKOBOH MOCIIEA0BATEIBHOCTHIO, MMEIOIEH ad-
PHKaHCKOE IPOMCXOKICHUE.

EnnnooOpa3ue HYKICOTHAHBIX MOCIEAOBA-
tenbHOCTEN F-amnens Adh, BeIsBI€HHOE B HAILIMX
HCCIIEI0BAHUAX, [10-BUAUMOMY, O0BsICHAETCS
a/IalTHBHOCTHIO0 MIMEHHO JIaHHOHN MOCIIeI0BATEb-
HOCTH TeHa (WM Ki1acTepa CLEIUICHHBIX TeHOB) K
ycnoBusiM cpensl CeBepHoii EBpazum.

B unccnenoBaHHBIX €BPa3MHCKUX MOIMYISLUSIX
OBLIIM BBISIBJIIGHBI TPHU BapHUaHTa HYKJICOTUIHON
IIOCJIEI0BATEIbHOCTH, HECYLIUE NUArHOCTHYE-
CKyI0 3aMeHy S-amens reHa Adh. OnuH U3 HEX,
OTMEYEHHBI TOJILKO B TETEPO3UTOTHOM COCTOSTHHN
y ABYX 00pa3LoB, UICHTHYCH aHHOTHPOBAHHOW
nocnenosarenbHoctu U20765, COOTBETCTBYIOLIEH
HyIb-aJutento. Tak kak ¢pparment reHa Adh y BBIsB-
JICHHBIX JIByX 00Pa3I[0B HE COACPKUT KAKUX-THOO
HECMHOHMMHUYHBIX 3aMEH B 9K30HE, TO BOIPOC O
(YHKIMOHATBHON CIIOCOOHOCTH T'eHa, HECYIIEero
COOTBETCTBYIOLIMI HA0OP 3aMEH, OCTACTCS OTKPbI-
TeIM. Ecitn paccmarpuBaemblie 1Ba 00pasua HecyT

HyJb-aJlJIeb, TO 3TOT BapHaHT I'eHa SBISETCS,
M0-BUAMMOMY, IMIMPOKO PAaCHPOCTPAHEHHOU B
HOMYJISIUSAX PELUECCUBHOM JIETAIbHON MyTalUEH.
OnuH U3 JBYX JAPYTHX BBISIBICHHBIX BapUaHTOB
MOCJIeIOBATEIbHOCTH TeHa Adh oTinyaeTcs: OT
AHHOTHUPOBAHHOH mocnenoBareiabHocTH X60793
TOJIBKO €AWHUYHONW HYKIECOTHIHOW 3aMEHOM.
Bropoii BBIsSIBIICHHBIH BapUaHT HeCEeT KOMOWHAIIH
3aMEH aHHOTHPOBAHHBIX MOCIJIEAOBATEIbHOCTEH
M17830 (®panmus) ¢ M17827 (BamunrToH,
CHIA) mmm M36580. JIBa mociaenHUX BBISBICH-
HBIX BapuaHTa ObUTM OTMEYEHBI B TOMO3HTOTHOM
COCTOSIHUM, CIIEIOBATENILHO, HE MOTYT SIBJISITHCS
JIeTaJIbHBIMA MyTauusiMu. McTopus BOZHUKHOBE-
HUS 3TUX BAPUAHTOB I1OCJIEAOBATEIbHOCTH I'eHa
Adh Drosophila melanogaster ue sicHa.

I'en yellow cBsi3aH ¢ perymsiuei MUurMeHTaIIH
KPBUIBEB M Ky THKYJIBI ¥ pacriojiaracTcsi B TEJIOMEPHOM
paiione X-xpomocomsl Drosophila melanogaster —
niozutms 0,0 Ha reHeTHYeckoit kapre (Lindsley, Grell,
1967; Geyer, Corces, 1987). Onucanbl ABe TpyTITBI
MYTaHTHBIX PEIIECCUBHBIX aJljIeIed M0 STOMY T'eHY.
[lepBas rpynma myrtauuii (yellow-1) npuBogut
HApyIICHUIO MMUTMEHTAMH (T. €. OKPAaIINBaHUIO
B KEJITBIH IIBET) KPBUILEB M BCEX KYTHKYJSPHBIX
o0pa3oBaHuii; Bropas rpymnmna myTanuit (yellow-2)
MPUBOANT K YACTUYHBIM HAapYIICHUSIM IMTMEHTALIH
(Nash, 1976).

[Ipu ananmu3e HYKICOTHIHOH MOCIENOBATEIIb-
HOCTH (hparMeHTa HHTPOHA reHa yellow BhIsIBIICHA
HU3Kasl CTENCHb U3MEHUYMBOCTH 3TOU IMOCIEN0-
BatenbHOCTH. M3 34 00pa3IoB TONBKO OAHMH CO-
Jeprkaj eqMHUYIHYI0 3aMeHy. B To ke Bpems npu
CPaBHEHHH MTOTYYCHHBIX TIOCIIE0BATEIbHOCTEH ¢
MOCIIEIOBATEILHOCTSIMY, TIPUBEIEHHBIME B 0a3e
JaHHBIX 151 aQpUKaHCKUX nonynsinuid Drosophila
melanogaster u nabopatopHoi nuaun Canton-S,
BBIsIBJICHA crequduuHas AN KaXIOW I'PyIIbI
SIMHUYHAsI 3aMEHA. DTOT Pe3y/IbTaT COOTBETCTBYET
W3BECTHBIM JIAaHHBIM, TIOJTyYCHHBIM C HCIIOJIb30Ba-
HUEM MHKPOCATEIIIUTHBIX MapKepOB, O BBICOKOH
CTEIEeHU W30JIMPOBAHHOCTH €BPa3UiCKUX U ad-
pUKaHCKUX nonyssiuuid Drosophila melanogaster
(Schlétterer et al., 2006).

Huskas HyksieoTuaHas U3MEHUYMBOCTH I'e€HA
yellow HECKOITBKO POTUBOPEUUT TOMY (PaKTy, 4TO
4acToTa BO3HUKHOBEHUS! (PEHOTHITUYECKHU MTPOSIB-
astroruxcst Hapyueruit B Hem (1,1 x 104) Bbimie
CpeiHel YacTOThI MOSIBJICHNS! BUANMBIX MyTalui
(105-10-%) (Glass, Ritterhoff, 1956; Schalet,
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1986; Ashburner, 1989). [IpoTuBopeurne MOXHO
PaspeLInTh, €CIIU NPEANIOI0KUTh CYIIECTBOBAHUE
BBICOKOT'O YPOBHSI HHCEPLIMOHHOTO MyTareHesa B
nokyce yellow.

Takum 00pa3om, XapakTepbl OIPA3IEICHHOCTH
apeana Drosophila melanogaster, noy4eHHbIN Ha
OCHOBE CPaBHEHUS HYKJICOTHTHBIX MTOCIIEA0BATENb-
HocTel pparmeHToB reHoB Adh u yellow w3 reorpa-
¢duyuecky yoameHHbIX HMOMYJISIIUHN, CYILIECTBEHHO
paznmuatorcs. Eciu B cityyae ¢ 'BMEHYHBOCTBIO 110
reny Adh oTMedaeTcs MPOKOe PACIPOCTPAHCHHUE
BapUaHTOB HYKJICOTHIHBIX MIOCIIEI0BATEIbHOCTEH,
10 KpaiiHel Mepe, YaCTHYHO NMEIOLIMX appoTporu-
YeCcKoe MPOUCXOKACHHE, TO B CITydae ¢ reHoM yellow
LIMPOKOE PACIIPOCTPAHEHHE AUATHOCTHIECKOH JUIsl
€BPa3UICKUX MOMYJISIIMNA 3aMEHBI, [0-BUANMOMY,
cBs13aHo ¢ 3 dexramu apeiida reHOB U M30JIAIUH
Ha HayaJIbHOM J3Tare paccesieHus Buaa B EBpazum.
[lo-BuMoOMy, pa3Hble MEXAHU3MBI 3BOJIOLHH
paccMaTpuBaeMBbIX [IOCIIEA0BATEIILHOCTEH CBSI3aHbI
¢ 0COOEHHOCTAMHU (DYHKIIMOHAIFHOW HATrpy3KH H
XpPOMOCOMHOI1 JIOKanu3anueit renos Adh u yellow.
Bo-niepBhIx, ren yellow nokanu3oBaH B TEIOMEp-
HOM paiioHe X-XpOMOCOMBI (Y4aCTOK XPOMOCOMBI
CO CHW)KCHHOW peKoMOMHaLuel), ciaea0BaTeIbHo,
MOZIBEPIKEH CHIIBHOMY BIMSIHUIO COITYTCTBYIOILIETO
orbopa. Bo-BTrophix, X-XpoMOCOM B TOITYIIAIINSIX
MEHBIIIE, YeM KOJTMYECTBO KaXK 101 U3 ayTOCOM, YTO
SIBJISIETCS IPUYUHOM OoJiee CUITBHOM 3aBUCHMOCTH
W3MEHEHHI 4aCTOT TeHOB X-XPOMOCOMBI OT Jipekida
reHoB. [Ipu paccenenun Drosophila melanogaster
OTMEYEHHbIE 0COOCHHOCTH JIOKHBI IPUBOAUTH K
Han0os1ee CHIbHBIM U3MEHEHHUSIM 4aCTOT T€HOB, Pac-
TMOJIOKEHHBIX B TEIOMEPHBIX U MTPUIIEHTPOMEPHBIX
ydacTKkax X-XpoOMOCOM, YeM YaCTOT, CLETICHHBIX C
TIOJIOM, M TeM 00Jiee ayTOCOMHBIX TeHOB, UMEIOIINX
«BHYTPEHHIOIO» XPOMOCOMHYIO JIOKaJU3aIHIo.
ITpu kosOHM3aLMKM M U3MEHEHHH BEKTOpa 0TOO0pa,
[0-BUMMOMY, HECMOTPsI HA OTHOCUTEIbHO HU3KHE
CKOPOCTH MOJICKYJISIPHOW IBOIIIOLIMH B paiioHax C
TIOHIKEHHON peKOMOWHAIINEH, B HUX MOTYT OBICTPO
HaKarjIMBaThCs paHEee PeKUE BapUaHTHI MTOCIIEN0-
BaTeIbHOCTEH.

I'eHeTHYecKas HECTAOMJIBHOCTh
H «MOAbI HA MYTAallUN

OTKpBITHE T€HETHYECKOW HECTAOMIBLHOCTH —
MOBBIILICHHOW MYTaOMUIBHOCTH OTHENIBHBIX JOKY-
COB (JIOKyC-cIieIu(pUIecKoil HeCTAOMIIFHOCTH ) — B

paborax M. [lemepeka u M. ['puna y npo3oduisl,
b. Mak-KnuHTok — Ha KyKypy3€ MOCIYKHIJIO OCHO-
BaHHEM CHavaJia IPe/IIOJI0KNTh, a 3aTEM H CBA3aTh
TeHETHYECKYIO HeCTAaOMITFHOCT C TIPeCKa3aHHbI-
mu b. Mak-KAMHTOK TpaHCTIO3UPYIOITUMU 3JIEMEH-
tamu (TO unmu MD), cylecTBOBaHNE KOTOPBIX 3a-
TeM OBLIO JOKa3aHO MOJIEKYJISIPHO-TeHETHIECKUMHU
Meronamu (cMm. XecuH, 1984).

Bonee yem nonyBeKoBOM CKPUHUHT MPUPOIHBIX
nionyisiuit Drosophila melanogaster na Tepputo-
pun ObiBIIero Coerckoro Coro3a BBISIBUI KosieOa-
HUS KOHIIEHTpAIUi U 4acTOT BOZHUKHOBEHHS 110
HEKOTOPBIM BUJIMMBIM MYTaIusiM. Bembiiku my-
TaIui, WIA «MOJIa Ha MyTaIlul», B MOMYIISAIUIX —
JIOCTaTOYHO PETYISIPHOE SIBJICHHE B )KU3HU BUIA
Drosophila melanogaster (bepr, 1961; I'omy6oB-
ckuit u jap., 1974; Golubovsky, Zakharov, 1980;
Berg, 1982; 3axapos, ['onyboBckuii, 1985; 3axa-
poB, 1995; 3axapos, Ckubunkuii, 1995; Zakharov
et al.,2000). BcpIky HOCST BpeMEHHBIN Xapak-
Tep U ciycTs 7—11 jer 3aTyxaror.

JnutenbHoe coxpaHeHUE CBOWCTB BBICOKOU
MyTaOUIBHOCTH — JIJIsl IPO30(UIIBI 3TO COTHH I10-
KOJICHUH — MOKET OBITh CIICACTBUEM LIEJIOTO psiaa
MPUYMH: B3aUMOJICHCTBUS MOOMIIBHOTO 3JIEMEHTa
Y TeHa-MUIICHH; TeHbI-MyTaTOPbl; MyTareHHbIE
(haxToper cpensl u aAp. Jlamee MBI paccMOTpUM
HEKOTOpBIE U3 HUX Oosiee TOAPOOHO.

MyTaOHUIBHOCTB B JIOKYCE €CTh CIIel(YUUECKOe
CBOMCTBO B3aUMOJCHUCTBUS MOOMIIBHOTO dIIEMEHTA
1 T€Ha-MUIIEHH, NTPUBOJIAIIECE K BOSHUKHOBEHHIO
OTIPE/IeNICHHOTO Habopa MHCEPIMOHHBIX aJlIeei.
OT™MeTHM, 9TO HHCEPIIMOHHBIE My TaIlMH MOTYT OBITH
KaK CTaOWJIbHBIMH, TaK ¥ HECTaOMIHHBIMH, MYyTH-
PYIOLIMMHU € pa3IMyHOM 4aCTOTOM B T€HEPATUBHBIX
W coMaTH4YecKux Kierkax (tadm. 1, 2). HecraOuib-
HOCTb MYTallMi MOXKET OBITH PE3YyJIBTaTOM JIOKYC-
XPOMOCOMHBIX TEPECTPOEK MPU PEKOMOUHAITIU
MeXx Iy Omm3nesxamumu TO.

O npuuymnHax JoKyc-crnenudpuyeckoi
HeCTA0MJIBLHOCTHU B rene yellow
Drosophila melanogaster

B nepuon 1982-1991 rr. B nonynauuu YmManu
Drosophila melanogaster HaOMIOMaMN MOBBIIICH-
HYIO KOHIICHTpALHIo yellow-2-MmyTaruii (3axapos,
lony6oBcekuit, 1985; lony6osckuit u ap., 1987,
3axapos, 1995; 3axapos u ap., 1995). Breigenen-
HBIE B 3TOT MEPUOJ Y2-aJUIeH OTIMYAIHCH JIPYT
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Taoauna 1

UYacrora MmyTupoBaHus singen-49 v ero nNpou3BOIHBIX. YeThIpe Iiesi bl
(F'omy6oBckwii, 3axapos, 1979; Golubovsky, Zakharov, 1980; 3axapos, FOpuenko, 1982, 1984;
KOpuenxko u np., 1984; Yurchenko ef al., 1984; 3axapos, 1995)

IMnesna | Mcxonnuelii annens | Hampasnenue mytupoBanus | M3ydeHno xpomocom | HacToTa MyTUpOBaHHUs
1 snS — sn 19392 2,7%x103
st — s’ 9743 8,2 x10*
1=2 sn' = sn", 19392 2,6 x 10+
2 — snt, 2,1 x 107
sn™, 7959
— sns, 1,2 x 1072
snty, — sn’, 11752 8,9 %1073
— snt, 1,1 x 102
s, 5592
— sn™, 5,7 x 1073
2=3 snt, = sn%; 11752 5,1 x10*
3 — sn’; 1,6 x 1073
Sney 7880
— sn'y 9,9 x 1073
sn's — snt; 2845 2,8 x 1073
_>snex3 1,9 X 1072
sn’; 5570
— sn’; 1,2 x 102
3=4 snt; = sn*, clw ? ?
4 snt, clw — snt, clw* 1874 2,2 x 107

OT Jpyra I0 LEJIOMY PNy F'eHEeTHUYECKUX XapaK-
TEPHUCTHUK: IO CIIOCOOHOCTH U YaCTOTE PEBEPCUH
K HOpMaJbHOMY (DEHOTHITY; CIIOCOOHOCTH JJaBaTh
Kackaj (CHOTUIIMYECKU Pa3IMYarOIIUXCs TPOU3-
BOJHBIX; UX KOMIUIEMEHTAIIHOHHBIM CBOMCTBaM
(3axapos, l'omy6oBckuit, 1985; [omyOoBckuii u
np., 1987; 3axapos u 1p., 1995; 3axapos, CkubuII-
kuif, 1995). OgHOM 13 OCHOBHBIX XapaKTePUCTHK
BBICOKOHE-CTaOMUIIBHBIX JIOKYC-CITenU)UYeCKIX
MyTaluH, BBACICHHBIX U3 MPUPOAHBIX IMOMYIIS-
uuit Drosophila melanogaster, siBnsiercs npsamas
NPUYACTHOCTh K 3TOMY SIBJICHHIO MOOMJIBHBIX
TEHETHYECKHUX JIEMEHTOB. MOJIEKYISIpHO-T€HETH-
YeCKHI aHaJn3 IMoKasall, uto y Bcex yellow?-ae-
Jiei nonynsuuy YMaHu B OJTHOM M TOM K€ MECTE
peryNisITOpHOH YacTu reHa yellow BCTPOCH OJUH
U TOT ke nedektHsiil hobo-snement (I'pauesa n
Ip., 1998; 3axapenxo u ap., 2000, 2004). Cornac-
Ho Cay3epH-0J10T-aHAIN3y YMaHCKHE )2-JTMHUN
pas3zieNsoTCs Ha JIBE IPYIIbI B 3aBUCIMOCTH OT
TOTO, CKPEUIMBAIN MyX 3THX JIMHHUA C MyXaMH
n3 1abopaTopHBIX JMHUK Win HeT (puc. 1). 3/4
y2-uHAR U3 YMaHH, BEAYIIHX CBOE HMPOUCXOXK-
JEHHE OT CaMOK, UIMEJIH OJIHY U Ty K€ HHBEPCHIO

B PETYIATOPHOH 30HE TeHa yellow, pmankupo-
BaHHYIO hobo-mocnenoBarenbHOCTAMU. Eciu
ke y?>-JTuHUs Opaia CBOe Havyajo OT MYTaHTHOTO
caMmIia, TO, KaK MPaBHUIIO, B PETYJISSTOPHON 30HE
reHa yellow HaOnomanu JeIenU0 HHBEPCHU
WM KOMOMHANHIO Npyrux mnepectpoek. Kak
V2-MyTaHTbI, TaK ¥ UX (PEHOTHITHIECCKA HOPMAITh-
HBIe TIPOM3BOJHBIC UMEIH BCTPOUKY hobo-Tio-
CJICIOBATEIILHOCTH B OTHOM U TOM K€ TIOJIOKCHUH
perynsatopHoit 30HbL. [103TOMY BBICOKasl YacToTa
NOsIBJICHUS yellow-MyTalyii de novo B 3TOM MoITy-
JISLWW, BEPOSTHO, CBA3aHA C HECTaOMIHHOCTHIO
y*-TIpOU3BOMIHBIX, KOTOPHIE MOTIIH TIOSIBIATHCS B
YMaHCKOH HOMYJISIIAY OT )2-0co0eii. Takum oOpa-
30M, 2-HECTaOMIBHOCTD MOSBUIIACH B YMaHU 110
YUCTO TCHETHUYCCKUM IPUYHHAM: OOYCJIOBJICHA
hobo u cBsi3aHa C €0 BHEAPEHHUEM U MIEPEeMEIICHH-
€M, a TaK)Ke PeKOMOMHAINEH, HHUITHHPYEMOM dTHM
MOOWMIIEHBIM 3JIeMeHTOM. Vc4e3HyTh U3 MomyJis-
UM J2-MyTaI|s MOTJIA TI0 CITyYaiHBIM IPUIHHAM,
ITOCKOJIBKY €€ KOHIICHTpAIlsl HE MPEBbIIIaa B
TeueHue necarmietus 1-3 % uin/u, BO3MOXKHO, 3a
CYET MEHBIIIEH )KU3HECTIOCOOHOCTH, KOHKYPEHTO-
CIIOCOOHOCTH WJIH TIJIOJIOBUTOCTH )2-MyTaHTOB.
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Taoauna 2

Konnenrpauus u yactoTa BOZHUKHOBEHHS de novo MyTauuil yellow B monynsuun YMaHb
U IpYTUX OPUPOIHBIX nomynsauusix Drosophila melanogaster (3axapos, I'omy6oBckuii, 1985;
Tomy6oBckuit u fp., 1987; 3axapos, 1995; 3axapos u ap., 1995; 3axapos, Cxkubunkwuii, 1995)

Konuenrpanus YacroTa BOSHUKHOBEHUS
Ton YMaHb Bce npyrue nomyssiumnn* YMaHb Bce npyrue nonynsauuu

N** % N % N % N %
1980 1241 0,08 2674 0 - - 17144 0
1981 1660 0,12 9105 0,01 4800 0 35808 0,003
1982 342 3,22 5596 0 2929 0 31991 0,001
1983 2174 0,78 11569 0 4648 0 30570 0
1984 3691 0,49 7286 0,01 27141 0,011 42139 0
1985 720 2,50 3617 0 13083 0 61725 0
1986 2879 0,87 8409 0 20305 0,005 86142 0,001
1987 2258 1,73 7234 0 34718 0,112 63295 0
1988 1738 1,04 5530 0 32219 0,016 123639 0
1989 2047 0,88 1216 0 21946 0,027 12117 0
1990 1531 0,46 3123 0 16076 0 24123 0,004
1991 1142 0,35 - - 20345 0 - -
1992 - - 5283 0 - - 105903 0,001
1993 885 0 882 0 10195 0 882 0

* EKeromHo MCCIIEA0BAIIOCh HECKOJIBKO MOMYNALUI U3 PasIUuHBIX pernoHoB. 3a mepuoxn 1981-1993 rr. uccnenosanoch
36 nomymsanuid. Hanpumep, kxpome nomysiiuu YManb, B 1986 1. 6butn u3yueHs! nomyisinnu: YepHoObuts, Yokropon, bpecr,
Opnecca, 3anopoxse n Camapkanz, B 1990 1. — 3anopoxse, Marapaua, Munepansusie Boapl, Xopor, lymran6e. ** N — obmee

KOJIMUECTBO M3yYEHHBIX X-XPOMOCOM.

501

401

30F

201

KonnyectBo nuHui

101

apyrve Bcero

9/15 9/15/N N/15  9/N 9 N
BapuaHTbl

Il nvHVS BedeT CBOE NPOUCXOXKAEHWE OT CaMKi
[] nuHus Beget cBOE NPOUCXOXAEHME OT camua

Puc. 1. MonexkynsipHO-TeHETHYECKHE BaPUAHTHI
(nmaa dparmentoB JIHK ma Cay3zepH-Omorax mocie
pectpukiun BamHI-Bg/Il n rubpuausannu ¢ 30HI0M
BamHI-HindIll u3 rena yellow) B pa3auyHBIX JIMHUIX
Drosophila melanogaster, BBIIEIEHHBIX U3 TIPUPOTHON
HNOMYJIALIUKA YMaHHU.

N — ompunounsiii pparment JHK Bapwpupytomeit 1mHb (0T
0,5 1o 20 T.i.H.).

Biausinue MmyTanuii cuctemMsl o01eit
penapamnum Ha YacTOThbl MyTHPOBAHMS
HeCTAOMJIBHBIX TeHOB X-XPOMOCOMBI
Drosophila melanogaster

HecTabuipHOE TIOBEIeHNE TEHOB CBSI3aHO C
BHe/IpeHHEeM WJIH BbIpe3aHHeM MOOMIIBHBIX
3JIEMEHTOB B T€HHOM CaliTe, perylupyroeM TpaH-
CKPHUIIIMIO WY CIIAHCUHT TeHHOW MOCIIeA0BaTeNb-
Hoctu (Mobile DNA, 1989). [Ipu skTonmueckom
CHIapUBAHMU JBYX KOMUII MOOWJIBHOTO 3JIEMEHTA,
PACIIOJIOKEHHBIX B OJHOM IIJIEYE€ XPOMOCOMBI, U
MOCTeTyIoNeH peKOMOMHALIMN MEXKIY HUMH B 3a-
BHUCHMOCTH OT OPHEHTAIIH MOOUITBHBIX 2JIEMEHTOB
MIPOUCXOAUT 0Opa3oBaHUE JETCUi, AYTUTUKALUHA
WM HHBEPCUI TeHETUUECKOT0 MaTepuala, JIeKalle-
TO MEXIy HUMH. ECITi Ko MOOMITEHOTO 2IeMeHTa
PACIIOJIOKEHBI 1O pa3HbIE CTOPOHBI OT IEHTPOMEPBI,
TO MPU MX PEKOMOHMHAIINK 00Pa3yrOTCs KOJIbIIEBas
XpOMOCOMa U arleHTpudeckuii pparment. [1pu pe-
KOMOWHAIIMK MEXIy MOOWIBHBIMH 3JIEMEHTAMH,
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JISKAIUMH B Pa3HbIX XPOMOCOMAX, MPOUCXOIUT
00pa30BaHuEe TPAHCIOKALUI, B TOM YHCIIE U TULICHT-
PUYECKUX XPOMOCOM, NPUBOASALINX K IOSIBICHHIO
XPOMOCOMHBIX «MOCTOBY» TIPH MUTO3aX U Mel03ax
(McClintock, 1984; Lim, 1988; Engels et al., 1990;
Lim, Simmons, 1994; Gray, 2000). Beipe3anue u
BCTpaMBaHME TPAHCIIO30HOB MPHUBOIUT K 00pa3o-
BaHUWIO JIBYHHTEBBIX pa3pbiBoB U Opemieit JJHK.
PexoMOnHaIws MeX Ty ABYMsI KOITHSIMH MOOHIIBHOTO
SNIeMEHTA TaKKe CBA3aHa C MHUIMAIMEH 1 TTOCIey-
TolIel penapanyeii IByHUTEBBIX pa3phiBoB (Banga
et al., 1991; Sentry, Kaiser, 1992).

Hapsiny ¢ 5THM B reHOME CyIIIeCTBYET MOLIHAS
CHUCTEMa penapanuu, JeHCTBYIOas Ha Pa3HbIX
jTanax KJIETOYHOrO IMKJIAa U HA Pa3HbIE THIIbI
nHapymenus JJHK (cm. 0630p Umyx u np., 2006):
OJIHO- U JIBYHUTEBBIC Pa3pbIBbI, MOMEPECUHbBIC
cmmMBKHY Mexy Monekynamu JJHK, Bbi3piBaeMble
pasHbIMU MyTareHHbIMU (axkropamu: (1) BHEIIHEH
CpeAbl — OT HOHU3UPYIOILETO U3JIyUCHHUS, AITKHUIIH-
PYIOIIMX WM APYIUX, HApyLIAOIUX CTPYKTYpPY
JHK, xumMudeckux areHToB u (2) MyTareHoB
BHYTPHKIICTOYHOH CPEJIbI — OT IPOAYKTOB KIETOU-
HOTO METa0oIM3Ma, HalPpUMeEp, PEIKUX MOTU(H-
IUPOBAaHHBIX (HOPM HYKICOTHAOB U CIIOHTAHHBIX
ommn6ok peruukanuu JJHK 10 MoOMIBHBIX (par-
MeHToB JIHK — TpaHCno30HOB, SBISIOMIMXCS, 11O
CYTH JieTia, «<BHYTPCHHUMH MyTareHaMu» TeHOMa.
CiienoBarenbHO, B MPOLECCH WHCEPIMOHHOIO
MyTareHesa JI0JbKHa ObITh HeM30€KHO BOBIICUCHA
pernapalroHHas CMCTeMa reHOMa X03siiHa. B cBsi3u
C 9THM NPEICTABISCTCS Ba)KHBIM BBISIBIICHHE Xa-
paKTepa BIMAHUS KOHKPETHBIX T€HETHYECKUX CO-
CTaBJISIOIIMX KAaCKa/[a perapaioHHON CHCTEMBI Ha
YaCTOTHl MyTHPOBaHHSI MHCEPIIMOHHBIX MYTaIHi,
OTIOCPEIOBAHHBIX BHEAPEHNUEM HIIM BBIPE3aHUEM,
a TakKe PEeKOMOMHAIIMOHHBIM B3aMMOICHCTBHEM
KO MOOMIIBHBIX 3JIEMEHTOB T€HOMA.

Y Drosophila melanogaster onvcan 1eNbIi
KJIacC TEHOB, MyTaIlMU KOTOPBIX HAPYIIAIOT HOP-
MaJbHBIM XOJ MpoIlecca pernapanuu, — 3T0 Tak
Ha3bIBAEMbIC MyTareH-4yBCTBUTEIbHBIC MYTallMN
(Lindsley, Zimm, 1992). MyTauuu 3Toro kiaacca
MMEIOT CBOIO CIEUU(UKY: ACHCTBYIOT Ha pa3HbIX
CTaJUsIX MpoLecca pernapanuy BO BpeMsl KIEToU-
HOTO ITUKJIa, PA3INYArOTCS 10 THUITYy CBOEH CITeIu-
(UKH — 110 CIOCOOHOCTH PENaprupoOBaTh OTHO- UIT
nBynenodeunbsie paspbiBbl JJHK mnu BeipesaTs
MIOTIEPEYHBIC CIIUBKU MEXIY IBYMSI TOMOJIOTHY-
HeIMHU HuTsMu JTHK.

B pabore Umyx u ap. (2004) nccnenosanuch
YacTOThl MyTUPOBAHHUS CEPUM HECTAOMIBHBIX
WHCEPIMOHHBIX ajjielieil rTeHOB X-XPOMOCOMBI
Drosophila melanogaster — white, yellow u singed,
HEKOTOpBIE U3 HUX, KaK MOKAa3aHO MOJIEKYJSPHO-
TeHETUYECKUMH METO/IaMH, BEI3BaHBI BHEIPEHUEM
TPAHCIIO30Ha B TCHOMHOM OKPY>K€HUH, MyTaHTHOM
IO PsILy IEMEHTOB Kackaia OOIIel CHCTEMBbI pe-
Hapanuy, — y TOMO3UIOTHBIX CaMOK 110 MyTareH-
YYBCTBHUTEIHHBIM MyTarusiMm mus207, mus302 u
mus308.

HecrabunbHble ajieny ObUIH BBIICICHBI B pa3-
HBIE TOJIBI U3 TPUPOJIHBIX NONymsauuil Drosophila
melanogaster na Tepputopun ObiBmero CCCP.
bbulo nokaszaHo, 4To reHeruyeckas HecTaOuib-
HOCTB ATHX aJUIETIEH COXpaHsAeTCs B Py MOKOJIe-
HUM Ha IPOTSKEHUU AECATUIETUN MOAJIepHKAHUS
JUHHUHI B 1a00paTopHBIX yciaoBuAx (3axapos,
Ckubunkuii, 1995; 3axapos u ap., 1995, 2000;
3axapos, 2005). [ly11 HEKOTOPHIX aienei B JOKy-
cax singed v yellow MOIEKyISIpHO-TEHETUIE CKUMH
METOAAaMH TOKa3aHO HAJIWYHE T0CIIeI0BaTeIbHO-
CTH MOOWJILHOTO 3JeMeHTa hobo. MyTupoBanue
9THX TEHOB — MEXKaJIeJIbHbIC TIEPEXO/Ibl — CBA3aHO
¢ 00pa30BaHKEM Pa3IMIHBIX TUTIOB XPOMOCOMHBIX
MEepecTpoeK BOMU3U WIK BHYTPU F€HOB, MIPEATIO-
JIO)KUTEJIHO OIIOCPEIOBAHHBIX MOOMJIBHBIM 3JIe-
MeHntoM hobo (FOpuenxko u mp., 1984, 1996, 1997;
I'pauesa u np., 1998; O’Hare et al., 1998).

Boun cuHTE3UpOBaHbI CienHaIbHBIC JINHUM,
CaMKH B KOTOPBIX HECIIH CLETITICHHBIE X-XpOMOCO-
MBI ¥ OBLITM TOMO3UTOTHBIMU IO PA3IHYHBIM 711S-
MyTauusM. Takue JUHUM 1aBald BO3MOXKHOCTb
TTOMETIATh X-XpOMOCOMY CaMIla ¢ HeCTaOMIIEHBIM
aisieneM B IeUIIMTHOE 110 Perapaiiuy reHeTnde-
CKO€ OKpy’KeHHe caMok. Vcronbp3oBaHHas cxema
MO3BOJISICT OLICHWBATh YPOBEHb HECTAOMIBHOCTH
Ha (oHe pa3IMyalOLIUXCs M0 ACHCTBUIO MyTa-
IeH-4yBCTBUTEJIbHBIX MyTallUl yXe B IEPBOM
rokoJieHnu. ba3oBbIll ypOBEHh HECTAOMIHLHOCTH
WCCIIEAYEMBIX MY TaIMi ONIpeAessiics B KOHTPOJIb-
HBIX CKPEIIMBAHUSIX CAMIIOB HECTAOMIBHBIX JTMHUH
C caMKaMu JJabOpaTopHOH IMHUH CO CLETUICHHBIMU
X-xpomocomamu C(I)DX, ywf’Y, Ha ocCHOBE KOTO-
PBIX CHHTE3UPOBAINCH U TECTEPHBIE JINHUH.

YacToThl MyTHPOBaHHS BCEX HCCIEIYEeMbIX
anjeneil B TEHOMHOM OKPYXEHHH CaMOK Ja-
o6oparopHoil korTpoasHoi nuHuu C(1)DX,
ywflY HaxonmaTca B mpenenax MHTepBaja 8,4 X
104-2,5x 102
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B reHoMHOM OKpYXEHHMH TECTEPHOH JTMHHUH
C(HDX, ywf7Y; mus308 4acToTa MyTHpOBa-
HUSI BCEX HCCIIEIYEMBIX aylIeNeil CHIKaeTcs B
2-10 pa3, 9YuCIO MYTAIlMOHHBIX COOBITHI — B 3
pasa (4ucio cemei, B KOTOPHIX HAOIIOAAIOChH
MyTHpoBanue, — 6,6 % B omnbiTe npotus 18,3 %
B KOHTpoJe) (cM. puc. 2). [lonobHoe n3meHenue
XapaKTEePUCTUK HECTAOWIIBHBIX ajuleiell HaOiro-
JIaeTCsl U B TCHOMHOM OKPYKCHUH TECTEPHOU
nmuanu C(I)DX, ywf/Y; mus302 (cHuxeHHe
YaCTOTHl MYTUPOBAHUS BCEX UCCIICYEMBIX TMHUN
B 2-5 pas).

Crnenyer OTMETUTh, YTO COBEPLICHHO IPO-
THUBOIIOJIOKHBIN XapakTep BIMSHUS Ha YacTOTHI
MYTHPOBAHUS UCCIIEIYEMBIX ajieJied OKa3bIBaeT
TeHOMHOE OKpy»keHue TectepHoii tnann C(I)DX,
ywfIY; mus207. Y OOJBIIUHCTBA UCCIEAYEMbIX
anneneil HaOmonaeTcs 2—5-KpaTHOE yBEITHUCHHE
MyTaOUIbHOCTH (KpoMme autens yellow'743-66,
y KOTOPOTO HAaOII0IaeMOe yBEITHMICHHE My TaO IIb-
HOCTH TOJBKO B 1,3 paza).

Takum 00pa3oM, MOTyUYeHbI JIAHHBIE, CBUJICTEITb-
CTBYIOILIME B TMOJB3Y TOTO, YTO MPOIECCHI 00IIIe-
TeHOMHOH pemnapanuy BOBJICYEHBI B MPOLECCHI
JIOKyC-CHEeM(PUIECKOTO HHCEPLUHOHHOIO MyTa-
reHesa. [lo-BuanmMomy, BeIpe3aHHe—BCTpaBaHKE
MOOMIIBHOTO JIEMEHTA MHUIMHPYET KacKaa pe-
MaparMoOHHbBIX COOBITHI, HAXOSAIIUXCS MO KOHT-
poJieM TeHOB pernaparuu.
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Puc. 2. [Tapametpsl MyTHpOBaHHS (4acTOTAa MYTHPO-
BaHUs, CPEIHMI pa3Mep mydka) amwiens y'’+ B ckpe-
IIMBaHUSAX:

#1 — 1 camen y"7$/Y x camku mus308;C(1)DX, ywf/Y;
#2 — 1 camen; y7$/Y x camku C(1)DX, ywf7Y.

I'eHBI-MyTaTOpPBI M TeHETHYECKUI IPy3
B MPHPOJAHBIX MOMYJISILMAX

Jas TUTIOMAHBIX W TOJHIUIOWIHBIX Opra-
HHU3MOB BpEIHBIE B TOMO3UTOTHOM COCTOSHHH
MyTanuu (BpeHble MyTallu¥ WM FCHETHYCCKUI
I'py3) HaxXOAATCS TOJ KIPUKPHITHEM)» HOPMaslb-
HBIX aJUIeJIeH U IepearoTCs BEPTUKAIBHO. DTOMY
OCHOBOIIOJIATAIOIIEMY JJIsl IOITYJISIIIUOHHOM 1 9BO-
JIIOIIMOHHOM TeHETHKH TIOJIOKEHUIO yxke Oonee 80
neT. OTOop HE MOYKET U3MEHHUTH caMoro reHa. O-
HaKO OH MOKET U3MEHHUTH YaCTOTy T€Ha, a TakXKe,
MyTEM CO3JIaHUs1 O1arONPHUATHON TeHOTUITIYECKOH
Cpebl, — ero BeIpakeHue. B kpaitHeM BhIpaKCHHH
ATO MOXKET MMHUTHUPOBaTh BOSHHUKHOBEHUE HOBOM
mytanmu (YerBepukos, 1926, 1983).

B momynanuax mony4aroT pacrnpocTpaHEHHe
T€HBI-MyTaTOpPbL, 3PPEKT KOTOPBIX 3aAKITFOUACTCS JTU-
00 B CIICTIU(PUICCKOM JICUCTBUH Ha JIOKYChI-MHIIICHH,
00 HA TCHOM B 11eJIoM. B pesynsrare nossimaercst
COOTBETCTBEHHO JINOO MyTaOMITbHOCTh KOHKPETHBIX
T€HOB, JIN0O TeMN 00ITIel MyTaOMITEHOCTH).

B TeueHue nByX MOCIEIHUX ACCATUICTUU
HaMH M3YYaINCh KOHIICHTPAITUH JICTATBHBIX MY-
taiuii 1 MR-aktuBHOCTh (Male Recombination)
XPOMOCOM B MPUPOJIHBIX MOMyIsusix Drosophila
melanogaster na tepputopuu OsiBmero CCCP
(MBarHUMKOB 1 11p., 1995). BBy n3y4eHb! NOMyIs-
mn Bocrounoit EBpomnsr, Cubupu, Cpenaeit A3znu
u JansHero Bocroxa.

ComnacHo MONYy4YEeHHBIM JIaHHBIM, B HCCIEJO0-
BaHHBIX MOMYJISAIUAX KOHIECHTPAIIUU JICTATbHBIX
MyTauuii B xpomocome 2 Drosophila melanogaster,
B OCHOBHOM, BapbHpyIOT B mpenenax 10-30 %.
MuHnManbHas KOHIIEHTPAIUS JIeTaJbHBIX MyTa-
it (2,8 %) O6pu1a 00HApY)KEHA HAMH B TIOTTYJISIIAN
«Yemam» B 2003 1. (Cubupsn), a MakcuManbHast
(36,7 %) —B 1. Coun B 2004 1.

VYceranoBneHo, uTo koHUeHTpauus MR-xpo-
MocoM B monynsitusix Drosophila melanogaster
Cesepnoit EBpaznn Bapsupyer ot 10 10 50 %. Bo
BCEX M3YUEHHBIX MOMYJISIUIX ObUIA OOHAPYKEHBI
MR-akTuBHBIE XpOMOCOMBL. Ha oHe ocTanpHbIX
nonynsiuit Drosophila melanogaster mo xoH-
neHtpanuu U cuie MR-dakTopoB BeIAesIIach
nonyisinust bumkek-2001. 3aeck KOHUEHTpALMs
MR -akTHBHBIX XpoMocoMm octuria 84,2 %. bonee
TOTO, UMEHHO B momyssiiinu bumkek-2001 o6Hapy-
>KeHa BBICOKAsl KOHIICHTPAITHS «CHIIBHBIX)» (4acTOTa
pexomOunanuu > 1 %) MR-xpomocom.
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Hakonern, Mbl He MOXEM UCKIIIOUUTH ICHCTBHE
HE YYUTHIBAEMOTO HaMHU WJIA BOOOIIE HEU3BECT-
HOI'O, JUIUTEIBHO JE€UCTBYIOLIET0O MYTAareHHOTO
(hakTopa BHEIIHEH cpebl. [Ipu 3TOM MBI TOJKHEI
MMOHKUMATh, YTO 3TUM CIIMCOK MPHUYHH, MOBBIIIAIO-
IIUX KOHIIEHTPALIUIO MyTallUi UK MyTaOUJIbHOCTh
I€Ha, HE UCYEPIIBIBAETCS.

CumOunornyeckasi cucrema
Drosophila melanogaster—Wolbachia:
TeHOTHIINYECKOe Pa3HOOOpa3ue B MOMYJISIIUSAX
Cesepnoii EBpa3zun

IToHumMaHue BOJIOLMOHHBIX MTPOLECCOB MOJ-
pasyMeBaeT Ipe/ICTaBIeHUE BUa B MHOTOO0Opa3uu
B3aMMOOTHOIIIEHUH OMOTHYECKON 1 aDNOTHIECKON
npuposabl. CUMOMOTHYECKHE B3aMMOOTHOILICHHUS
IIPU PA3HOM CTENEHU JNOCTUTHYTON B3aUMO3aBU-
CHUMOCTH OTIPEJIEIISIIOT 3BOJIIOLHOHHEIE Mpeodpa-
30BaHUA MapTHEpoB. bnarogaps coBpeMeHHBIM
METOJaM UCCIICOBAHUS CTAHOBUTCSI BO3MOXKHBIM
n3y4arb (PEHOMCHOJIOTHIO TaKUX CIIOXKHBIX CHM-
OMOTHYECKHX CHCTEM, KaK, Hanpumep, Artropoda
(Nematoda) u Wolbachia.

HcknounTenbHBIA 3BOJIOIUOHHBIA yCIleX
cumOuoHTa — anbpa-nporeodaxrepun Wolbachia —
HPUBJIEKAET K ce0e NPUCTAIbHOE BHIMAHUE UCCIIe-
nmosareneit. [lo pasueiM orenkam ot 17 mo 76 %
BUJIOB TOJIbKO HACEKOMBIX MOTYT OBITh HHQHIIUPO-
BaHbl Wolbachia (Werren, 1997; Hilgenboecker et
al., 2008). [lepenaua 6akTepuu B psiLy MOKOJICHUN
OCYIIECTBISICTCA Yepe3 LUTOIMIA3My MaTepH K
IOTOMCTBY TpaHcOBapualbHO. B 3aBucuMocTH
OT BHWJIa-XO3SMHA W IITaMMa O0aKTepuu YpPOBHU
UX B3aWMOOTHOIICHHUSI MOTYT OOHApy»XHBaTh Xa-
PaKTEpUCTHKH Tapa3uTHU3Ma, KOMMEHCAIN3Ma H
MyTyanmsma. [lapasutusm 3akmtodaeTcs B IBICHH-
X PENPOAYKTHBHBIX aHOMAJIHH, HMHIYLUPYEMBIX
OaxTepueil y Buga-xo3anHa. K ux 4auciy oTHOCST
[UTOTJIA3MATHYECKYIO0 HECOBMECTUMOCTb, MapTe-

HoreHe3, (PeMHUHHU3ALUI0 TeHETHYECKUX CaMIIOB H
AHIPOLUUA03. DTH SBJICHUS TaK e, KaK U YPOBEHb
UX TPOSIBICHUS, BUIO- U LITAMMOCIELU(UYHBL.
Tak, mannpumep, 175t poxa Drosophila, mist pa3HbIX
BUJIOB TPYNIIBI melanogaster onvcana pa3nuyHast
CTETEeHb IIUTOTUIA3MAaTHYECKO HECOBMECTUMOCTH
(IH). Takum 0Opa3oM, MPUCYTCTBHE SHAOCHMOU-
oHta Wolbachia moxeT BBICTyNaTh B Ka4eCcTBe (a-
KyJIBTaTUBHOTO TEHETHUYECKOrO (haKTopa XO3siMHa.

Ham ynmanoch mokaszaTh HIUPOKYIO pacrpo-
CTpaHEHHOCTh Tpex reHotunoB Wolbachia na
tepputopuu CeBepHoii EBpazuu npu ananusze 665
M30CaMOYbMX JTUHUH D. melanogaster, CO3AaHHBIX
Ha OCHOBE COOPOB M3 MPHUPOAHBIX MOMYISLUN U
comepkanuxcs B GpoHIe J1abopaTopruu TeHETUKH
nomyssituiit ULul CO PAH (Mnuucknit, 3axapos,
2007a, 6). DugocumbuonT Wolbachia obuapy-
KUBAETCSl TIOBCEMECTHO BO BCEX MOMYJSALHIX
D. melanogaster, ypoBeHb WHOUIHUPOBAHHOCTH
ronebnercs ot 15 go 100 %. Bo Bcex permonax
nccie10BaHus Haubosee pacipoCTpaHEeH TeHOTHII
wMel. T'enotun wMelCS2 BcTpedaercs B TOITY-
nauusax D. melanogaster Antas, Cpenneit Azuu,
KaBkasa u 3HaunTensHO pexe B Boctounoit Espo-
nie. ['enorun wMelCS obnapyxuBascst eAMHUYHO
TONBKO B nonyssiuusax CpenHeld A3uu u AnTasi.

Hus Drosophila melanogaster moka3aHo, 4To
Wolbachia BpI3bIBaET CIIa0OBIA yPOBEHB ITUTOIIIA3-
MaTHYECKOW HECOBMECTUMOCTHU (Tadi. 3) wiu He
BbI3bIBaeT BoBce (Mercot, Charlat, 2004), uro He
MOXET HETPOTHBOPEUYHUBO OOBSICHUTH CTOJb ILIH-
POKOE PacipoCTpaHEHUE U B CTOJIb 3HAYUTEIBHBIX
KOHLEHTPALMSIX SHAOCUMONOHTA B MOIYJISALUIX
Drosophila melanogaster.

Jus oObsicHeHHst HabIonaeMoro (peHoMeHa
npeJyiaraeTcs yCTaHOBICHHE BO3MOXKHBIX My TyaJId-
CTHYHBIX XapaKTEPUCTHK BO B3aWMOOTHOIICHHU-
ax. Tak, HarmpuMep, U3BECTHBI JBa YHHKaJIbHBIX
(haxra B3ammonetictBust Wolbachia ¢ smepHBIMEI
renamu Drosophila melanogaster. MyTaHTHBIE

Taoéauna 3

VYpoBeHb SMOPHOHANBEHON CMEPTHOCTH BO BHYTPMIIMHEHHBIX CKpeIIUBaHusX JuHUH 335 [wMel]

Cepust okcriepuMeHTa*®

A (KOHTpPOJIB, CaMell U caMKa MHPHUIINPOBAHHI)
b (xoHTpOINH, cCaMKka HH(DUITUPOBaHA, CaMEI] HET)

B (unTomnnazmarnueckas HECOBMECTUMOCTD)

I (koHTpOITB, CaMel] ¥ caMKa HeMH(UIIMPOBAHBI)

UYucrno sMOoproHoB | J{omst sSMOpHOHAIBEHON CMEPTHOCTH
4468 0,030 + 0,006
5170 0,040 + 0,006
3520 0,075+ 0,015
3861 0,028 + 0,005
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aiuienu reua chico — chi! u chi?, kKogupyomero
WHCYJMHOBBIN PElEnTop, ONPEACISIFOT B TOMO3H-
TOTe TIOHIKEHHBIH CHHTE3 3TOro Oejka Mo cpas-
HEHWIO C TeTepo3urotaMu chil/chi™ w chi?/chi™.
VnuBUTETBHBIM (DAKTOM 0Ka3aJ0Ch TO, YTO JIUHHS
reHoTHna chi’/chi’> He MOXeT CyLIeCTBOBaTh 0e3
Wolbachia, T. e. amnens chi? nposBisieT ceds Kak
peliecCHBHAs TeTalbHast MyTarusl. JIJ11 roMO3HUroT
chil/chi! HUKaKMX DpaMaTHYECKUX ITOCIEICTBHIA
orcyrctBus Wolbachia ne nabmomanocsk. Kakum
00pa3oM BO3HHKaeT Takoh 3¢ (eKT, Kakoro poja
B3aMMOJIeHCTBUE — ocTaeTcs Hem3BecTHbIM (Clark
et al., 2005).

T'en Sx/ siBNISIETCS KITFOUEBBIM B OTIPEICIICHUH 1O~
na 'y Drosophila melanogaster. B nHacTosiiee Bpe-
M1 U3BECTHO MHOYKECTBO aJIIENICH ATOTO TeHa, pas-
JIMYAIOIUXCSI pa3HOOOpa3HeM CIIEKTpa UX MICHOT-
pornHoro neictBus. Wolbachia oxazanack criocoOHa
BOCCTaHABJIMBATh (PePTUIILHOCTB CaMOK Drosophila
melanogaster, MyTaHTHBIX TIO aJUIeNsAM TeHa Sx/,
WHIyIMPYIOIIUM HEKoTopbIe ommyxon (Starr, Cline,
2002). Orto neiictBue Wolbachia oxazanoch ajie-
JecrnerpUIHO, YTO YKa3bIBaeT Ha TECHOE B3aUMO-
nevictue Wolbachia ¢ mytantabiM SXL GenkoMm.

Ha ocHoBe aHaii3a HyKJICOTHIHOM TOCIIeI0Ba-
TETBHOCTH MUTOXOH/IPUAITBHBIX TCHOB IIMTOXPOMOK-
cunassl nepBoit cyobeanHuIbl C u ATda3s mrecToit
cyObeuHuIbl D. melanogaster Ham BriepBbIe ya-
JIOCh YCTAaHOBUThH COMPSDKEHHOCTh HACIICIOBAHHMS
€€ MUTOXOH/IPUAJIBHOTO TCHOMA M TPEX TeHOTHIIOB
Wolbachia (Tabn. 4). OTOT QakT OTKpHIBAET HOBBIC
BO3MO)KHOCTH B pa3pabOTKe MPe/ICTABICHHUH SBOITFO-

LMY MATOXOHJIPHAIBHOTO TeHoMa D. melanogaster,
B YaCTHOCTH U TS BUNIOB Artropoda, B TIETIOM.

OcobGeHHOCTH HHCEPUHUOHHOI0O MyTareHe3a

Crenyer oTMeTHTS, uTo T3, Oynyun dakyisra-
TUBHBIMH 3JIEMEHTaMHU T'€HOMa, KOABOJIOIUOHHU-
PYIOT BMECTE C HUM, U MIX POJIb B (hOpMUPOBaHUH
TeHETHYECKOW N3MEHYMBOCTH HEOOXOMMO OCMBIC-
JIEHHO paccMaTpyBaTh B KOHTEKCTE KOATAITHPO-
BaHHOTO T€HOMa.

Korna paccmarpuBaroT MexaHU3M HHCEPLHUOH-
HOTO MyTareHesa, TO OOBIYHO OIPaHUYHMBAIOTCS
B3aMMOJCHCTBAEM MEXIy T€HOMOM XO35MHA H
T3, TpaHC03a301 U CYIIPECCOPOM TPAHCIIO3a3bI —
TEM, YTO MU3BECTHO IOJ Ha3BaHUEM «THOPHUIHBII
nucreHes». Bzammoneiicteue Mexay MO u ux
3BOJIIOLHUA ABIAOTCA TAKXKE BA>)KHBIMHU Q)aKTOpaMI/I,
BIIMSIOIIMMHU HA UX aKTUBHOCTH U IMOBEJICHUE.

CrnenoBareinbHO, MBI HE MOXKEM HE YUUTHIBATh
AKTUBHOCTh MO U UX IPOSBIICHUE HA PA3TUYHBIX
YPOBHSX OpPTaHW3allMU KUBOTO, PAaBHO KaK M HX
BJINSAHUC B 06pa?,OBaHI/II/I reHeTUYECKON U3MEHYH-
BOCTH BHE KOHTEKCTa KOAJJaITUPOBAHHOTO F€HOMA,
KOTOPBIN, HECOMHEHHO, OTIpeIeNsIeTCs €CTECTBEH-
HBIM OTOOPOM M MOXKET OBITH OIICHEH OTHOCHUTEIh-
HOW MIPUCTIOCOONIEHHOCTRIO OT/IENEHOTO OpPraHu3Ma
(TeHOTHMA) K CIEI(PUICCKAM YCITOBUSIM CPEIBI B
JTAHHOE BPeMs.

Korma MbI BeIZIEISIEM B KayecTBE OJHOIO U3
(haKTOpOB 3BOJIONMH WHCEPLIMOHHBIA MyTareHe3
Y B KaU€CTBE MaTepuasia JijIsl SBOJOIIUH HHCEPITHU-

Taonauua 4

MH}EeKITMOHHBINA CTAaTyC U TaINIOTHITHYECKOE pazHooOpasue rena COX ] mutoxounpuansHoi [JHK
Drosophila melanogaster (Mnuuckuii, 3axapos, 2007a, ¢ ©”3MEHEHUSIMH )

Ywucao
lamroTun MUTOXOHPUAB-

voit IHK D. melanogaster

HENH(HUINPOBAHHBIX JT

Yucno TMHUK ¢ M3BECTHBIM CTaTyCcOM 3apa-
JKCHHOCTH U TeHOTHITOM Oaktepun Wolbachia

WHUN
wMel wMelCS2 wMelCS
CT 14 18 0 0
CC 3 0 6 0
TC 2 0 0 4
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OHHBIC MYTAI[HH, IPEXK/IE BCETO, MBI HMEEM JIETI0
C IPYTHMHU, OTIMYHBIMU OT CIIOHTAHHBIX, CKOPOCTSI-
MU 3BOJIIOLIMH T€HETHYECKOTO MaTepHalIa.

Huxe npeacraBieHbl 3aKOHOMEPHOCTH MY TH-
pOBaHI/ISI B cUCTEMAX C I/IHcepHI/IOHHBIMI/I MyTa]_[I/I-
smu (Golubovsky, Kaidanov, 1994, ¢ usmeneHe-
HUSIMU).

XpomMocoMbl, TeHbI U TeHOMBbI

— I'enetnyeckas HeCTaOMIIBHOCTH, OMOCPEAO-
BaHHAasI MHCEPIUSIMHU TPAHCIIO30HHBIX MOOMITLHBIX
reHeTuueckux anemMentoB (MD) P u hobo, csizana
C BHEJIPECHUEM WJIU BbIpe3aHueM MD B reHHOM
caiite, perynmpyroIeM TPAaHCKPHITITUFO HITH CTUIAM-
CHHI KOIMpYIOLIEH mocieaoBaTeabHOCTH. [Ipu
BBIPE3aHHH MTOCIIEIOBATETLHOCTH MO HET TOYHOTO
BBbIpE3aHMs — B TEHHOM MOCTIeI0BAaTEIbHOCTH OCTa-
10TCsl mocnenoparenbHocT MO (footprint).

— PexoMOuHaIus B reTepo3UroTax Io JIByM UH-
CEPIIMOHHBIM aJUIEIISIM MOBBINIEHA IT0 CPABHEHUIO
C HOpPMaJIbHOW — 3TO CBSI3aHO ¢ 00Opa3OBaHHEM
JIBYHUTEBBIX Pa3pbIBOB B XPOMOCOME Ha TPE/I-
MEHOTHYECKUX CTAAUAX 3apPOJBIIICBOrO MYTH.
[TokazaHa 3aBUCUMOCTbH YaCTOTHI MyTHUPOBaHHUS
WHCEPUHUOHHBIX HECTAOWIIBHBIX aJUIelied TeHOB
singed, yellow m white OT CUCTEMBI KOHTPOJIIS 00-
el peKOMOWHAIINH B KIIETKE.

— Ilpu 3KTONMMYECKOM CITApUBAaHUHU JBYX KO-
nuii MOOMIBHOTO 2JIEMEHTA W MOCHEAYIomei
PEKOMOMHAIIUU MEXK]y HUMH B 3aBUCUMOCTH OT
opuenTanmu MI'D npoucxoaut oOpa3oBaHue Je-
JIELUH, Ty TIMKAIMA UM MTHBEPCUI T€HETHUECKOTO
MarepHaia.

— HecTaOuiabHble XPOMOCOMBI: MHAYKIIHS
JICTAJIBHBIX U BUJIUMBIX MYTallUH, XPOMOCOMHBIX
MepecTPOeK ¢ TOUKAMH Pa3phIBOB B 00JIaCTH BCTpa-
uBanusg MI'D.

— Hannyre B TeHOME «TOpSIYUX TOYEK» UHCEp-
IIMOHHOTO MyTareHesa.

— CIOXHBIH KOHTPOIIb WHCEPIIMOHHOW MyTa-
OWJIBHOCTH: IUTOTHUI, T€HBI-MYyTaTOPbI, B3aUMO-
neiictue MI'D Mexay coOol U reHaMu TeHOMa-
XO3SHHA.

— IIpomeccsl 00MIeTeHOMHON pemapainuu
BOBJICYCHBI B MPOIIECCHI JIOKYC-CIIEITU(PUIECKOTO
WHCEPIIMOHHOTO MyTareHesa.

— I'eHeTHUeCKas MHXKEHEPHUsS B MPUPOJIE — CO-
37JaHNe TPAHCIIO30HOB: JIBa OTACIBHBIX I'€HA TIO0J
KoHTpoJieM ogHoro MI'D (hobo) omHOBpeMEHHO
IKCIIPECCUPYIOTCS U MYTUPYIOT — sn¥d:: Tn-clw.

MI'D MoryT ciyKUTh BEKTOpaMHU IPH TOPU30H-
TaJbHOM IIEPEHOCE TeHETHYECKOTO MaTrepuaia.

OHTOreHeTH4YeCKH YPOBEHb

— AnnenecrienupUHbBIN XapakTep HECTaOUITb-
HOCTH B MOJIOBBIX U COMaTHYECKUX KIIETKaX.

— IlyuxoBBIil XapakTep MOSABIEHHUSI MYTaHTOB
Onaromapst Tpancnosuru MI'D Ha mepBeIX cTa-
JUSIX 3apOABIIIEBOTO Iy TH.

— DKcIpeccust THCEPIMOHHON My TaIli MOJKET
3aBHCETb OT TEMIIEPaTyphl U KOJINYECTBA TeTePOX-
pOMaTHHA B TEHOME.

IMonyasiuMOHHBINA YPOBEHb

— «Mopna Ha MyTanun» 1 BO3BPAILIEHUE «MOJIBI
Ha MmyTanum». Konebanre U CHHXpOHHBIC BCITBIII-
KM KOHLEHTPAIlMK MYTalMi ¥ MyTaOWIbHOCTH
T'€HOB, MOSIBIIEHUE MHOTOYUCIIEHHBIX OTHOTUITHBIX
WHCEPLHMOHHBIX ajieneil B reorpaduiyecku oTaa-
JICHHBIX MOMYJIALUAX.

— IlpucyrcTBre B MOMyIANUAX BBICOKOMYTa-
OMIIBHBIX 110 Pa3TUYHBIM JIOKYCaM XPOMOCOM.

— Pacnipocrpanenue B nonyssiuusix Drosophila
melanogaster renoB-myTaropoB Tunia MR, kotopbie
MOT'YT OBbITh NPUYMHOHN MOBBIIIEHHOTO BO3HUKHO-
BEHUsI IIIMPOKOTO CHEKTpa MYTaIUi, CBA3aHHBIX C
IIPOILIECCaMU Pa3phIBa-BOCCOECIUHEHHS XPOMOCOM.

— Korza BbIzensior B KadecTBe OAHOTO U3 (hak-
TOPOB 3BOJIIOIMY WHCEPIIMOHHBIA MyTareHes, a B
KauecTBE MaTepuaa Jyisi 3BOIIOLNU HHCEPLIMOHHbIE
MyTaliH, TO UMEIOT JIENO C MOBBIIEHHBIMU CKOPO-
CTAMH 3BOJIIOLIMH T'€HETUYECKOTO MaTepHaa.

— MD BBICTYIAIOT KaK Ba)KHbIE TCHETUYECKUE,
(heHOTEHETHYECKHE U ATITUTEHETHYECKHE (PaKTOPHI B
CIIOCOOHOCTH TEHOMOB HHTEHCH(DUIIPOBATH CBOIO
COOCTBEHHYIO IBOJIOLHIO U KaK IIaBHBII HCTOYHUK
9BOJIFOIIMOHHOTO MHCTPYMEHTapHs AJ TeHepH-
POBaHHUS HACIEICTBEHHON N3MEHUMBOCTH B OTBET
Ha U3MEHEHUs OKpykarouieil cpeapl. MO u reHom
X031Ha 00pa3yIoT MIACTUYHO IBOIIOIHOHUPYTO-
YO CUCTEMY KOaJalTHPOBAaHHOI'O T€HOMa, TO, YTO
Ha3bIBACTCS «MOJIEKYJIIPHOU JOMECTUKALUEI.

MD B reHOME COCTaBIISIOT 3HAYUTEIILHYIO YacTh
nocienoBarenbHocTr JIHK. CriemoBarenbHo, Kitace
WHCEPIIMOHHBIX MYTAIH{ JOJDKESH MPE/ICTaBIISTh-
CSl KaK «CHJIbHBIC MYTallMu» — B MOAABIISIOIIEM
OOJIBIIMHCTBE ciTydaeB HHcepuruu MD B reH OyayT
MPUBOJUTH HE TOJIBKO K BUAMMBIM MYTAIMSIM, HO
Y K MyTaIHsIM, BIUSIOIIMM Ha )KU3HECTIOCOOHOCTh
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(BKJIIOUAs JICTANbHBIE MYTAlMK), U K MYTallUsM
KOMTIOHEHTOB O0IIIei )KU3HECTIOCOOHOCTH, UITH 00-
Jiee MIUPOKO, K MyTaIHsIM, BIUSIONINM Ha OOTITYTO
npucnocoOeHHocTh. C OMHON CTOPOHBI, OHH ,Ka-
3aJ10Ch OB, JOJKHBI ATMMHHUPOBATHCS 0TO0poM. C
JIPYTOi CTOPOHBI — MHCEPIIUH PA3IUYHBIX KJIACCOB
M5 mupoko mpeacTaBieHbl B FEHOMAaX MHOTHUX
BHJIOB, OOBIYHO 3TO WHCEPIIUU B TETEPOXPOMATH-
HOBBIX pailoHaX W B MHTPOHAX.

OTMeTHM, 4TO, eciin y Apo30duisl okoso 50 %
MOP(OJOTUUECKUX MyTaI[Uii BbI3BaHbI BHEIpPE-
HueM MO, To y YeloBeKa Takue MyTalluu KpaitHe
HeMHorouucieHHbl. CylecTByeT MHOXKECTBO
BOTIPOCOB, CBSI3aHHBIX C TIPEACTAaBICHHOCTHI0 MD
B reHomax. [louemy 90 % JAHK canamannps! ume-
FOT TIPOUCXOKIeHUE OT TD, Tora Kak HeMaToIbl
cB00OoHBI 0T TO? [Toyemy OGOJIBIIMHCTBO PETPO-
BUPYC-TI0I00HBIX 3JIEMEHTOB CKOHIICHTPUPOBAHBI
B TeHOMaX HacekoMbIX? [loueMy OGOIBITMHCTBO
synemenToB tuna LINE Haxomsarcs B reHomax
[T0O3BOHOYHBIX ?

Xots MD mmpoxo pacrnpocTpaHeHbl B rTeHOMax
JIPYTUX OPTaHU3MOB, HO BCE YK€ OOJIBIITUHCTBO Ha-
IIMX TPECTABICHUN 00 UX aKTUBHOCTH ¥ KOHTPO-
JIe CBSI3aHbI C HCCIIEIOBAHUSIMU Ha JIPO30QUIIe.

[TockonbKy oTHOLIEHUS MEXTy MO U BUIIOM-
XO3SMHOM CJIOKHBI U OTIPENIEISIFOTCSI KOMITIIEKCOM
(hakTOpOB, TO TpEIIaraeTcsi pacCMaTpuBaTh 3TU
OTHOIIEHHS B KOHTEKCTE TPEX Pa3IUYHBIX, HO
He B3amMouckaouamonux moaxonos (Kidwell,
Lisch, 1997, 2001). 1. MoOUNbHBIA 3JEMEHT
SIBIISIETCSl STOUCTHYECKUM KOMIIOHEHTOM T'eHOMa
(MOJIEKYIISIPHBIM [Tapa3uTOM), BCET/Ia «3amHTEpe-
COBAHHBIM» B YBEITMYEHUHN CBOMX KOTHMi. 2. B3au-
MOOTHOIIICHHE BUIA-X03s5iMHA ¢ M B paBHOBECHOM
CHCTEME HOCHUT XapakTep «IOoMecCTUKauum» M3
B I'€HOME, B PE3yJbTaTe KOTOPOrO BUI-XO3IUH U
MD «HOoACTpanMBarOTCS» M MPUXOAAT K B3aWM-
HO HEOOPEMEHUTEIHbHOMY COCYIIECTBOBAHUIO.
3. B xone AmUTENsHOTO COCYIIIECTBOBAHUS TAaKOH
PaBHOBECHOM CHCTEMBI BUI-XO3SIUH HCIOJb3YyeT
BO3MOXKHOCTU M3 17151 OpraHu3aiyy IEeI0oro psaa
cBouX (DYHKUHMH (T€HOMHBIN MyTyau3Mm).

1. I'eH-X0351MH, KOTOPBII y4acTBYET B perma-
pauu IBYHHTEBBIX Pa3pbIBOB, BHI3BAHHBIX BHI-
pEe3aHMEeM TPAHCIIO30HA, SBIICTCS KOMITOHEHTOM
CeJIeKTUBHOTrO npenmyiiectsa cucrems! JJHK-pe-
Mapalyu, OMHAKO B TO K€ CAMOE BPEMSI OH SIBIISICTCS
Y KOMIIOHEHTOM CHUCTEMBI aMIUTH(UKAIIMHA YHCITa
KOITMH CaMOTO TPaHCIIO30Ha.

2. JlenetupoBaHHBIC (HEMOJHOPA3MEPHBIC)
xonnu P-3nemenTa (Hampumep — KP), KoTopble
CYNPECCUPYIOT aKTUBHOCTbH IOJIHOPA3MEPHOIO
P-snemenTa, SBISIOTCS STOMCTHYHBIMH MOJIEKY-
JISPHBIMHM ITapa3uTaMu aBTOHOMHBIX P-3]IEMEHTOB,
OJIHAKO OHU B TO K€ BPEMS SBJIAIOTCS] KOMITOHEHTOM
CHCTEMBI, KOTOPasi OrpaHMYMBACT AMIUTA(DUKALIUIO
P-anemeHTOB.

3. AKTUBHOCTH METHIITpaHC(hepa3bl MOXKET
JEHCTBOBATh B KA4ECTBE MOIYNIATOPA aKTUBHOCTH
TPaAHCIIO30HA WJIM BHPYCOB, OJTHAKO OHA B TO XKe
camoe BpeMsI MOJKET BBICTYIIaTh B KAYECTBE PEryJis-
TOpa TPAHCKPHUILIUU COOCTBEHHBIX TE€HOB X03UHA
B XOJI€ PA3BUTHSI.

@DyHKIMS BOBICUEHHOTO MEXaHU3Ma B KaXKIOM
KOHKPETHOM CITy4Jae 3aBUCHUT OT ITPUPOJIBI IEHCTRY-
IOIIUX CENEeKTUBHBIX CHIL.

B nepcnextrBe TpaHCIO3UpPYEMbIE I€MEHTHI
Bce ¢ OOJIBLINM OCHOBAaHHEM PacCMaTPHBAIOTCS KaK
Ba)KHBIE ()aKTOPBI B CIIOCOOHOCTH T€HOMOB YCHITHU-
BaThb UX COOCTBEHHYIO HBOJIIOLIUIO M KAK IVIaBHBIN
WCTOYHHK BONIOIIMOHHOTO WHCTPYMEHTAPHS IS
reHEepHUPOBaHUS HACTIEICTBEHHOW N3MEHYUBOCTH B
OTBET Ha N3MEHEHUS OKpYKarollel Cpebl.

Hacrosiiast pabota BbInosHeHa IPH MOAIEPKKE
rpanta POOU Ne 05-04-48838 u IIporpammsbl
¢bynnamentansHbIXx uccnenoBannii PAH Ne 11
«buopaznoobpasue u AUHAMHKA TeHO()OHIOBY»
noAnporpamma 2 «J{lnHamuka reHopOHAOBY C UC-
nojib3oBanneM pecypcoB LIKIT «CexBeHnpoBanue
JHK» CO PAH (HoBocubupck, http://sequest.
niboch.nsc.ru).
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Summary

The genetic variability of populations is made up of two tightly related components: (1) the accumulated genetic
variability maintained in the population (genetic polymorphism); (2) the persistently emerging de novo mutations
(mutation process sensu stricto characterized by the range of mutations and the rate of mutation) that generate and
enrich genetic polymorphism.

Methods and approaches for the analysis of those two components are different. One should emphasize that
while genetic polymorphism present in the population at different levels (morphologic, biochemical, molecular)
can be described as a pool of alleles and corresponding allele frequencies, it is not easy to directly isolate the
mutation component (de novo emerging mutations) of this polymorphism. Usually, the characterization of mutation
process is a laborious task requiring special experimental approaches and studies. In addition, the pool of alleles and
allele frequencies do not fully describe the genetic variability of population, but rather serve as a material source,
which is recombined and multiplied in a sophisticated way in the processes of cell reproduction and development
of multicellular organism, as well as the processes of population dynamics (usually termed as microevolution) to
generate this variability.

Genetic variability is determined by: (1) gene expression variability due to the environmental and epigenetic
factors; (2) combinatorial variability; (3) all types of recombination; (4) genetic drift, gene flow between populations
and, possibly, horizontal transfer. However, the processes involved in the generation of genetic variability are not
limited to the above.

When comparative polymorphism analysis is attempted, the problem of extrapolation of the results obtained
for a particular character or a set of characters to the polymorphism of other characters or the entire population
gene pool polymorphism occurs. The character variability estimate depends to a large extent on the character under
analysis and the method selected to study its polymorphism.

The sustained high mutability of particular locus can be caused by the following.

1. Locus mutability is a specific characteristic of interaction between the transposable elements (TE) and the
target gene resulting into generation of a particular set of insertional alleles. Noteworthy, the insertional alleles can
be both stable or unstable, and can mutate at different rates in generative or somatic cells. Instability of insertional
alleles can result from chromosomal rearrangements in the course of recombination between neighbor TE's that
may affect the locus.

2. Mutator genes that affect either specific target loci or the entire genome may spread across the population.
In the former case, the mutability of particular genes is increased, in the latter, we observe the increased total
genomic mutability.

3. Finally, one cannot rule out the effect of some unaccounted or completely unknown long-term factor. Still,
we should clearly realize that this list of causes is far from being complete.

Transposable elements, as the facultative elements of the genome, co-evolve with the genome, and their role in
the generation of genetic variability is logical to consider within the concept of coadaptive genome. Transposable
elements are being currently considered as both the important factors facilitating the ability of genomes to evolve
and the major source and evolutionary tool generating genetic variability in response to environmental changes.





