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OTKpbITHE MOOWIIBHBIX I'eHEeTHYEeCKHX 3j1eMeHToB (MI'D) mopoamino npoOieMy BBISICHEHUSI MX POJH B
TreHOMax TeHETHYECKHX 00beKTOB. HakonuBIIMecs 3a TPH MOCICIHNX JECATHICTUS SKCIIEPUMEHTAIbHBIC
JITaHHbIE TO3BOJISAIOT C/IENATh P/l BBIBOJIOB, Kacaroluxcs noseaeHus u poau MI'D B renomax. Tak, B Ha-
CTOsIIIIEE BPEMsI M3BECTHO, YTO CIIOHTaHHAst CKOPOCTh HHCEPLUH TPAHCIIO3UIIUI MOOMIILHBIX TeHETHYECKUX
SJIEMEHTOB Y IPO30(HIIBI B IIEJIOM Ha 1—2 Mopsi/ika BETMUUH BBIIIE CIIOHTAHHOW CKOPOCTH BO3HHUKHOBEHUSI
PELECCUBHBIX MyTanuii ¥ cocTasiseT 104—105 cobbITHii Ha CaiiT Ha TeHOM 3a ToKoNeHre. CUUTAETCs, UTO
OOJIBIIMHCTBO OJIMTOTEHHBIX (Maiop-TeHHBIX) MyTanuii — pe3ynsrar uacepiuii MI'3. Kpome Toro, MI'™D
MOTYT M3MEHSATh (PYHKIHMIO M aKTHBHOCTh Ma)KOPHBIX ¥ MUHODHBIX I'€HOB, TaK KaK B CBOCH CTpYyKType
CofIep>KaT MOTHUBBI CUCTEM YIIPABIICHUS U YHXAHCEPHI, COCTOSIINE U3 HECKOJIBKUX MOAYJIeH U TO3TOMY CIIO-
COOHBIE CBS3BIBATHCS C PA3JIMYHBIMU PETYISITOPHBIMU O€JIKaMH, aKTUBHPYIOIIUMH TPOIECC TPAHCKPHUIIIIHH.
B pesynbrare kpoccunrosepa mexx 1y LTR (nHHBIE KOHIIEBBIE TOBTOPBI) MOTYT BO3HUKATh XPOMOCOMHBIE
MEePeCTPONKU PAa3IUUHBIX TUIIOB: AETCNU, AyIUINKAUY, nHBepcur. MI'D MoryT nocTpauBarh TelIOMep-
HBIE KOHI[bl XpPOMOCOM, Y4acTBOBAaTh B TOPU30HTAIBHOM NepeHoce reHoB. MI'D OTKIMKalOTCS BCHBIIKON
TPaAHCMO3UIUI IPU Pa3IUUHBIX CTPECCOBBIX BO3/IEICTBUSAX HA T€HOMBI.

B paGore npeacraBiieHbl JaHHBIE 110 OLEHKE CKOPOCTEH MHIAYKIMH TPAHCIIO3UINI TIPH BHELIHUX CTpeC-
COBBIX BO3JICHCTBUSIX, TAKUX, KaK XOJIOJOBOW ¥ TEIJIOBOM INOK, MAphl 3TaHONA, yY-00my4ycHue. [TokaszaHo,
YTO BHEIIHUE CTPECCOBBIE BO3ACHCTBUS YBEINUHUBAIOT CKOPOCTh MHAYKIMU TpaHcrno3uiuidi MI'D Ha 1-2
MOPS/IKA BENMYUH 110 CPABHEHHIO CO CTIOHTAHHON CKOPOCTBIO M cOCTaBsoT 102—10-3 Ha calfiT Ha reHom
3a nokosieHne. Kpome Toro, B pe3ysbrare JeHCTBHS TaKUX I'€HETHYECKUX (hakTOpOB, Kak ayTOPHIUHT, UH-
OpMIIMHT ¥ CEJICKIINSI, TAKIKE ITPOMCXOANT CYIIECTBEHHOE U3MEHEHHUE TTaTTePHA MOOMIIBHBIX TeHETHYECKUX
JNIEMEHTOB B T€HOME.

Takum 00pa3zoM, MOYKHO 3aKJITFOYNTh, YTO CHCTEMA MOOHMIIBHBIX TEHETHUECKHIX JIEMEHTOB B TEHOMAaX CTOJIb
JKe peajbHa U YHUBepCaslbHa, Kak cucteMa SOS-penapaiiy 1 cucTeMa TOpMOHAIbHOTO KOHTPOJIs. MOXKHO
MPEJITONOKUTE, 4T0 MI™D BBINOIHSIOT (DYHKIIMIO CBOETO POJia PELETITOPOB CTPECCHPYIOIIUX CUTHAJIOB, NHHU-
LUHUPYIOIIUX BCIBIIIKY TPAHCHIO3UIIMOHHON H3MEHUYNBOCTH B KPUTUUIECKUE ITEPUOIBI 3BOJOIIUH TOMYISALNIA.
OTO MOXXET IPUBOIUTH K OBICTPOMY ITPe0Opa30BaHHIO TOMEOCTATHUECKOW BUI0BOM HOPMBI U, BO3MOYKHO,
K BHJ1000pa30BaHH0. MOXKHO MPEAIOI0KUTh, YTO Hajmyre MI'D, B 4acCTHOCTH B TeHOMAax 9yKapHoT, 1aeT
BO3MO)KHOCTb TOMYJISAILUSAM B 1I€JIOM BBDKUBATh B PE3KO U3MEHEHHBIX yCIOBUSAX cpenbl. ClienoBaTenbHo,
MOKHO CUUTATh, yTo MI'D HENOCPeACTBEHHO yUacTBYIOT B 9KCIIPECCUU T€HOB, KOHTPOJIUPYIOMINX TPU3HAKHY,
B CEJICKLIUHU U IBOJIOLHN.

Koatouesble ciioBa: [THK, MoOHIbHBEIE FeHETHYIECKNE HIIEMEHTHI, H30T€HU3AIHST, HTHOPHUIVHT, ay TOPH/INHT,
CeJIeKIINS, CTPECCOBBIC YCIOBUS, HHAYKIUS Tparcno3unuit MI'D, Drosophila melanogaster.

Mob6unbHbIe reHeTudeckne aemMenTsl (MI'D) — MoOuibHBIe AIIEMEHTBI ObUTH OOHAPYKEHBI B
ato auckperHbie cermeHThl JIHK, nmeromue ve- 1950 ©. b. Mak Kinuatok (McClintok, 1950, 1951;
($uKcHpoBaHHYIO JIOKanu3anuoo Ha xpomocome U Federoff, 1994), usyuaBuiei n3aMeHIMBOCTB OKpac-
CHOCOOHBIE TIEPEMEILATHCS TI0 TCHOMY. KU 3€peH KYKypy3bl. 32 OTKPBITHE MOOMIIBHBIX I'e-
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HeTH4ecKux 31eMeHToB B 1983 1. b. Mak-KnunTtox
Ob11a ynocroena Hobenesckoii npemun. B 1960-x .
MI'D Gbutn 0OHApYXEHBI Y MUKPOOPTaHU3MOB, B
koHIe 1970-X IT. — y apo30QuIIbI, PaKTHYECKH
omunoBpemenHo B CIIIA u 8 CCCP. B CIIIA MI'D
OpuIH O0OHapy)XeHbI TPYNIONH TE€HETUKOB, BO3-
rnasisgeMbix JI. Xorneccom (Rubin et al., 1976;
Finnegan et al., 1978; Strobel et al., 1979; Young,
1979), B CCCP — KOJIIEKTHBOM I'€HETUKOB BO IJIaBe
¢ [IL. I'eopruessiM (Ananiev et al., 1978; Ilyin et
al., 1978; T'eoprues, I'Bo3aes, 1980). Bricokoro-
MOJIOTHYHEIE ITOciiegoBarenpraoct MI'D Kk HacTo-
AIIeMy BpeMEHH 0OHAPYKEHBI Y pa3THYHbIX BUIOB,
JaKe TaKuX JAaJieKO OTCTOSIMX APYT OT Apyra o
HBOJIIOIMOHHOMY CTaTyCy, KaK HEMaTOAbl M MJie-
xormratomntue (Arkhipova et al., 1995; Zupunski
et al., 2001; Mobile DNA, 1989). MI'D y BumoB
TaKuX poyioB, Kak Drosophila n Arabidopsis, moryT
3aHuMaTh 110 30 % Bcero renoma (Biemont, Vieira,
2005), y MICKOITUTAOIINX — OKOJIO IOJIOBUHBI Te-
HOMa, a 'y am¢uduii u pacrenuii — ot 70 1o 90 %
(MBamenko, ['pumraesa, 2009). ITokazano, 4To y
Tipo30duier MI™D SBISFOTCS CYIIeCTBEHHOM YaCThIO
reHoMa MPOKAPHUOT U IYKAPUOT U COCTABIAIOT
4-6 % syxpomaruna u 50—60 % rerepoxpomaruHa
(Kaminker et al., 2002). OqauM U3 nepBoHaYaIb-
HBIX IPEATOI0KEHUH ObUI0 TO, yTo MI'D nrparor
POJIb «ATOMCTUYECKUX T'€HOMHBIX MapazuTOB)
(Doolittle, Sapienza, 1980; Orgel, Crick, 1980).
OyHaKO K HACTOSIIEMY MOMEHTY MHOTOYHCIICH-
HBIE NCCIIEIOBaHNs TPEyMHOXKAIOT 3HadeHne MI'D
KakK B FeHOME, TaK U B dBoJronuu. [lokazano, 4to
WHCEpUUU (BHEIPEHHE) U SKCIIU3UU (BBIPE3aHUE)
MI'D mMoryT BbI3bIBaTh 3HAYUTEIbHBIC H3MEHEHUS
B (pyrkimmornposanny reaoma (Strand, McDonald,
1989). CnenoBareinbHO, OHH MOTYT NPEOOPa30BbI-
BaTh I€HETHUECKOE pazHOOOpa3ue B MOMYISIIUIX
1, TEM CaMBbIM, OBITh YIaCTHUKAMH CEIEKLIIUOHHBIX
nporeccoB u 3ponmonuu B 1enom (Engels, 1989;
Finnegan, 1992).

MI'D obnamaioT cOOCTBEHHBIMH MEXaHM3-
MaMHM TIepeMelIeHUs B TEHOME HIIM MOTYT HX
yTpayrBaTh B MPOIECCEe PA3MHOKEHHUSI B TEHOME.
OHU BBIMOJIHAIOT Pa3HOOOpa3Hble (QYHKIUH, U
aKTUBalLUs pa3iIuyHbIX cemeiicTB MI'D moxet
UMETh KaK OTPHIATEeNbHBIC, TaK M TOJI0KHUTEIb-
HBIE TIOCIIENCTBHS I TeHoMa Xo3smHa (Strand,
McDonald, 1989; I'so3nes, 1998). Oanako 10 cux
nop Borpoc o pyHkusx MI'D B reHoMe ocTaercst
JI0 KOHII2 HEBBISICHEHHBIM U TpeOyeT JanbHeHIIero

n3ydeHus. B HacTos1iee BpeMs B Kpyre HayqHBIX
MHTEPECOB HAXOAUTCS P/l BECbMa CyIIeCTBEHHBIX
npobiemM: npobinema B3auMooTHoueHus MI'D ¢
FEHOMOM XO35IMHA, MEXaHU3MbI TPAHCIO3UIIHM
MI'3, akTuBarus nepememennit MI'D B oTBeT Ha
JIeCTBHE HEOIArONPUSTHBIX (CTPECCOBBIX) (hakTo-
POB, y4acTue B CEJIEKIIMOHHOM Ipoliecce, a TaKKe
npobnema ponn MI'D B sBomronmu (CM. 0030pHI:
Mobile DNA, 1989; Esrennes, 2007; Uepecus u
ap., 2008).

Nzyuenne pomu MI'D B TeHOMax OCYITICCTBIIS-
eTcsl C UCTIONIb30BaHUEM COBPEMEHHBIX HH(pOpMa-
LIMOHHBIX TEXHOJIOTIUi. VIMeroTcst 6a3bl JaHHBIX 10
CEKBEHHPOBaHHBIM (parmMeHTaM renomuoi JJHK
psizia OpraHu3MOB, U 3TO 3HAYUTEIILHO OOeryaer
KaK MOMCK CaMHX IOBTOPSAIOIIHUXCS MOCIEN0Ba-
TEIBHOCTEH B CTPYKTypE OTIEIbHBIX T€HOMOB,
TaK W BBIABIEHHE OOIIMX 3aKOHOMEPHOCTEH MX
nosefeHus. M3ydeHa CTpyKTypa MHOTHX MO-
OMJIBHBIX AJIEMEHTOB. DTO MO3BOJIMIIO BBHISIBUTH B
MI'D Takue CTPyKTypHBIC 3JIEMEHTHI, Oiaronaps
neiicTBuio KoTopbix MI™D criocoOHBI OKa3hIBaThH
BIUSHUE HA DKCIPECCUIO TE€HOB, MOATANAOINX
oJ] X KOHTpoIb. M3ydyenne ponu MI'D B reHomax
oOJseruaercst TeM, 4yTo odIiee unucio MI'D y apo-
30(HIIbI OTHOCUTEIBHO Maso — okoso 103 kommii
Ha TaryIOWAHBIA XpOMOCOMHBIN HA0OP, a CXOACTBO
HYKJIEOTHJHBIX MOCIEJ0BATEIbHOCTEN BHYTPH
Ka)XJI0ro cemMeicTBa o4eHb Belnko. Kpome Toro,
YaCTOThI TPAHCIIO3ULIMM IIPU CTPECCOBBIX BO3JEH-
CTBHSIX, KOTOPBIM MOJIBEPTatOTCsl FTEHOMBI U TIOITY-
JISILUH B LIEJIOM, TaK CYIIECTBEHHO OTJINYAIOTCS OT
4acTOT CIIOHTAHHBIX TPAHCIO3ULUH, YTO yIaeTCs
6e301mm009YHO 3a(hUKCUPOBATH BCE TIPOUCXOISTIINE
M3MEHEeHMsI marTepHoB MI'D.

OnHuM 13 HanboJIee YI00HBIX SKCIIEPUMEHTAITb-
HBIX 00BEKTOB AJIs M3ydeHus poau MI'D B reHome
sersiercst Drosophila melanogaster, npu pabote ¢
KOTOPOM MOYKHO HCTIOJIb30BaTh YHUKAIBHBIE METO/IBI
uccaenoBanus. C pa3paboTKO MeToaa ruOpuIu-
3anuu in situ MI'D Ha MMOMUTEHHBIX XPOMOCOMAaX
JPO30(QMITBI CTANIO JOCTYITHO N3yYEHHE ITOBEICHHS
MOOWJIBHBIX TEHETHIECKHX HJIEMEHTOB B Pa3IIMYHBIX
curyauusx. Hanpumep, ananus narrepaa MI'D y
MOTOMKOB, POJUTENIN KOTOPBIX OBbUIN MOABEPIHYTHI
BHYTPEHHUM (PU3HUOTIOTUUECKUM CTPECCaM, TAKUM,
KaK CEJIEKLIMOHHOE JABJICHNE, THOPUINHI, U30TCHU-
3anusi, ayTOPUIMHT, U CTpeccaM OT BHEITHUX (hax-
TOPOB: raMMa-00JTy4eHHs1, IOKOBOH TEMITEPaTypBhI,
AJIKOTOJIsl, IETEPreHTOB U JIp.
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Knaccupukanus
MOOWJILHBIX FT€HETUYECKUX IJIeMEHTOB

Knaccudukanuss MOOMIBHBIX T€HETHYECKHX
3JIEMEHTOB OCHOBAHA Ha Pa3JINUMsX B UX CTPYKTYype
Y CBSI3aHHBIX C HEM MEXaHM3Max IEPEMEICHNUS B
rerome. 1o ocHOBHBIM MpH3HaKam Bce oOHapy-
’KEeHHBIE /IO HACTOSIIIIET0 BpeMeHu cemerictBa MI'D
npejcTaBiieHbl 3 kiaccamu (Tadi. 1).

Tabamuuna 1
Kiraccudukarust MOOMITBEHBIX DJIEMEHTOB
(UBamenko, [ pumaesa, 2009)

Kmaccer
MOOMIIBHBIX MoOuJIbHBIE DJIEMEHTEI
DJIEMEHTOB
Kimacce I: IS
JHK-Tpancno3oHsl P, hobo
Te-1
mariner

Tcl/mariner
Helitron (Y2)

MITEs (miniature inverted-
repeat transposable elements)

Kiacce 1I:
ABTOHOMHBIE
PETPOTPAHCIIO30HBI
I noaxnace: gypsy, copia
PETPOTPAHCTIO30HBI | 73,3 T35
comk s |
ML, MAT?2
II monknacc: 1, jockey
PETPOTPAHCIIO30HBI | 7 7 (LINE),
6e3 LTR, Alu (SINE)
WUJTU PETPOIIO30HbI
opyeue SINEs
RI
R2
he-TA, TART
TRASI, SARTI
14P

I moxkmace Penelope-like elements (PLEs)

Kiacc III:
IlaccuBngbIe smemen- | FB
oI TUMNa fold-back | Ty

Kaace I. JTHK-TpaHCcno30HbI
WM KJIACCHYECKHE TPAHCIIO30HbI

K xnaccy I otnocst M/II, kogupyromue dhep-
MEHT TPaHCII03a3y, KOTopasi ClocoOHa y3HABaTh
KOHILIBI «CBOEIO» 3JIEMEHTAa M 110 3THUM KOHLIAM
BBIpE3aTh €ro U3 XPOMOCOMBI WJIM BCTPAWBaTh B
XPOMOCOMBI FeHOMa X03sinHa. Takoil MexaHu3Mm 1e-
pemerienus MI™3 nonyuwnn HazBanue « JHK-/IHK
nepemenierue» (Capy et al., 1998). IHK-tpancno-
30HBI [TIEPBOHAYAITEHO OBUTH OTKPBITHI Y OaKTepHil,
HO K HACTOSIIIIEMY BpEMEHH OOHAPYKEHBI B TEHOMAaX
MHOTHX 3YKapHOT BKITIOYask IPOXIKH, HACEKOMBIX,
4yepBell, JKUBOTHBIX U 4Y€JIOBEKA. TPaHCIIO30HBI
HUMEIOT HeOOIbIINE pa3Mephbl, OTPaHIUCHBI C IBYX
CTOPOH KOPOTKHMH MHBEPTUPOBAHHBIMH IOBTO-
pamu (ITR). Takum o6pazom, ITR ¢uankupyror
OTKPHITYIO pamKy cunteiBanus (ORF), onpenerns-
TOIIYI0 CHHTE3 TPAHCII03a3bl, KOTOpas HeoOXoaumMa
i iepemenieHus 3iaementa. ITR commxkarorcs,
Y3HAIOTCS TPAHCII03a301 M TOYHO OTPE3atoTCs OT
cocenuux yyactkoB JJHK xo3sauna. [lepBuunas
ctpykrypa ITR y pa3ubix cemeiictB JJHK-tpanc-
[I030HOB pa3jinyHa.

Kuacc I1. PerporpaHcno3oHsl

K aToMy K1accy OTHOCST 37IEMEHTBI, KOTOPBIE B
MIPOLIeCCEe CBOETO NEPEMELICHHMSI CHaYalla CHHTE3U-
pytot nens PHK, ¢ kotopoii 3arem ¢ momoristo dep-
MeHTa 00paTHOW TPAaHCKPHUITA3bl CHHTE3NPYETCS
komiieMentapuas uens JJHK. Ilocie yaBoenus
neynenoueyHas JJHK cnocoOna BcTpauBathcs B
paznu4Hble paloHBI XPOMOCOM X03simHa. Takoi
croco0 BcTpauwBaHus Toiay4ywn HasBanue J[HK—
PHK-IHK mexanm3ma (Finnegan, 1989).

Kmacc perpoTpaHCO30HOB BKIIOYAET TPHU
nozakiacca: LTR-peTpoTpaHCIIO30HbI U PeTPO-
BUpychl, non-LTR-perporpancno3onsl u per-
poaiemenThl (Penelope-like elements).

Hoaknace LTR-peTpoTpaHcno3oHoB U perT-
poBupycos. B noakinace LTR-peTpoTpancno3oHoB
BXOJISIT M PETPOBUPYCHI, CXOTHBIE C HUMHU TI0 CTpOe-
HuUto. l{eHTpanbHble pailoHbI 2JIEMEHTOB TOIO MOJI-
KJ1acca ¢ 000X KOHIIOB (pJIaHKUPOBAaHBI JJTHHHBIMH
TepMuHaIbHBIMU IOBTOpamu (LTR). [lyist kaxxnoro
ceMeHCTBa XapaKTEpHbI CBOM TEPMUHAIbHbBIE MO~
BTOpBI. OHH OTIAMYAIOTCS JITHHOW, BApbUPYIOIEH
B peaenax ot 250 mo 500 m.o. (Arkhipova et al.,
1995) u HyKJIEOTUIHOM MOCJIEAOBATEILHOCTHIO,
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KOTOpast 0OBIYHO MHOTO KOHCEPBAaTHBHEE, UEM OC-
tanbHbIe yacTH 3nemenTa (Kulguskin et al., 1991).
OCHOBHO 4epTOil ATUX 3JIEMEHTOB SIBIISCTCA aK-
tuBHas Tpanckpunuus PHK. Perporpanc-no3onst
Y PETPOBHUPYCHI COIEPIKAT TeHBI gag U pol, KOTOpbIe
KOJIMPYIOT aHTUTCHBI IPYTIIOBOM CIEU(HIHOCTH,
0o0paTHYIO TpaHCKpUMTa3y, puOOHYKJIea3y U MH-
Terpasy Iuisi obecriedeHus: 00paTHOM TpaHCKpHUII-
uuu k/IHK ¢ PHK. Paznuuus mexay cemeiicTBaMu
PETPOTPAHCIIO30HOB U PETPOBUPYCOB CBS3AHEI C
TEHOM env, KOTOPBIA KOAMPYyeT OeOoK 000IOYKH
BHPYCOB, J1aBasi BUpycaM BO3MO)KHOCTH IepeMe-
HIATBCS MEXKIY KJIETKaMU. Y peTpoTpaHCIIO30HOB
¢ LTR umerorcs TonbKO OCTaTKU 3TOTO IEHa, YTO
00yCIJIOBIIMBAET UX BHEJPEHHE TOJIHKO B TOT TEHOM,
M3 KOTOporo oHW ObuTH BhIpe3ansl (MBameHko,
I'pumraesa, 2009). LTR-peTpoTpaHCIIO30HBI pac-
NPOCTPaHEHbI B TEHOMAaX MPAKTUYECKH BCEX Y-
kapuot: B JIHK pacrenuii, rpu00B, MO3BOHOYHBIX
1 OECIO3BOHOYHBIX KUBOTHBIX.

Honxnacce non-LTR-peTporpancno3oHoB niu
perpono3oHoB. K noaxnaccy non-LTR-perporpanc-
MO30HOB WJIM PETPONO30HOB OTHOCATCA LINE-
(long interspersed nuclear element) u SINE- (short
interspersed nuclear element) anementst. M3BecTHO
oxoisto 20 cemeiicTB anemenToB rpynnsl LINE, B
vactHoctu F, G, Doc, jockey, Helena, Het-A, TART
y Ipo3odubl, L] y MIACKOTUTAIOIINX, ingi Y TPH-
TTAaHOCOMBI 1 ¢ind y KyKypy3bl U T. 1. JIJTnHA TTOITHO-
Ppa3sMepHBIX PETPOMIO30HOB COCTABIIICT 3,5—8 T.IL.H.
OHu 00najgarmT AByMsI paMKaMHU CUHUTBIBAHUS
(ORF), koTopbie KOAUPYIOT (hepMEHTHI, HEOOXO M-
MBbI€ JIJIsI UX Tiepemerntienns. OCHOBHBIMH ITPOyKTa-
mu ORF sBrsitorcest 6e710K, a Takke SHAOHYKIIea3a
u oOpaTHas TpaHCKpUNTa3a. Y PEeTPOINO30HOB B
oriinune oT LTR-peTpoTpaHCIIO30HOB Npouecc
00paTHOM TPAHCKPHITIIH TPOUCXOANT Ha SACPHON
JHK ¢ ucnonb3oBanueM caiTa-MUIICHU B Kaue-
ctBe npaiimepa (Cost et al., 2002). bonpmmHcTBO
PETPOIIO30HOB HE SBIISIOTCS CaUT-CIICIPIIHBIMI
¥ MOTYT MHUTPHUPOBATh B OYEHH OOJIBIIOE YHCIIO
caiitoB (MBamenko, I'pumaesa, 2009). Haxace-
MEHCTBO peTpodieMeHTOB S/NE BKIIOYaeT KOpoT-
kue (oxono 300 M.H.) U paccesHHbIE M0 TEHOMY
nociiefoBatenbHOCTH. OHU HaWJIeHbl B TeHOMAaX
YeJI0BeKa, TPHI3yHOB, PHIO, JISATYIIEK, pacTeHUI
1 HaceKoMbIX. J[Jist 3TOr0 cemMelcTBa XapakTepHO
MPUCYTCTBUE IIEHTPAIHHOTO paiioHa, MOBTOPS-
0111er0 3'-HEeTPaHCIUPYEMbIH YIaCTOK DIIEMEHTOB
LINE (Kapitonov, Jurka, 2003). [Ipeamnonaraercs,

y1o LINE MOTYT BIUSTH Ha MOABUXKHOCTh SINE-
anemenToB (Capy, 1998).

Hoaknace perpodiementoB (Penelope-like
elements). Penelope-11ono0OHBIE 2JI€MEHTHI TIPE/-
CTaBJISIOT COOO0N HEOOBIYHBIN KJIacC PeTPOTpPaHC-
MMO30HOB, KOTOPOMY TNPHUCYIIH XapaKTEPUCTUKH
BCEX PETPOIIEMEHTOB. Penelope OblI BIiepBbIC
oOHapyxeH B reHome Drosophila virilis kak sme-
MEHT, UTPAIOILUI OCHOBHYIO POJIb B IpoLiecce THO-
pumHoro mucreHesa. l[lozxe Penelope-nogoOHbIe
AIIEMEHTHI OBUTN HAMIeHBI B TEHOMaX MHOTHX JYKa-
pHuoOT: y pakooOpa3HbIX, YepBel, pbid, ampuoOuit
U npecMbikaronmxcs. Kak u y perporno3oHoB, y
HHUX YacCTO NMPOCIIEKUBAETCS HATMUUE YCEUEHHOTO
5'-KOHLIa U BapbUPYIOUIUX 0 AJIUHE AYIUTHKAIUI
caiitoB-muieHei. C 1pyroil CTOpOHbI, HEKOTOPbIE
m3 HuX uMeroT LTR mubo B mpsmMoid, 100 B MHBEP-
THPOBAaHHOW OpHEeHTalUWu. BaxkHBIM 00CTOSATEND-
CTBOM SIBJISIETCS TO, YTO Y BCEX AJIEMEHTOB 3TOTO
HOBOI'O CEMENCTBA HAalJIEH KJIACCUYECKUI UHTPOH
B T'€HE, KOAMPYIOIIEM OOpaTHYIO TPAHCKPHIITA3y
(MBamenko, ['pumaesa, 2009).

Kuaacc I11. IlaccuBHBIE 2J1€eMEHTHI
tna fold-back

K aTomy Kaccy OTHOCAT CEMENCTBO AIEMEHTOB
FB (fold-back). Pa3smepst atux MI'D Bappupytot
OT HECKOJIBKHX COTEH JI0 HECKOJBKUX THICSY Tap
OCHOBaHMM. JJIMHHBIE HHBEPTUPOBAHHBIE [TOBTO-
PBL, PACIIOIOKEHHBIE HA KOHI[aX FB-TpaHCn030HOB,
HMMEIOT JIOCTAaTOYHO CJIOKHYIO BHYTPEHHIOIO Op-
TaHU3aLMIo0 U3 00JIee MEJIKHUX IIOBTOPOB, KOTOPHIE
MIPECTABIISIOT COOOH TaHIEMHBIE KON MTPOCTHIX
MOCJIEZI0BATETFHOCTEH, Pa3/IeJICHHBIX ITHHHBIMH
y9acTKaMHU Pa3IUYarolInXcs MMOCIeI0BaTeIbHO-
creit (MBamenko, ['pumraesa, 2009).

Takue sneMeHTBl OOHAPYKEHBI Y APO30(HIIBI
(Vivas et al., 1999), pacrenwuii (Macas et al., 2003).
brut0 mokazaHo, 9TO HEKOTOPHIE HECTAOMIIbHBIC
MyTalu#u y apo30Guiasl OBLTA BBI3BAHBI MHCEP-
nusmu FB (Caceres et al., 2001). Mexanusm nepe-
MeleHus: FB a11eMEeHTOB 1T0Ka He U3BECTEH.

Crpykrypa MI'D mdg2 n hobo

Ha mam B3mmsi1, HanOOIBIIANA WHTEPEC CPEIH
Bcex TUNOB MI'D mpencTaBisiioT peTpoOTPaHCIIO-
30HBI, TaKue, Kak mdgl, mdg2, copia u np. OHu
SIBJISIFOTCSL HAauOoJiee MIUPOKO U pa3HOOOpa3HO
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npencrasieHHoi rpynmnoi MI'D. Kpome toro, B
OO0JIBIIIOM KOJMYECTBE IKCIIEPUMEHTOB UCTIONB30-
BaHbI TPAHCIIO30HBI, TaKUe, Kak P-31eMeHT, hobo
u ap. B nameil pabote nccnenoBaHbl NaTTepHbI
PETPOTPAHCTIO30HOB mdg] 1 mdg2, OTHOCSIITIXCS
K HaJiIceMeHcTBY gypsy-Ty3 21eMeHTOB No/IKIIacca
LTR-perpoTpaHCIO30HOB, a TAKXKE [yl KOHTPAcTa —
TpaHCIo30H hobo (Opomsra). B kadecTse mpumMepa
Ha puc. | 1 2 mpencTaBIeHbl CXEMBbI CTPOCHUS PET-
poTpaHcIio30Ha mdg2 v TpaHCTo30Ha /obo.
IToxazano, uro MI'3 comeprkaT mmpokoe pa3Ho-
o0pasue peryisTOpHbIX MOTUBOB, CPEIIU KOTOPBIX
HanboJiee MHTEPECHBI YHXAHCEPBl U CAUTBHI Tell-
JIOBOTO MIOKa MJIH, BEPHEE CKa3aTh, MOTHBBI ATUX
caiiToB. 1I3BeCTHO, UTO SHXaHCEPHI CIOCOOHBI B JIe-
CSITKM U COTHH pa3 YCHJINBATh TPAHCKPHIILIUIO I'e-
HOB, HAXOATITIXCS Ha paccTossHuH 10 5000 H.11. OT
stux reHoB (Maniatis et al., 1987). Tak, . A. l1lax-
MypaaoB ¢ coanT. (1989) MeTo10M KOHTEKCTHOTO
aHaJn3a MoKa3aJi, YTo B CTPyKType MHOrux MI'D
(B TOM wncne mdgl, mdg2, mdg4, copia) nmerotcs
MOTHBBI BHXaHCEPOIIoA00HbIX caiiToB. Kpome Toro,
0OHapyKEeHB! PEryISITOPHBIE CAUTHI TEIJIOBOIO
moka (PCTLI), nmpucyrctByromue B 5'-00mactsax
nepea HavyaJloM TPAaHCKPHUILUK dYKapHOTHYE-
CKMX T€HOB U TPOSBIAIONINE dPPEKT TEMmI0BOrO
moka. Hecmotpst Ha TO uTo y mdg2 npo3o¢uiist
takoii BapuanT PCTIL He oOHapy»XeH, 3To HE nc-
KJIFOYaeT BO3MOXKHOTO NPHUCYTCTBUS B CTPYKTYpE

storo MI'D apyrux PCTII (cm. Takxke: McDonald
et al., 1987). OTmMeTuM, OIHAKO, YTO HATHYHE
PTCUI-nogo6Horo caiita eiie He TapaHTHPYET ero
¢yHKoHnposanue. OJHAKO MOSIBICHUE BOIN3U
(YHKIIMOHAJIBHOTO I€HA B Pe3y/bTare MHCEPLUU
JOTIOTHUTENFHOTO IHXAaHCEepa CIOCOOHO pPEe3Ko
AKTUBU3HMPOBATH WJIM CYIIPECCHPOBATh 3TOT T'eH.
Wncepuus MI'D, conepxamast PCTLL, cioco6na
MOJYUHUTH COCEAHUE T'€Hbl CUCTEME TEIJIOBOTO
LIOKa M CJeJaTh UX YyBCTBUTEIIBHBIMH K CTpEC-
COBBIM (haKTOpaM OKPY>KCHHUS.

HNupyknus Tpancno3nnuii MI™D
BHEIIHUMU CPEIOBLIMH U (PU3HOIOTHYECCKUMHU
CTPeccOBBIMH BO3eHCTBUSIMHA

BriepBrie mpenmnonokeHue o TOM, YTO YBEIH-
YeHHUe CKopocTel nepememnienus MI'D B reHomax
B pe3y/bTaTe BO3JICHCTBUS HEOIArompHUsITHBIX
CPEIOBBIX U (UBHOJIIOTHUYECKUX (HAKTOPOB OBLIO
BBICKa3aHO ITEPBOOTKPBIBATEIILHUIICH MOOHIIbHBIX
anemenToB b. Mak-Kmuatok (McClintock, 1956,
1978, 1980, 1984). Uunykuwms Tparcmo3urmiit MI'D
CTPECCOBBIMU BHEIIHMUMH M (PU3UOJIOTHUCCKUMU
BO37IHCTBUAME Takoke n3ydanach . CtpeHaoM u
k. Maknonansaom (Strand, McDonald, 1989),
H. FOnakoBuyem c coaBropamu (Junakovic et al.,
1986), K. bremonom ¢ corpynaukamu (Arnault,
Biemont, 1989), J1.3. KaitnanoBsiM ¢ coaBT. (I'B0o3-

&%

pol |

LTRS' IEN

RT | RH | Int | LTR3'

) [ r | us €] s

H cr | ~nc |

[ per M w R [Uus -0

Puc. 1. Crpykrypa MI'D HancemeiictBa gypsy-Ty3 (mo: Will et al., 1981; Yuki et al., 1986; Capy et al., 1998).

LTRS'(3") — mpsiMble JUTMHHBIC KOHLIEBBIE TOBTOPSI, copeprkamue Tpu GyHKIMoHanbHbIX qoMena (U3, R, US); PBS — TPHK-
npaiMep-CBA3BIBAIOIIUICS CalT; gag — nepBas OTKPBITAas PaMKa CUUTHIBAHUS, HMEIOIAs TOMOJIOTHIO C TEHOM gag PETPOBU-
PYyCOB, KOTOPbIH KOAUPYET OeJIKOBbIE KOMIIOHEHTBI HYyKJIEOIIPOTENHOBOI cepanesuHbl BupuoHa (CP — Genox cynepkarncuna,
NC — Genok siiepHOTo Karicusa ); pol — Bropast OTKphITasi paMKa CUMTBIBAHUS, HATIOMHUHAIOIAsl BUPYCHBIH I'eH pol, KOTOpBIii
KOZpyeT Bce Oenku, Heooxomumele Jurst Tpanckpunmn (PR — mporeasa, RT — pesepraza, RH — PHK3a H, Int — unterpasa);

PPT — oborarmennas mypuHaMu MOCIEI0BATEIBHOCTD.

N

>

ZfiI | ORF 1
L

T

s T Ty

Puc. 2. Crpykrypa MoOMIBHOTO 31eMeHTa hobo (mo: I'pumaesa, MBamenko, 1997).

ORF — otkpsiTas pamka cunteiBanust; Ty u Ty — 7IeBbIi U paBblil KOHIIEBBIE HHBEPTUPOBaHHbBIE OBTOPHL; T1 — yceuenHas
KOIHsI KOHLIEBOTO MOBTOPA; S — 15 konuii KOPOTKOro noBropa; L — 2 Konuu JUIMHHOTO MOBTOpA.
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neB, Kaiinanos, 1986; Kaiinanos u ap., 1996a, 0),
JILA. BacunweBoii u B.A. Patrnepom ¢ coaBropamu
(BacuiibeBa u np., 1987a, 6, 2004; Ratner et al.,
1992; Anukeesa u nip., 1994; byGenmukosa u jp.,
2002). B uccmenoBanusx ObUTO OOHAPYKEHO, YTO
CTPECCOBBIE BO3JIEHCTBUSA B TOW WJIM UHOM CTEIIEHU
YBEJIMYUBAIOT CKOPOCTh MHAYKIIUHU TPAHCTIO3UIIUI
MOOMIIBHBIX T'€HETHYECKHX dneMeHToB. I1. bap-
cantu u [. [lamym00 moxasamu, 4T0 jAeiicTBHE
TETUIOBOTO IIOKA 3HAYUTEIFHO YBEIMYUBACT Jac-
TOTYy pPEBEPCHI K IUKOMY THITY HHCEPIIHOHHBIX
MYTaHTOB W% M YTO 3THU PEBEPCHH KOPPEITUPYIOT
C IKCIIU3USMU JIEMEHTa copia W3 JIOKyca white
(Barsanti, Palumbo, 1985).

T.U. I'epacumMoBOIi ¢ COaBTOpaMHu OMUCAHBI
«TPAHCTIO3UIIMOHHEIE B3PBIBBDY B OTAEIHHBIX Te-
HEPaTUBHBIX KJIETKaX, KOTOPbIE MOTYT BO3HUKATh
MOCJIe TEHETUYECKOTO BO3/ICHCTBHS HITH CIOHTaHHO
B JIMHUAX APO30(HUI, CKOPOCTH TPAHCIO3ULIUN
MI'D moryT (iayKTyupoBaTh OT BPEMEHH roja
(I'epacumosa u ap., 1984; Gerasimova et al., 1984;
I'epacumoga, 1985, 1990). Ora sxe rpymma uccieno-
BaTesiel u3ydasna 1elcTBUE XMMUYECKUX areHTOB,
B 9aCTHOCTH MuUTOMHUIIMHA C, aHANU3HUPYS PHUCY-
HOK pacripeneneHuss MI'D gypsy B MOTUTEHHBIX
xpoMmocomMax. B pesynprare Obutn 0OHapYKEHBI
OJIMHOYHBIC TPAHCIIO3UIINH gYps)y, KOTOPKIE, TI0
MHeHuto aBTopoB (I'eoprues u ap., 1988), Bo3-
HUKJIM TIPU aKTHBAIIMU TPOIIECca TOMOJIOTHIHON
pexoMOuHamu mutomunuaom C. Kpome Toro,
TPaHCTO3UIIUN HEKOTOPhIX MI'D mHAyLuMpyroTcs
B P-M- u I-R-cuctemax Apo30(HIIbI IPH TUCTEH-
HbIX ckpemuBanusx (Engels, 1989). T. Makkeii ¢
corpynaukamu (Shrimpton et al., 1987; Mackay,
1988) myTemM MUCTEHHBIX CKpemmBaHUN B P-M-
CUCTEME UHIYLNPOBAIA N3MEHYNBOCTD YHUCIIa a0-
JIOMUHAJBHBIX ¥ CTEPHOIIJIEBPAIbHBIX IIIETHHOK Y
JIpo30¢uIIBL. 3aTeM MPOU3BOAMIN OTOOP B TEUEHHUE
psijia TOKOJICHUH Ha YBEITMYCHHE WIIH YMEHBIIICHUE
STHX KOJIMYECTBEHHBIX IPU3HAKOB. B pesynbrare B
CEJIEKIIMOHHBIX IMHUAX ObLTO HAliIEHO 3HAUYNTEIh-
HOE€ YUCJI0 TPAaHCIIO3ULIUM P-311eMeHTa, B TOM YHC-
Jie BHOBb NPHOOPETEHHBIX JIOKATU3alUi, MHOTHE
U3 KOTOPBIX OBUTH «TOPSTYUME», T. €. BCTPEUAIHCh
MHOTOKPATHO B IOBTOPHBIX JKCHEpUMeHTax. B
3TOM CJTy4ae MPU3HAKHK He OBIITH HEMOCPEICTBEHHO
CBSI3aHBI C TIPUCTIOCOOIEHHOCTHIO.

B pa6orax Crpenna u Maxnonanpiaa (Strand,
McDonald, 1985), FOnakosuua (Junakovic et al.,
1986) 6bLI10 TOKA3aHO, YTO Ha aKTUBHOCTh MI'D, B

YaCTHOCTH, BIMSIOT Takue PaKTOPbI, KaK HIOKOBAsI
TerioBas 00padoTKa, yInbTpaduoIeToBoe N3Iyye-
nue (Y®) u y-obnyuenue. [lomydens! pesyasrarsl
[0 MHCEpIMOHHOMY nepeMenieHuto MI'D copia,
I03BOJISAIOIIME AaBTOPaM c(hOPMYIIMPOBATH TUIIOTE3Y
0 TOM, YTO TIO3UIUS U PETyISATOpHAs aKTUBHOCTh
PETPOIOIOOHBIX HIEMEHTOB BHYTPH JIOKYCOB MOTYT
3HAYUTENLHO MTOBIHUATH Ha ()EHOTHI MyTAOHHO-
ro npusHaka. [Ipsmoe goka3arenbcTBO MHAYKLHH
Tparcnosunmii MI'D mdg2 npu nomomy pa3nud-
HBIX CTPECCOBBIX BO3ICHCTBHUI OBLIO IMOTYYEHO
COTPYAHHUKAMH J1a00OPaTOPHH MOJIEKYIIIPHO-TEHe-
tuueckux cucteM UIul' CO PAH. B u3orennsix
JIMHUSIX, CAMIIBl KOTOPBIX OBLIM TOABEPTHY THI TEM-
NepaTypHOMY LIOKY HJIH Y-O0JIy4EeHHUIO, WK ObLIH
00paboTaHbl apaMM 3TaHOJA, MHOTOYHCIICHHBIC
TPAHCTIO3UINH OBUTH 0OHAPYKEHBI B CIICAYIOIIEM
TTOKOJICHUH TIOTOMKOB (Ta0i1. 2—4). [Ipu 06paboTke
CaMIIOB TEMIIEPaTypHBIM IIOKOM (Tadi. 2) B 18
caiiTax MOJMTEHHBIX XPOMOCOM MPUCYTCTBYIOT
WHCEPIUH TPAHCIIO3UIUN mdg?.

[Tpu 06paboTke camiioB y-oomyuernuem (30 I'p)
B NIEPBOM IOKOJICHUH [TI0TOMKOB, IIOJy4Y€HHBIX OT
OOJTy4eHHBIX CAMIIOB, TPAHCTIO3UINY O0OHAPYKEHBI
Tonbko B 3 caitax. OnHako B 12-M mokojieHUU
YHCJIO0 CaliTOB, B KOTOPBIX 3a()MKCHPOBaHa METKa,
yBenuuuioch A0 17. Ha ocHOBaHUM MOTYyYEHHBIX
JAHHBIX MOXKHO 3aKJIOYHUTh, YTO OJHOKPATHOE
y-00JIydeHHE IPUBOAUT K YBEIMUCHHUIO CKOPOCTH
nepemenieans MI'3, u B mocieryromux moxoe-
HUSX 9P PEKT 00IyUSHHUS HE TOITBKO COXPaHSETCS,
HO U yCHUJIMBAETCH.

[Tocne 00paboTKM caMIIOB MapaMy 3TaHONA
(ot 1,5 mo 3 muH) >ddexr nepememienns MI'D
B IIOTOMCTBE 3THUX CaMIIOB ObIJI OTMEUYEH BO BCEX
ciaydasx (tabmn. 4). [lo-Bugumomy, make caMmble
He3Ha4HTeNbHbIE 036l MapoB 3TaHona (1,5 MuH)
CIIOCOOHBI aKTUBU3UPOBATH NepeMereHne MI'D.

Kpome Toro, Obl10 M3y4eHO BIUSHHE TaKUX
¢usronorndeckux (HakTopoB, KaK M30TCHU3ALMNS,
WHOPUIWHT, ayTOpuauHT (Tabm. 5) U ceneknus Ha
YBEIIMYEHUE CKOPOCTEN MHAYKIIMU TPAHCIO3UIUI
MI'D (I'opstukoBckas, Bacuibesa, 1991; Bacunbea
u ap., 1995; Paruep, Bacunbesa, 1996; @ypman, by-
xapuHa, 1996a, 0, 1997; Bacunbesa, Paruep, 2003).
PesynbraThl McciieqoBaHUS BIUSHUS IpoLecca
M30T€HU3ALMH Ha TPAHCIIO3UIMOHHYIO aKTUBHOCTb
MI3 BBISIBIITH, BO-TIEPBBIX, YTO HANOOJIBIIIEE YHCIIO
TPaHCIO3UIINI BO3HUKACT NPH ayTOpHIMHTE — 68 13
138 cobbiTuii. Bo-BTOpBIX, AOCTaTOYHO OOJBIIOE
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Taonauna 2
[TatTepn noxanuzanuu mdg2
B n3oreHHou jauHun Ne 51
J10 ¥ riociie Temneparypsoro moka (TTL)*

[MonuTeHHbIE W3orennas nmunus Ne 51
XPOMOCOMBI no TTII nocie TTHI
U MX CaWTBI n=17 n=_85

X 3C - +(1)
4B — +(1)
2L 22B — +(1)
28A - +(8)
34B - *(4)
2R 43B — +(58)
S56E - *(4)
60B — *(17)
3L 63A - *(1)
67A - +(1)
75C - *(2)
3R 83D — o(1)
86D - +(6)
87B - +(2)
87F — +(2)
94D - +(1)
97DE — *(7)
98E - +(6)

[Mpumeuanue. * 3xeck u qajnee MPUBEACHBI TOJIBKO T€ CAHTEI,
B KOTOPBIX 3a()MKCHPOBAHBI HHCEPIIUH HIIN SKCIU3HN. ¢ 37eCh
u fanee Tpancnozumu MI'D.

YHCIIO TPAHCTIO3UIINI OOHAPYKEHO B PE3YIIbTaTe pe-
KOMOMHAIIMOHHOTO 3aHOCa U3 OamaHCcepHON IMHUT
(27 u3 138). D10 03HAYAET, UTO BCE 3 XPOMOCOMBI,
paHee CUMTABIIUECS OOJIMTaTHBIMU 3alMPATEIIIMU
KPOCCHUHTOBEpa, TAKOBBIMHU HE SIBIISIOTCS. B-Tpe-
TBUX, Ha JIOJNII0O WHOPHUINHTA TPUXOTUTCS TaKKE
JIOCTATOYHO OOJIBIIIOE YUCIIO TPAHCIIO3UIIHIA (43 13
138). Takum 0Opa3zom, Tporecc U3OTCHU3AINH Ha
BCEX 3Tarax TaK ke, KAaK U BHEIIHUE CTPECCOBBIC
BO3JICHCTBUSI, SBISETCS (DAKTOPOM, YBEIHUYUBAFO-
IIMM YUCIIO WHCEPIMU TPAHCIIO3UIINH.

B tabn. 6 mpuBeneHb cyMMapHEIE JTaHHBIC
M0 HECKOJIBKUM Pa3IMYHBIM THUIIAM CTPECCOBBIX
BosneiicTeuil (BacumseBa u ap., 1987a, 6, 2000,
2007; KonmecuukoBa u ap., 1991; Ratner et al.,
1992; 3abanoB u np., 1994, 1995; Paruep u np.,
2001; Bacunnesa, Patuep, 2003; 'aBpusioa u ap.,
2004). ITpu 5TOM MOYKHO OTMETHUTb, YTO BEPOSITHO-

Tadmuna 3
Pucynok mdg2 B munun Ne 49
10 ¥ nocne y-oomydenus B (F; u Fy,)

CaiiTsl Fy no F, nocne | F, nocne
KapThI o0myueHust | o0mydeHust | o0rydeHus
Bpumxeca n=167 n=44 n=10
X 12B - - (1)
19A - *(2) -
2L 21D - - +(6)
25A - *(4) -
2R 43B - *(4) *(5)
51D - - *(6)
S6E - - *(8)
3L 63A - - +(6)
64C - - +(6)
66A - - *(7)
69E - - *(2)
3R 83D - - (1)
84D - - *(7)
85D - - *(7)
86D - - *4)
94B - - *4)
95A - - (1)
98E *(8)
99B - - *(7)

ctu Tpa"cnosuimii MI'™D mdg2 Bo3pactanu Ha 1-2
MOpsi/IKa BEIMYMH MO0 CPABHEHUIO CO CIIOHTAHHOM
CKOPOCTBIO TPAHCIIO3ULIUH.

Kak BuagHO, CHOHTaHHAsi CKOPOCTb TPaHCIO-
suruit MI'D Bo Bcex DKCIIepUMEHTaxX HaXOauIach
Ha ypoBHe mopsiaka BenuuuH 10-3-10-4, Torna
KaK IpH JI000M THIIE BO3JCHCTBHS CKOPOCTH
TPAHCIIO3ULIUH TOCTOBEPHO Bo3pacTana Ha -2
nopsizka BennurH (10-1-10-2) no cpaBHeHHIO cO
CIIOHTaHHBIMU CKOPOCTSMH TpaHcrosunuii (Ba-
cunnseBa, 2007).

Kpome Toro, mccienoBanu craguio crepma-
TOTCHE3a CaMIIOB, «HanOOJIee YyBCTBUTEIBHYIO
K cTpeccoBoMy BoznercTBuio TerioBsiM (T u
xononoBeiM (XII) mokom (tadmn. 7). Ilpakruue-
CKU BCE UCCIIEJOBAaHHbIC CTAJIUU CIIEPMATOreHE3a
B TOW WJIM MHOM Mepe OTKIHMKAIOTCS MacCCOBBIMH
nepemenieanaMu MI™D npu TerIoBoM H X0JI0/10-
BOM Bo3aecTBHAX. OJTHAKO UMEIOTCSI HEKOTOpbIe
pa3nuyuus B AEHCTBUU XOJIOJOBOTO M TEMJIOBOTO
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Taoauna 4

[Marrepn MI'D mdg2 no u nocie 006pabOTKH CaMIIOB TapaMu 3TaHOJIa

Bpewms 06paboTku, MUH CyMMapHOE 9mciio
. Kontpons o
XPOMOCOMBI 1 IX CAUTHI n=127 1,5 2.0 3,0 TPAHCIIO3UIHN

n=21 n=13 n=19 n=353

X 12B - *(1) *(1) - *(2)

2L 34B - *(1) - *2) *(3)

36E - - - *1) *(1)

2R 42B =*(1) - - *1) *2)

43B - #(1) *(3) *(2) *(6)

43F - - *(1) - *(1)

478 - *(1) *(2) *(3) *(6)

48B - *(1) - *(1) *(2)

51D - - *(1) *(2) *(3)

56B - *(3) *(2) *(1) *(6)

S6E - *(3) *(4) *(4) *(11)

57B - - *(1) - *(1)

3L 62F - - *1) - *1)

65A - - *1) - *1)

75C - *(1) *(1) *(3) *(5)

3R 97DE - *(5) - *(3) *(8)

100B - - - *4) *4)
Yuco HOBBIX CallTOB <1 8 12 10 17
Bcero coObITHit <1 16 18 24 58

CpeHee 4rciio COObITHIA 0,037 0,76 1,38 1,26 1,28

moka. [Ipu TenoBom moke HauOosee YyBCTBH-
TEJbHBI CTAIUM MUTOTUYECKUX U MEHOTHUYECKUX
JISJICHUH, a TaKXKe CTa/ns CIIEPMHUOTEHE3a, a PHU
XOJIOJTOBOM CTPECCe — CTaJINU POCTa CIIEPMAaTOIH-
TOB 1 MEUOTHYECKUX JIEJICHUM.

Jis oObsicHeHUsT TeMIepaTypHbIX dPPEeKTOB
OBUIO CAETAaHO MPEATONIOKEHHE, YTO CTPECCOBOE
TEeMIIepaTypHOE BO3IeHCTBHE (TETUIOBOM 1 XOJIOJ0-
BOM IIOK ) HHAYIIPYET BCIBIIIKY MHO)KECTBEHHBIX
TPAHCIIO3UIINH Y OTAEITBHBIX 0C00eH N MAaCCOBBIX
TpaHcno3uiuil B monymsauun MI'D, koTopsie BbI-
SIBJISIIOTCS YKE B CIISIYIOIIEM ToKonieHnd (Arnault,
Biemont, 1989; Ratner et al., 1992). Cxognoe
BIIMSIHUE HAa TPAHCIO3UIIMOHHYIK aKTHBHOCTH
00HAPYKEHO W JPYTUX BHENIHUX CTPECCOBBIX
BO3JIEUCTBUMN, TaKUX, KaK pa3IM4HbIC J03bI TaM-
Ma- ¥ PEHTT€HOBCKOro 001y4yeHust (3a0aHOB U JIp.,
1995; 3aiinymus u ap., 2000; Patuep u ap., 2001)
W pa3IUyHbIe 03Bl MapoB 3TaHoNa (Bacunbesa n
Ip., 2003; I"'aBpuiiosa u ap., 2004).

YcraHoBIIeHO, YTO YacToTa BHeApeHus MI'D B
pa3Hble cCaliThl XpOMOCOM HeoinHakoBa (Bacube-
Bau ap., 1998a, 6). ImeroTcst caiiThl ¢ MOCTOSTHHBIM
npucytcTBrueM MI'D B IOOBIX JIMHUSX U TIPH JIFO-
OOM BO3IEICTBHH, IMEIOTCSI MECTA B XPOMOCOMAX,
B KOTOPBIX HE 0OHapy»KeHO BcTpanBanne MI'D u,
Hao00poT, Kyna BcTpauBaHue MI'D npoucxoaut
c Oonee BbIcOKOH uactoroil. Takue calThl OBUTH
Ha3BaHbl «ropsiunMmu». Hecmyualinblil Xapakrep
TeMIIEpaTypHO MHIYLUPOBAHHBIX TPAHCIIO3ULIUN
MOXKHO CBA3aTh C CYLIECTBOBAHUEM KAKUX-TO JO-
CTaTOYHO JKECTKUX OTPAHUYEHUI HA JIOKAIU3ALUIO
3TUX TPAHCIIO3UIMI B TeHoMe. FIMeeTcs B BU LY, UTO
B paMKax TPYIHIbI BBIJICJICHHBIX CalTOB, 00a1a-
oIuMx romoyorueii kK MI'D, UMer0oTCs TOMOIHH-
TEJbHbIC OTPAHUYEHUS Ha TPAHCIIO3UIUH, CBSI3aH-
HBIE CO CBOMCTBAMM XPOMOCOM HJIM KJIETOYHOI'O
sipa. DTH OTPAHWYCHUS JOJDKHBI OBITH PA3ITNIHBI
Ha pa3HbIX «9yBCTBUTEIBHBIX)» ATallaX OHTOreHe3a.
ITocnencreus TeMnepaTypHbIX BO3AECHCTBUI MOTYT
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OBITH BeCchbMa pa3HooOpa3Hbl. HemocpencTeeHHas
aKTHBALIMs CUCTEMBI T€HOB, nogqunHeHHbIXx PCTIII,
MO-BUAUMOMY, TOJDKHA MPUBECTH K yCUIICHUIO
TPAHCKPUIIIIUHU U CUHTE3a ()SPMEHTOB TPAHCIIO3H-
UK (TPAHCII03a3, PEBEPTA3 U JIP.) ¥ K YBEITMYCHUIO
BEPOSATHOCTH TpaHCHO3ULIMU. B cBOIO ouepenp, 3T0
MOYKET BBI3BaTh «BCIBIIIKY» WHCEPIIMOHHOTO MY-
tarere3a. Haimmame saxancepoB B cTpykrype MI'D
MIPUBOIUT K 3aMETHON aKTHBAIIMH OJMTOTCHOB U
MIOJTUTEHOB, B OKPECTHOCTU KOTOPBIX COBEPIIAIOTCS
TpaHcno3unuu. MHaue roBopsi, BO3MOKHO Macco-
BO€ U MHOXECTBEHHOE MU3MEHEHHUE DKCIIPECCUU
pa3IMYHBIX TeHEeTHYecKnXx cructeM. Kpome Toro,
TIOBBIIIICHNE CHHTE3a PEBEPTA3hl MOKET YCHUIUTH
MPOIECC aMIUTU(DUKALIMU Pa3IMYHBIX TEHOB Yepe3

MpsAMYI0 U 00paTHYI0 TpaHckpunmuio. CiemyeT
MOYEPKHYTh, YTO CHCTEMA TETIOBOTO IIIOKA HHY-
LUPYETCS HE TOJIBKO ITOBBIIIEHHON TEMIIEPATYPOH,
HO ¥ BO3ICUCTBHAMH JPYTHX BeChbMa pazHoo0pas3-
HBIX BHEUIHUX (PAKTOPOB: HAPYLICHUEM SHEPIreTH-
YeCcKoro oOMeHa KJIETOK, BUPYCHBIM 3apakeHUEM
KJIETOK, XUMHYECKUMHU (PaKkTopaMu (HampuMmep,
00paboTKOH s1aMu, IETEPTeHTaMt) U T. 1. Bce ot
BO3/ICHCTBHSI SIBISIIOTCSI CTPECCOBBIMU, HeOJaro-
MPUSTHBIMH, @ PEAKIHS CHCTEMBI TETJIOBOTO II0Ka
(PCTI) — renepanuzoBanHoii (Bacuinbsesa u np.,
2007). ['eHOMBI SyKapuoOT MOKHO paccMaTpyBaTh
KaK CHCTEMYy pa3HOOOpa3HbIX marrepHoB MID,
KOTOpas MOXKET OBICTPO TEePEeCTPamBaTHCS IO
BIIMSTHUEM BHEIITHUX ¥ TEHOMHBIX CTPECCOBBIX BO3-
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Taoauua 6

CBoHbIe JTaHHBIE OLIEHKH CKOPOCTEeH MHIYKIMU TpaHcno3uuuid MI'D mdg?2
B M30TCHHBIX JIMHUAX Drosophila melanogaster no v nocjie cTpeccoBOro BO3ACUCTBUS

JIunym Crioco6 06paboTku sz;;;:;% n An Tﬁ;HZI;(;z:I(;IT;ﬁ
W3orennas muansA Ne 51 | be3 06paboTku (KOHTPOIIB) 27 <1 <0,037 <1,8:1073
TTLI (1) 54 38 0,75 3,810
TTLI(2) 85 193 2,27 1,1-10°!
ITaps! 5TanoNa:
1,5 muH 21 8 0,38 3,7-102
2,0 MmuH 13 12 0,92 6,9-102
3,0 MuH 19 10 0,53 6,2:102
Wzorennas nmuaus Ne 49 | bes 06paboTKku (KOHTPOJIB) 167 <1 <0,006 | <3310
JITUI 49 30 0,61 3,4-102
TTLI 312 408 1,31 7,2:1072
y-o0mydeHme:
31p 42 3 0,071 0,4:102
81Ip 52 10 0,192 1,1-102
30Ip 44 15 0,340 1,9-10°2
M3oreHHble THHUU 18 nuHuit 90 138 0,67 3,8:10!
(riC) Kourpois 42 <1 <0,024 | <1,3-103

[Tpumeuanue. JITL — nerxuit remneparyphsiii mok, T T — Tsokensiii TeMnepaTypHbIi IIOK, # — YACJIO HOBBIX MO3ULIKi MI'D
Ha BEIOOPKY, An — cpejtHee Jrcno Tpancno3unui MI'D Ha oiiH caiiT Ha TCHOM 3a TIOKOJICHHE.

Taboauma 7

CxopoCTH MHAYIIUPOBAHHBIX TpaHCIO3uIi mdg ! mocne teruosoro (TIH) u xomomosoro (XLI)
BO3/ICHCTBUI Ha pa3HBIX CTAIUIX CIiepMaroreHesa camioB Drosophila melanogaster

Cxopoctu MuTtoTuueckue Poct Meiiotnueckue
WHTyKIUA JICTICHUS CIIEpPMATOIUTOB JIETICHUS Cnepumoreres
TII
An 1,4 1,25 2,4 1,8
A 1,0-10°! 8,9-102 1,7-10! 1,3-10°!
X1
An 1,3 1,6 2,3 1,4
A 8,9-102 1,1-10°! 1,6:10°! 9,6:102
KonTpons
A <7810

[Ipumeuanue. An — cpeHee YUCIIO TPAHCTIO3UINI HA CAlT Ha CIIEpPMHUI 32 IOKOJICHHE; A — CKOPOCTh WHIYIIUPOBAHHBIX TPAHC-
MO3UIUI Ha caliT HAa TeHOM 3a MOKOJICHHUE.

neiicteuii (McDonald et al., 1987; Paruep, Bacuiib-
eBa, 1987; Ratner, Vasilyeva, 1989; Engels, 1989).
B atoMm cmbicie MI'™D MoxxHO paccmarpuBarh Kak
CBOEOOPA3HbIE PELENTOPLI CTPECCUPYIOIIUX CUT-
HAJIOB M3 BHEIITHEH WM TeHETUIECKON CPEJIbI, «3a-

ITyCKAIOIIUE» CUCTEMHBIC BCIIBIIIKHY HACIEAYyEeMOM
M3MEHYMBOCTH B KpUTHUYECKHUE MEPUOBI SBOJIIOLUU
OIS, DTO BIIeUeT 3a cO00I MHOKECTBEHHEIE
TCHETHUCCKHUE TTOCIIEICTBUS: OBICTPOE M3MEHEHUE
BHJIOBOW HOPMBI INMUTHPYIOIIHX MTPHU3HAKOB, BO3-
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MOXKHO, U3MCHCHHE JTUMHUTHPOBAHUS, U3MCHCHUE
CIIEKTpa JaNbHEUIINX MyTalUM U MEPECTPOCK,
CTaHOBJICHHE HOBOTO F€HETUYECKOTO TOMEeOoCcTasa
U Jp. YdacTue B 3TUX COOBITHSIX PETPOIIO30HOB
03HAYaEeT, YTO UX COOCTBEHHBIN T€HETUYECKUM Ma-
Tepualn npu permkanuy npoxoautr PHK-craauo
¢ uacroramu MytupoBanus 103—-10-4, yto na 2-3
nopsiIKa BenuuuH Boiiie, ueM B JIHK-renomax ay-
KkapuoT. Takum 00pa3zoM, TeHbI ¥ PyHKIIMOHAIbHBIC
CalTBl CAaMHX PETPOIO30HOB MOABEPKEHBI Oojee
BBICOKMM CKOPOCTSIM MyTareHe3a. JTO Kacaercs
TaKKe TCHOB, «3aXBAYCHHBIX)» PETPOIIO30HAMH U3
TeHOMa X03s1Ha. B pa3HbIX ciiyyasx TpaHCIO3UIIUU
MOTYT OBITh KaK CITy4aiHBIMHU, TaK M )KECTKO KaHa-
JIM30BaHHBIMU 10 CBOUM CaiTaM JIOKAJTU3aI1H, HO
OHH, TIO-BHIIMOMY, MOTYT ITOPOXK/IATh U HOBBI Ba-
PUAHT U3MEHYMBOCTH JIJISI TEHETHYECKNAX CHCTEM,
KOHTPOJIUPYIOMHX (hEHOTHITHISCKOE TIPOSBICHIE
KOJTMYECTBEHHBIX MTPU3HAKOB UJIH, TPYTUMHU CJIOBA-
MU, MOJIUTEHHBIX cUCTeM. PUcyHOK Jokanu3anuu
MI'D B Ka)I0M clly4ae OTHOCUTEILHO CTaOUJICH;
MTO3UIINH, TOCTYIHBIE JUI WHCEPIHH, BEPOATHO,
MEUEHbl Ha JUIUTEIbHBIN CPOK «MOJIEKYJISIPHOU
MaMATHIO», CYIIECTBOBAHUE KOTOPO B YaCTHOM
ciydae nokasaHo B pabore JI.FO. Mu3spoxu ¢ coasr.
(1988). Bo3MOkHO, YTO CIUCOK JOCTYIHBIX IO-
3UIMIA 3aBUCUT OT KOMITAKTHU3AIUA XPOMOCOM U
JIPYTUX SIBICHUH SI€PHO-XPOMOCOMHOTO yYPOBHS
(Babenko et al., 2010). Cxopee Bcero, pucyHOK
MI'D Oosnee uiam MEHEE CIy4ailHO HAJIOXKEH Ha
Tornorpauio JOKaIU3aIlui OJUIOTCHOB U IOJIU-
TCHOB M aKTUBUpPYET uX. B pamkax KoHueniuu
mumuTHpytomux daxkropos (Ratner, Vasilyeva,
1989) HeoOXoAMMO TaKKe MPEIONIOKHUTh, YTO
BIUSTHUE KaK TIOJTUTEHOB, Tak 1 MI'D mposBIsieTcst
(ESHOTUIIMYECKH TOJIBKO B TE€X CIIy4asx, KOTOPbIC
BIIUSIIOT HA INMUTHPYIOIINE OTUTOreHbI. Toraa ux
3¢ ekt oneHuBaeTcst 0TOOPOM: BapraOEIIbHOCTh
PHUCYHKOB OyJIET cO3/1aBaTh BapuaOeIbHOCTh JIMMU-
TUPYOIIUX MIPU3HAKOB, OTOOP 10 IPU3HAKaM Oy/ieT
MIPUBOUTE K OTOOPY TOJUTEHOB U PHCYHKOB MO-
muduupyromux ux MI'D. OnpeneneHHbIi BKIIAT
B U3MEHYMBOCTD MPU3HAKOB OyIyT BHOCUTH TAKKE
HOBBIE penKue Tpancnozuuuu MI'D. SIcHo, onHako,
YTO CEJICKTHBHOE M3MEHEHUE PUCYHKOB HE OyIeT
paBHOMEPHBIM, ITOCKOJIBKY 3TO HE HEHTpaTbHBIN
nporiecc pukcaruu nepeMenieHuit MI'D.
Kputnyeckne, cTpeccoBbIe YCIOBUS CYIIECT-
BOBaHUS YacTO COMPSDKEHBI ¢ PE3KUM COKpaIlle-
HUeM 3((HEKTUBHOWM YMCICHHOCTH MOMYJISIINHN, C

ee MPOXOXKACHHUEM Uepe3 CTaUI0 «OyTHUIOUHOTO
TOPJIBIIIKA», KOTOPOE MOYKET OBITH CBS3aHO JIHOO ¢
MAacCOBBIM BEIMUPaHUEM, JTHOO ¢ OCBOCHUEM HOBBIX
9KOJIOTMYECKHUX HULI 110 KIIPUHLUITY OCHOBATEIIS.
B 31ux ycnoBusix HoBble )OPMBbI, HHIYLIMPOBAHHbIE
Yyepe3 BCTIBIIIKY TPAHCIIO3HIIN, MOTYT CTaTh OCHO-
BaTEJISIMH HOBBIX MTOTMYJISIIIUIN C Pe3KO M3MEHEHHBIM
(hEeHOTHUIIOM TIO IMMUTHPYIOLLIM KOJTUUECTBEHHBIM
WJIM Ka4eCTBeHHBIM npu3HakaM (Ratner, Vasilyeva,
1989). 31eck BO3MOXKHBI KakK aJalTHBHBIC, TaK U
CITyJaifHbIe BApHUAHTHI OBICTPOTO MTPEOOpa30OBaHUS.
B pesynbrare 3TH COOBITHS MOTYT CTaTh OIHOM U3
IJIaBHBIX KOMITOHEHT U3MEHYMBOCTHU U IBOIIOILUH
reHoma po30oQui u Ipyrux o0bexToB. He nckiro-
YECHO, YTO U3MECHEHHE CHUCTEMbI PUCYHKOB JIOKa-
nu3anuu MI'D gBisgercs oqHUM U3 MEXaHU3MOB
BunooOpazoBanus (Fontdevila, 1992). Bo Bcskom
ciIydae, THOPHUIHBIN THUCTeHE3, MHAYIIUPYIOITHi
TPAaHCHO3UIUHU P-(akTopa, sSBISETCS H3OIUPY-
IOIUM MEXaHU3MOM MEXIy CKpEelMBaeMbIMU
muHUsAME apo3odun (Xecun, 1984).

Takum 00pa3oMm, K HACTOSLIEMY BPEMEHHU M3-
BECTHO, YTO:

1. Bonpmrast 9acTh OJIMTOTEHHBIX (MalOpreH-
HBIX) MyTallid y Tpo30(uiIbl — pe3yibTar HHCep-
mut MI'D.

2. Uucepuun MI'D MOTyT U3MEHATH aKTUBHOCTh
Ma)KOPHBIX 1 MMHOPHBIX T€HOB, TaK KaK B CBOEH
CTPYKTYpE COAEPKaT MOTUBBI CUCTEM yIIPABIICHUS
Y SHXAHCEPHI, COCTOSIINE U3 HECKOIBKUX MOIYJICH
U TIOATOMY CHIOCOOHBIE CBS3BIBATHLCS C PA3IMYHbI-
MU PErYISTOPHBIMU OCIKaMH, aKTUBUPYIOLIIMHU
polecc TPAaHCKPUIILIHU.

3. B pesymnbrare pexomOuHanmii mexay LTR
MOTYT BO3HHMKAaThb XpPOMOCOMHBIE I€PECTPONKH
pa3IUYHBIX THUIIOB: AENELUUHU, TYIUIMKAI[UU, WH-
BEPCHH.

4. MI'D MoryT nocTpanBaTh TEIOMEPHbBIE KOH-
L[l XPOMOCOM.

5. MI'D MoryT yyacTBOBaTh B TOPU30HTAIBHOM
[EPEeHOCce TCHOB.

6. MI'D oTKJIMKAIOTCS BCTIBIIIKOM TPAaHCIIO3H-
LU{ [PU Pa3iIUYHBIX CTPECCOBBIX BO3JEHCTBUAX
Ha reHoMbl (Gerasimova u 1p., 1984; I'epacumoBa,
1990; Ratner et al., 1992).

Kpowme Toro, B cepun paboT ObLITO TMOKa3aHO,
YTO CEJIEKLUS MOXET HPUBOAUTH HE TOJBKO K
CYIIECTBEHHOMY HM3MEHEHHIO (PEHOTHUITNYECKOTO
MPOSIBIIEHUS CEJIEKTUPYEMOro NMpHU3HaKa, HO K
3HAYUTENbHOMY H3MeHeHHI0 prucyHka MI'D (I'Bo3-
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nes, Kaitnanos, 1986, 1990; BacunseBa u np.,
1987a, 6; Ratner, Vasilyeva, 1989; 3abanos u jp.,
1990; Paruep, Bacuibea, 1993).

KoanuyecTBeHHBbIE NMPpU3HAKH
M MOOMJIbHBIE TeHEeTHYECKHE YJIEMEHThI

B nacrosmiee Bpems npoOneMa B3auMoJeHCTBHS
MOOUIIPHBIX T€HETHUYECKHUX JJIIEMEHTOB U T'€HOB,
KOHTPOJMPYIOMINX KOJTHMYECTBEHHBIE TPHU3HAKH,
MPHUBJIIEKAaeT BHUMaHUE MHOTHX HCCIIEOBaTeNeH.

OTKINK pHCYHKOB JoKanuzanuu MI'D Ha
MO3UTUBHBIN (S+) M HEraTHBHBIN (s—) 0TOOP TO
KOJMYECTBEHHOMY MPU3HAKY, HAa UHOPHUIUHT
u ayTOpuauHr uzydanu T. Makkel ¢ COaBT.
(Mackay, 1985, 1988, 1989, 2002; Shrimpton
et al., 1987, 1990; Mackay et al., 1992, 1994),
B.A.I'Bo3nes u JI.3. Kaiinanos ¢ coasr. (bensesa u
np., 1981; Gvozdev et al., 1981; Ilactokora u 1p.,
1984, 1985; Pasyukova et al., 1986; 'Bo3neB, Kaii-
nanoB, 1990; Kaiinanos, u np., 1996a, 6). K. bee-
MOH ¢ coaBT. (Biemont, Terzian, 1988; Biemont
et al., 1990; Biemont, 1992) nmpoBenu cepuro
CEJICKITMOHHBIX JKCIIEPHUMEHTOB Ha WHOPEIHBIX
JIMHUSIX, BBIBEJICHHBIX M3 0CO0OEH, BBUTOBICHHBIX
U3 MPUPOIHBIX MOMyIAuui. OCymecTBIsUICS pa3-
HOHAIPAaBJICHHBI OTOOpP HA HU3KYI M BBICOKYIO
BBDKHUBaeMOCTb Drosophila melanogaster. Anamms
PE3YNBTaTOB CENEKINN OCYIIeCTBISUIN mocie 18
nokosieHni otdopa. bputo mokazaHo, 4yTo 0TOOP
COIIPOBOX/IAETCS HE TOJBKO M3MEHEHHEeM (eHo-
TUTA [TPU3HAKA, HO ¥ U3MEHEeHHEM pucyHka MI'D.
B puHanbHBIX MOKOJEHUSIX CENEKIUH KaKaas
ceJleKTUpyeMas JIMHUs proOperia HOBBIE CIICITH-
(hraeckue nokamuzanuu mdgl . [Tokazano, 9To mpu
BBIPAIIUBAHUY JUHUN 0e3 0T0opa (KOHTPOJb)
PHUCYHKH poaHanu3upoBanHeix MI'D (mdgl, hobo
U Jp.) HE U3MEHSIOTCSl B MIPOLIEcCe KyIbTBUPOBA-
HUS JIMHUA. ABTOPBI 3aKITFOYAIOT, YTO TTOCKOIBKY
B pe3yibTare oToopa CONpsiKeHHO (pOpMUpYIOTCS
(heHOTHIT TIpM3HAKA W pUCYHOK MI'D, BeposiTHee
BCETO, TPAHCIIO3UITUN pa3IuIHbIXx MI'D okasbl-
BAaIOT BIMSIHUE Ha (DEHOTHIUYECKOE MPOSIBICHHUE
KOJIMYECTBEHHBIX MPU3HAKOB.

E.C. bensieBa ¢ coaBTOopamMu moxaszajd, 4TO
napasuiebHas CENeKINs HECKOIBKIX OTBOIOK MH-
Ope/HOI IMHNY B HATIPABJICHUH YBEITUUESHNS KI3HE-
cniocobnoctr Drosophila melanogaster mpuBOIUT K
CXOJIHBIM M3MECHEHUSIM PUCYHKA JIOKAIU3ALNHN mdg ]
(Belyaeva et al., 1982). HanpaBieHHbI XapakTep

Tpancnosunmii MI'D 1 nx HecyJaiiHas JoKainu3a-
IIUsI B TEHOME OTMEUEHBI B ITHKJIC Pa0OT [0 UCCIIE0-
BaHUIO TEHETHUYECKUX M3MEHEHHH, BOZHUKAIOIINX
B WHOpenHbIX JHHUAX Drosophila melanogaster
MIpH JITUTETFHOM OTOOpE 10 aJanTHBHO BAaKHBIM
npu3nakaMm (I'Bo3nes, Kaitmanos, 1986, 1990;
BensieBa u np., 1989; Kaiinanos, u ap., 1996a, 0).
B pab6orax E.I. [lactokoBoii ¢ coaBT. ObIIO 00-
Hapy>XEHO yBEJIMYEHHE YHCIa TPAHCIO3UIHH
mdgl, mdg2, copia ipu 3aMeIIEHUN OTAEITHHBIX
XpoMocoM MHOpemHo# HuskoakTuBHOU (HA) nmu-
Huu Drosophila melanogaster Ha XpOMOCOMBI U3
npyrux nunuii ([Tacrokosa u nip., 1985; Pasyukova
et al., 1986, 1988; bensiea u np., 1989). ['eneru-
YECKUI aHalN3 Pa3INYHbIX MOJUTEHHBIX CHCTEM
B MX B3auMooTHouieHuu ¢ MI'D ocyuiecTBieH B
naboparopun T. Makkeii (Mackay, 1985, 1988,
1989, 2002; Mackay et al., 1992, 1994; Nuzhdin,
Mackay, 1995), a tarxoke I'.I1. ['eopruessim, E.C. be-
nsesoii, E.I. TlacrokoBoii, B.A. I'Bo31eBEIM H
JI.3. Kaiinanoseim (I'eoprues u ap., 1980; bensiera
u ap., 1981; Belyaeva et al., 1982; IlacrokoBa u
ap., 1984, 1985; Pasyukova et al., 1986; I'Bo3nes,
Kaiinanos, 1986, 1990).

B.A. I'Boznes u JI.3. KaiimanoB paccmorpenu
CJIy4au BHE3aITHBIX U KOOPAMHUPOBAHHBIX TPAHC-
MO3UIM MOOUIIBHBIX JIEMEHTOB, COIPSKEHHBIX
C PE3KHUM YBEITMYEHHEM IPUCTIOCOOICHHOCTH (ce-
JIEKTUBHOU IIEHHOCTH) 0c00eit Drosophila melano-
gaster, ¥ IOKa3aJIx, 4TO TPAHCIIO3UIMH XapaKTEePH-
3YIOTCS HECTYyUalHOM JTIOKaTH3aIuei MOOMITHHBIX
AJIEMEHTOB B HOBBIX CaliTaX Ha XpoMocomax. B cBs-
3H C 3TUM aBTOPbI POPMYITUPYIOT MPEIICTABICHHUE O
TOM, YTO CTPYKTYPHO-(DYHKIIHOHAIILHOE COCTOSIHHE
psiia paliloHOB XPOMOCOM, T7I€ MOTYT KOHIIEHTPHPO-
BaThCsI MOOMJIBHBIC 3JICMEHThI, CBI3aHO C YPOBHEM
npucnocodieHHoCcTH nomyssiimu. [Ipeanonaraercs,
YTO MPUCTIOCOOIICHHOCTh MOXKET OITPE/ICIISATHCS CHC-
TEMOU aJal TUBHBIX TPAHCIIO3UIIUH MO Pa3TMYHBIM
ceMeHCcTBaM MOOMIIbHBIX TeHETHIECKHUX JIIEMEHTOB
(I'Bo3mes, Katimanos, 1986).

[TonbITKY BBISIBUTH U 0XapaKTEPU30BaTh CUCTE-
My T'CHOB, KOHTPOJHUPYIOIIUX OTACIbHBIC KOMIIO-
HEHTBI MPHUCIIOCOONIeHHOCTH Y Drosophila mela-
nogaster, 0OOBIYHO MPHUBOAMIN K CHEAYIOIAM
pesynbrataM. OKa3bIBallOCh, YTO HCCIIEAYEMbIe
KOJITYECTBEHHBIE TIPU3HAKH OTIPENIEIAIOTCS PSIIOM
B3aMMO/ICHCTBYIONIUX U PACCESAHHBIX 10 XPOMOCO-
MaM I'eHOB, KaXJIblii U3 KOTOPBIX JIACT ONPE/ICIICH-
HBII, HO HE PEIIAFOIIUI BKJIa]] B pa3BUTHE MPU3HAKA
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(Mather, 1941). [TosTOMY JIOKaJTU3aIHSI STHX TEHOB
Y X UICHTH(DUKAIHS [TPEICTABISCTCS TPYIHOM 3a-
Jauel. 3aaada yCIOKHSETCS BCIECICTBUE BBICOKOM
(heHOTHUTTUECKOM N3MEHUYNBOCTH aHAIM3UPYEMBIX
MIPU3HAKOB, IIOATOMY OIIEHKA W aHAJIN3 TAKUX TPH-
3HAKOB TPeOyeT MPHUBJICUCHUS OHOMETPHUYECKUX
U TEHETUKO-CTAaTUCTUYECKUX METo0B. MMeeTcs
oOmMpHasl IuTeparypa, MOCBAIICHHAS TeHETHYEC-
CKOMY aHaJU3y KOMIIOHEHTOB IMPHUCIIOCOOICHHO-
CTH, KOTOPBIE PaCCMaTPHUBAIOTCS KaK MOJUTCHHBIC
MIPU3HAKH, OTIpeessieMble CHCTEMOH IIeTI0T0 psa
B3aMMOCHCTBYIOMINX TeHOB (TToaureHoB). [lnpo-
KOE UCIIOJIb30BaHUE TePMUHA «IojiureHb» (Mather,
1941), x cokaneHUIo, He TMOAKPEIUISIOTCS KOHK-
PETHBIMH 3KCIIEPUMEHTAJIbHBIMH MaTepuaIaMH.
OTCyTCTBYIOT YETKHE IKCIIEPUMEHTAJIbHBIC JTAHHEIE
bu3mIecKod UACHTU(PUKAINN U JIOKATH3AITHI
nojureHoB. CTpykTypa U (PyHKIIMOHAIbHAS Opra-
HU3AIUS OTIMCHIBAEMBIX TTOJUTCHHBIX KOMILICKCOB
OCTAIOTCS HEpa3raJaHHbBIMU, HECMOTPSI Ha TO UTO B
psijie ciydaeB, HECOMHEHHO, y/IaeTCsl OOHAPYKUTh
CBSI3b MEXK/Ty CTETIEHBIO BBIPAKEHHOCTH PsiJia KOJTU-
YECTBEHHBIX TIPU3HAKOB 1 COCTOSTHUEM OT/IEITbHBIX
TCHOB C M3BeCTHOH (yHKImeH. [loaTBeprkneHnemM
TOMY SIBJISICTCS IIUKJI pa0OT, BBIMOJICHHBIX IO Map-
KHPOBAHUIO JOKYCOB KOJIMUE€CTBEHHBIX PU3HAKOB
(QTL) (Basten et al., 1994; Nuzhdin et al., 1998).

AHanu3 TUTEepaTypHBIX HUCTOYHHUKOB, B KO-
TOPBIX OMWCaHa TUHAMHUKA M3MEHEHHs MPHCIIO-
COOJIEHHOCTH, TOKA3bIBACT, YTO B PANE CIyJacB
JIEHCTBUTEIHHO HAOIIOMAETCS YPE3BBIUANHO OBI-
CTPOE U3MEHEHHUE ITOTO CBOMCTBA MO/ JABJICHUEM
cenekuuu. CTONb OBICTPBIE U3MEHEHHS OYEHB
TPYIHO OOBSICHUTH TOJIBKO «MYTHPOBAHUEM) HITH
pekoMOWHaIMel TTOJIUTEeHOB, CO3MAIoNIel Oiraro-
MPUSATHBIC TEHETUICCKNE COYCTAHUS TOJIUTCHOB.
B xauecTBe BO3MOXXHOrO OOBICHEHHS ITOLOOHBIX
SIBIICHUU MOYKHO MIPUBJICYb MEXaHU3M TPAHCIIO3U-
IIUU MOOWIIBHBIX AIleMeHTOB. [lepemenienne MI'D
y Drosophila melanogaster MOXeT OCYIIECTBIATh-
Csl B TEHEPATUBHBIX KJIETKAX, MPEIIIeCTBEHHUKAX
TaMeT, ¥, CJICI0BaTEeIILHO, MPOIIECC TIePEMEIICHUS
MI'3 Gyaer mpouCcXoauTh cpasy B rpymie Gopmu-
PYIOIIUXCS TIOJIOBBIX KIIETOK, T. €. 3 (EeKTUBHOCTH
HarpasJIeHHBIX TpaHcno3uuuit MI'D Oyner oueHb
BBICOKA, TAK KaK CMOYKET OXBaTHTb Cpa3y OOIbII0e
KOJIMYECTBO 0cobeil B momynsamuu. B mcciemo-
BAaHUAX, HAIIPABICHHBIX HA BBISIBJICHUE CTAJINH
cliepMaToreHesa, Hauboiee «IyBCTBUTEIBLHOM
K XHUT-IIOKY U TIapaM aJIkoroJisi, ObUIO IMOKa3aHo,

YTO HamOoJbIIas CKOPOCTh nepemenieHuss MI'D
OTMeYeHa Ha MeHoTHuecKuX craausx (Bacuibesa
u ap., 2007). Taxxe Ba)KHO OTMETUTh, YTO Y 0CO-
Oeit nHOpenHOM MTuHIH TpaHco3uu MI'D mdgl
BO3HUKAJIU B OTHUX U TEX JK€ CalTax (UCCIEA0BAHO
100 mpemaparoB NOIUTEHHBIX XpoMocoMm). Crieno-
BaTeJIbHO, MOKHO TPEAIOI0KUTD, YTO TPAHCTIO3H-
uuu MI'D gBnstoTCS TOM MOJIEKYIISIpHON OCHOBOIA,
KOTOpast o0ecreynBacT 3HAYUTEIIbHYIO TeHETHYEe-
CKYIO I'€TepOreHHOCTh raMeT y 0co0eii HHOpetHON
nmuann (I'Bo3xeB, Kaiimanos, 1986).

B skcnepumentax JI.3. KaiiganoBa ¢ coaBT.
(1996a, 0) 00BEKTOM HCCIICIOBAHUS CIYKUIU
poncTBeHHble uaun Drosophila melanogaster,
cesektupyemble okoiio 700 mokoneHuii Ha pa3iu-
YMs 110 PENPOLYKTUBHON QyHKuMHU. B pesynbrare
HU3KOAKTHBHAS B OTHOLLIEHUH BPEMEHHU U IIPOJIOI-
JKUTeNbHOCTH criapuBanus nuaus (LA) mpuo6-
penia U Apyrue OTIUYUTEIbHBIE 0COOCHHOCTH OT
POACTBEHHBIX €i BBICOKOAKTUBHBIX JHHUH (HA).
Mex 1y TMHUSIMH, CEJIEKTUPYEMBIMH B IPOTHBOIIO-
JIO)KHBIX HAIIPaBJICHUSX, COXPAHSIOTCS KaueCTBEH-
HBIE Pa3IM4Ms IO COCTaBy MYTAalUH, BIUSIOIINX
Ha JKU3HECTIOCOOHOCTh. HU3KOaKTUBHBIE JTUHUH
HECYT OOJIBIION TeHETUUECKUH TPY3 «BPETHBIX»
MyTauuid. B poaCTBEHHBIX UM BBICOKOAKTHBHBIX
JUHUSAX TAaKUE MyTalllHU BBISBIAIOTCS PEIKO, 3aTO
okosto 50 % XpOMOCOM HECYT CyNepBHTAIbHBIC
MyTaluy, [OBBILAIOIINE XU3HECI0coOHOCTh. C
JPYTOil CTOPOHBI, B cepUu paboT OBLIO MOKa3aHo,
YTO B reHOMax BbICOKOAKTHBHOM juHHU (HA) u
POJCTBEHHBIX €l JMHHMH CONEP’KUTCS HECKOIBKO
copia-nogo0ueix MI'D. UX pacnpeneienue mno
XpOMOCOMaM ObUIO CTaOMJIBHO B TEUEHUE COTEH
MOKOJICHUH MO/IepKAHUSI TUHUNA. AHATU3 JIMHUMH,
pOACTBeHHBIX JIMHUU HA, HO pazmndaronuxcs mo
YPOBHIO MPHUCIIOCOOIEHHOCTH, BBISIBUI OMpeEe-
JIEHHbIE 3aKOHOMEpPHOCTH TpaHcno3zuuuit MI'D
B T€HOMaXx 3TUX JIMHUHA. OTMeyanach COnpsiKeH-
HOCTh nepemerieHnii MI'D ¢ HampaBieHueM OT-
Oopa 1o kKommdecTBeHHOMY Tpm3Haky (Gvozdev
etal., 1981; IlactokoBa u ap., 1984). YMenbiienue
MPUCTIOCOOIEHHOCTH JIMHUHM COMPOBOXKAAIOCH
YMEHBILICHHEM YHCIIa CAUTOB JIOKAIN3aIU 1mdg] .
Bo Bcex nccneoBaHHBIX JIMHUAX € 00JIee BEICOKOH
MIPUCTIOCOOIEHHOCTHIO HAOIIOAAJICS HECTyYaiHbIH
xapakTep Tpancnozunuit MI'D: Ob1TH 00HAPYKEHBI
CaWTBHI, SIBISTFOLIHMECS CIIeM()UUECKUMH MULIICHSIMU
MU TPAHCTIO3UIUSIX mdg] B BHICOKOAJANTUBHBIX
JIMHUSX, TOIY4YEeHHBIX U3 JInHUU HA.
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Ilpennonaraercs, 4To MPH BBIHYXJIECHHOM
MPEKPALIEHUH CENEKIMH BCIEICTBUE CHUKEHUA
JKM3HECTIOCOOHOCTH MOOMIIM3YIOTCS TEHETUUECKHE
rOMEOCTaTHYECKIE MEXaHN3MBbI, 00€CIICYMBAIOIIIE
BO3BpAT K BBICOKOU MTPUCTIOCOOIeHHOCTH. Hemb3st
HCKJIFOUUTh, YTO TAKOM BO3BPAT K BEICOKOM IIPUCIIO-
COOJICHHOCTH peaji3yeTcs IPHU y4acTUH OIpeie-
JIEHHBIX ITporpamm TpaHcnozuuuii MI'D.

ABTOPBI CYMTAIOT, UTO NepemMerienust MI'D pea-
JIM3YIOTCS C IOMOLIBIO OTPAHMUYEHHOTO YU CIIa ITPO-
rpaMM TPaHCIO3ULIMH, OTOOPaHHBIX B IpOLECCE
9BOJIIOIMHY BUJa. B pesynprare ynaercs HaOmonaTh
HECIy4alfHOCTh 3THUX TPAHCIIO3MIHUI B JIMHUAX
C U3MEHEHHBIM YPOBHEM MNPHUCIOCOOICHHOCTH.
B 10 ke Bpems Helb3sl ONIHOCTHIO UCKIIOYHUTH
BO3MOXHOCTb TOTO, YTO CYIIECTBEHHAasl 4acTh
TPAHCIO3ULMI B TeHEPATUBHBIX KJIETKAX NEPBO-
HavyaJIbHO 3aTParuBaeT JIOCTATOYHO CIIydailHbIe
MecTa, MOCIIe Yero B pe3yibTare oToopa (He SCHO,
Ha KaKoM YPOBHE OH IIPOMCXOJANT) COXPaHSAIOTCA
HauOosiee BBITOIHBIC JUIsI BUJA MECTa JIOKaJIu3a-
uuu MI'3. TlonyuyeHHble pe3yabTaThl IO3BOIMUIN
CIeNaTh MIPEAIIOIOKEHNE O TOM, YTO HECITyJaiHbIe
KOOPJIMHUPOBAHHBIE TPAHCIIO3UIIUU HE TOJIHKO
mdgl, HO W psijia IPYyTUX CEMEMCTB MOOMIIBHBIX
9JIEMEHTOB MPUBOJIAT K Pa3HOOOPa3HBIM MOLIHBIM
(henorunmaeckuM dhheKram U SIBISIOTCS TPUIH-
HOW N3MEHEHHS TPUCTIOCOOIEHHOCTH 0C00ei. DTH
npeoOpa3oBaHus B TeHOME MOYKHO PacCMaTpUBaTh
Kak oTpaskeHHe (yHKIIMOHUPOBAHNUS CYIIECTBYIO-
el cucTeMbl afanTuBHBIX TpaHcnozuuuit (CAT)
MOOHJIBHBIX DJIEMEHTOB.

PaccMmoTpeHHbIe pe3yabTaThl SKCIEPUMEHTA
MIO3BOJIMJTH aBTOPAM IPEUIOKUTH HOBBIH IMOAXOM K
aHaJIN3y BOKHEHTIICH OMOTOTHYECKOH XapaKTepH-
CTHKH — IIpHUCTIocoOeHnHocTr. Bo3amoxHO, aHamm3
YPOBHSI IPUCTIOCOOIEHHOCTH UM €€ KOMIIOHEHTOB
MOYKHO OILIEHHBaTh, pacCMaTpuBasi B KaueCTBE OfI-
HOTO M3 ITOKa3aTeei YMcio U XapakTep pacipere-
aeHust MI'D B «ropsuux TOUKax» UX JIOKaIU3aUuu
(Pasyukova et al., 1986). «l'opsiane TOIKm» JIOKa-
nuzanuu MDD MOXHO yrogoOuTh KOMIIOHEHTAM
MOJIMTEHHOT0 KOMITJIEKCa, OT/IENIbHBIE €IMHHIIBI KO-
TOPOTO B3aUMOJCHCTBYIOT MEX Ly COO0M 1 BHOCST
BKJIa]l B OIIPEACICHHUE CEIEKTUBHOM LIeHHOCTH. 1o
KpaiHell Mepe, 3TO NMPEAIOJIOKEHUE HE IPOTUBO-
PEUYUT HAKOIJICHHBIM Pe3yJIbTaTaM FeHEeTHUECKOTO
aHaJIM3a IPUCIIOCOOIEHHOCTH U €€ KOMITOHEHTOB.
B T0 e BpeMst 0TUETIIUBO MPOSBIISIETCS CI0KHOCTD
npoOsIeMBbl, U MOXKHO CKa3aTb, YTO PaclpocTpaHe-

HUE MOJI0OHOTO METOJIa aHalln3a, MPUMEHEHHOTO
ABTOpaMU Ha UCKYCCTBEHHOU U CHICMAIN3UPOBAH-
HOU CHCTeMe JIaO0paTOPHBIX JINHUA, Ha IPUPO/THEIC
MIOMYIISAIINN BBI3bIBACT OOINBIINE TPYTHOCTH WITH
Ja’ke MOYKeT ObITh HEBO3MOXKHBIM. TeM He MeHee
TaKHe IOIMBITKA HEOOXOIUMO HPEAIPUHAMATH C
LIEJIbIO BBISBICHUS KOHKPETHBIX MOJIEKYJISPHBIX
MEXaHU3MOB BHE3AIMHBIX MEPECTPOCK B TEHOME,
KOTOpBbIE MOTYT UMETh MECTO B pupoje. Bbiss-
JICHUE TAaKUX MEXaHM3MOB MOJKET CIIOCOOCTBOBATh
pa3pemnieHrio CIopoB O PONH CANTbTAIIMOHHBIX
M3MEHEHHH B 3BOJIIOIIMOHHOM Cy/Ib0€ MOMYISIIH.
Ha ocHoBe mony4eHHBIX IKCHECPUMEHTAIBHBIX
nannabix E.I. TlacrokoBa ¢ coabrt. (1985) cnenanu
PS BBIBOJOB, KacCAOIIMXCS aHaIW3a MPUCIO-
cobmenHocTH: 1) cymecTByeT OrpaHUYCHHOE
YHCIIO OTPEAETCHHBIX U XapaKTePHBIX CITOCOOOB
pacnpeneneaus MI'D, COOTBETCTBYIOIIUX CO-
CTOSIHUIO HM3KOW MPHUCTIOCOOICHHOCTH, KOTOpast
chopMUpOBaJIaCh B PE3y/IbTaTe CEJICKIIMU Ha T0-
BBIIIICHHYO U TOHKSHHYO IPUCIIOCOOIEHHOCTB;
2) mpu pa3HBIX BEKTOpax 0TOOpa, HAIIPaBIEHHBIX
Ha U3MEHEHHUE MPHUCIIOCOOIEHHOCTH WIIN €€ KOM-
TTOHEHT, HAOTIOMANCH COMPSKCHHBIC H3MCHCHUS
JOKAIU3alU| 1[eJIOT0 KOMILIEKCa MOOMIBHBIX
AJIEMEHTOB U MPHUCIIOCOOJICHHOCTH B BapHUaHTax
otrOopa (MO3UTHUBHOTO WK HeraruBHoro). Cie-
JIOBAaTEIBHO, MOYXHO TOBOPHUTH O HAIPaBICHHBIX
CHUCTEMHBIX M3MEHEHUSIX CTPYKTYPHI TeHOMA TIpH
0TOOpE, KOTOPBIE OCYIIECTBISIOTCS B PE3YIBTATE
KOOPJIMHUPOBAHHBIX MEPEMEIICHUI MOOUIBHBIX
JJIEMEHTOB. B psiie skcnepuMeHTOB MOKa3aHo,
YTO OTOOP IO OJTHOMY TPU3HAKY COTPOBOXKIACTCS
M3MEHEHHEM IeJIOT0 KOMITIIEKCa KOPPEISIIHOHHO
CBSI3aHHBIX C HUM MTPU3HAKOB U MTPEIIOI0KHATETb-
HO OTIPECIIIEMBIX «ITOJTUTEHHBIMU KOMILICKCAMI.
CucremMa MOOMIIBHEIX DJIIEMEHTOB M, BO3MOKHO,
MPUWIETAIOINIUX K HUM T'€HOB PacCMaTPUBAIOTCS
ABTOpaMH KaK THIIOTETHYECKHE TOJUTCHBI HIIU
MTOJTUTEHHBIE KOMIUIEKCHI, CTPYKTypa M CBOHCTBA
KOTOPBIX KOPPEITSIIIMOHHO U3MEHSETCS B TIpOIIecce
ceneknuu (Katimanos u ap., 1996a, 6). Yeunenue
WHIYKIIMOHHOTO TOTEHIUAA INHUH, CEICKTUPYe-
MO Ha CHUKEHUE PEITPOTYKTUBHON CLIOCOOHOCTH
Y XapaKTepU3YOIIEHCs KOMIUIEKCOM aHOMAaJIbHBIX
MIPU3HAKOB ¥ BRICOKMMH YaCTOTAMHU CTIOHTAHHOTO
MmytupoBanus (nmuHUS LA), mocturaercs n3o-
TeHHU3aIMel OOIBIIIX XPOMOCOM, YTO OCOOCHHO
YETKO MPOSBIISICTCS B YCIOBUSX TUCTEHHBIX CKpe-
IIMBaHUN B cucteMe H-E-ruOpuHOTOo AUCTeHe3a.
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B n3oreHHBIX BEICOKOAKTHBHBIX cyOonmmausx (HA)
00HapyKEHO YBEIMYEHHOE YMCIIO KOomui hobo-
3NIEMEHTA, MPH 3TOM TPAHCIO3ULUHU /10bo HOCST
HaIpaBICHHBIN XapaKkTep. 3HaYUTeIbHAs TOJIS UH-
cepuuii hobo 0OHapyKEeHA B OTHUX U TEX JKE CaTax
pPa3JIMYHbBIX JUHUN. ABTOPBI CUMTAIOT, UTO TaKast
CUTYyaIllsl MOXKET BO3HUKATh TOJIKO TOTJa, KOTJa
CyIIECTBYET F€HETUYECKH JeTePMHHHPOBAHHAA
nporpamma nepemenieanit MI'D hobo B renome,
c(hopMHPOBABIIIASICS B XOJE [UTUTEITLHOMN CENEKIIH
muann HA (Kaitmanos u ap., 1996a, 6).

B nccnenosanusx J1.3. KaiimanoBa coBMecTHO
¢ B.A. I'BO37€BBIM U COTpYTHUKAMH ITOKa3aHO, YTO
TPY BO3BPATHOM O0TOOpE HU3KOAKTHBHOM THUM LA
Ha BOCCTAHOBJICHUE a/IAIITUBHO BayKHBIX IPU3HAKOB
MIPUCIIOCOOJIEHHOCTH TIPOUCXOUT HECTydaitHoe
TiepeMeIeHre PsIa pETPOTPAHCTIO30HOB B TEHOME.
IIpu >TOM Habop CalTOB-MHINIEHEH TOCTATOYHO
orpannueH (Belyaeva et al., 1982; Pasyukova et
al., 1986; I'so3nes, Kaiinanos, 1990). [TonyueHHbIe
JaHHBIE TOCIYKUJIM OCHOBOW JJIsi pa3paboOTKH
aBTOPaMU CUCTEMbI CKPEITMBAHUHN, IPUBOJISIICH K
PE3KOMY YCHIIEHUIO HHYKIIHOHHOTO TTOTeHIIHaIa
nuann HA B H-E-cucteme THOPUIHOTO TUCTEHE-
3a. CoxpaHeHHEe TeHeTHYECKOl TeTeporeHHOCTH
B JIMHUSAX, AJTUTEIBHOE BPEMSI HAXOASIIUXCS IO
JaBJICHUEM OTOOpa, a TaKKe BHICOKUH ypOBEHb
MyTaOWIBHOCTH, TIO-BUIMMOMY, CBSI3aHBI C CYIIle-
CTBEHHBIMHU N3MEHEHHUSMH B CTIEKTPE JIOKAITH3AIIH
PETPOTPaHCIIO30HOB mdg ! v mdg3 m TpaHCTIO30HA
hobo. Beina chopmynupoBaHa TUoTe3a o CyIe-
CTBOBaHHMHU CUCTEMBI aalITHBHBIX TPAHCIIO3UIIHA:
M3MEHEHHUE MPHUCIIOCOOIEHHOCTH CEeNeKIIMOHHBIX
JUHUHI COTPSHKEHO C BHE3AITHBIMU U KOOPIUHU-
POBAaHHBIMH HECITYYaiHBIMHU TPAHCIIO3UITUIMHI
MI'D B renome. B memom mokazano (I'Bo3mes,
Kaiimanos, 1986; Bolshakov et al., 1994; Kaiiga-
HOB U Jp., 1996a, 6; Kaitnanos u ap., 1997), uro
JUINTENBHBIN 0TOOp, HAIIPaBJICHHBIN HA CHUKEHHUE
PETpOAyKTUBHON (DYHKIIUH IPO30(HITBI, IIPHBOTUT
K PE3KOMY YCHJICHHIO HECTAaOMIBHOCTH T€HOMA.
YpoBeHb reHOTUITHYECKON U3MEHYMBOCTH 3aBUCUT
OT HarpaeJeHusi 0TOopa. B nuHMsIX, mporreammx
oxosio 700 moxoneHuii HHOpUAKWHTA U 0TOOpa Ha
MOBBILIEHHYIO IPUCIIOCOONIEHHOCTh, COXPAHSIOTCS
MOJIHOPa3MEPHBIE W HETIOJHOPA3MEPHBIE KOIIHH
hobo aneMenTa, KOTOpbIE OTIPEACTITIOT MEXKITHHEH-
HBIE PA3JINYHS 10 CKOPOCTH MYTHPOBAHUSI.

B unOpennoii Huzkoakrupuou (LA) nuHun
BBISBIISICTCSl HHBApUAHTHAsI 0COOCHHOCTD pacipe-

JICTICHUS TPEX copia-IOAOOHBIX 2IEMEHTOB (mdgl,
mdg3 v copia) (Belyaeva et al., 1982; Pasyukova et
al., 1986). beiio mokaszaHo, 4To peJKue, CIOHTaH-
HBIE, CIIO’KHBIE (HEOTHOKPATHEIE, pa3HO00pa3HbIe)
TPAHCIO3UIIMM B HU3KOaJanTUBHOU LA nuHumM
WHOT/Ia COITPOBOXK/IAIIMCH BO3PACTAHUEM TPHUCIIO-
cobneHHoCTH. JIMHUM ¢ N3MEHEHHBIM MAaTTEPHOM
MOOHIIBHBIX 21eMeHTOB (LA) cimy>kunu oObekTamu
1151 0OpaTHOM CEJIEKLUH Ha ITOBBILIEHHYIO IPUCTIO-
COOJIEHHOCTh. B TMHUSIX, NPHOOPETIINX BBICOKYIO
MIPUCTIOCOOJICHHOCTh K (PHHATBHBIM TTOKOJICHISIM
otbopa, ObUTH OOHAPYKEHBI TPAHCIIO3HITUH MO-
OWJIBHBIX DJIEMEHTOB B CTPOTO ONpElEICHHBIX
XPOMOCOMHBIX caiiTax (ropsiaue caitol). beiio
MOKA3aHO, YTO U3MEHEHUSI B JIOKAJIM3ALHH TPEX MO-
OMJIBHBIX AJIEMEHTOB COIIIACYIOTCS C BO3PACTAHHEM
npuctnocodeHHocT. OCOOCHHOCTH pacIpeaese-
Hus mdgl O6bpuUIM TakKe W3y4YeHBI B JBYX JIMHUSAX
C HU3KOW MPUCTIOCOOICHHOCTHIO, OTOOPaHHBIX U3
JUHHUNA C BBICOKOW MPHCIOCOONEeHHOCThI0. CHU-
KEHUE NPUCTOCOOIEHHOCTH B 3THX JIMHUSX CO-
MIPOBOXKJAJIOCH SKCLM3HUAMU mdg ] U3 TeX TOPsIInX
CalTOB, KOTOPbIE OOBIYHO BHISBIISUINCH B IMHUSX C
BBICOKOH MpUCIIOCO0IeHHOCThI0. Ha ocHOBE 3THX
9KCIIEPUMEHTAIILHBIX JaHHBIX aBTOPbI MPEIIONO0-
YKHJTH, YTO MHCEPLMH TPAHCTIO3UIMH MOOHIBHBIX
3JIEMEHTOB B OIPECIICHHBIC JIOKYChl XPOMOCOM
MOTYT CHOCOOCTBOBAaTh U3MEHEHHIO IPHUCIIOCO0-
JIEHHOCTH T'eHOMOB. Takum 00pa3oMm, BIEpBbIe
OblIa YCTaHOBJICHA CBSI3b MEX/y HalpaBlICHUEM
0TOOpa W TepeMelIeHHEeM B TeHOME MOOMIIBHBIX
3JIEMEHTOB — PETPOTPAHCIIO30HOB.

I'maBHBIN BBIBOM, CAEJaHHBIIA Ha OCHOBE 0000-
LICHUI pe3yIbTaTOB MHOTOJIETHUX CEJIEKIIMOHHO-
TeHETUUECKUX DKCIIEpUMEHTOB Ha Drosophila
melanogaster, cBelics K TOMY, 4TO OTOOp, OCy-
HIECTBISIEMBIH MO pa3HBIM KOMITOHEHTaM MPHUCIIO-
COOJIECHHOCTH, PUBOAMI K CXOJHBIM Pe3ybTaram
(MoBnesa, MpuibaukoB, 2007). BuepBeie npen-
CTaBJICHBI JaHHbIE O BEJIMUYMHE YACTOT MyTallUi 110
reHaM JKU3HECIIOCOOHOCTH B MHOPEIHBIX JTMHUAX
HA, HA*, HA- nocne 400 nokosieHuii oroopa, a
TaKKe JUHAMHKA TeHETHYCCKHX M3MEHEHHUH MpH
otOope B MUHUM YOMHCKas HU3KOAKTHMBHas. Pe-
3yNBTAThl U3Y4YCHUS TCHETUYECKOM reTepOreHHOCTH
1 CHOHTAaHHOTO MYTAI[MOHHOTO Ipolecca B UH-
OpEIHBIX JTHHISIX TPO30(UITBI COTIIACYIOTCS C HIIe-
eit ML.E. JlobGammeBa (1947) o Tom, 9TO «U3MEHEHNE
HaIrpaBJeHHsT 0TOOPa WIIM YCKOPEHHUE €ro TEMIIOB
OHOBPEMEHHO COMPOBOXKAAETCS 00s3aTeIbHBIM
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MOBBIIIEHUEM MYTAaIlMOHHONW M3MEHYHUBOCTHY.
OnHUM U3 TONIOKEHNH 3TOH Hen ObIII0 TPU3HAHHE
[TyOOKOM CBSI3U MEXK/Ty IPOIIECCaMU aarTalui U
BO3HUKHOBEHUEM MYTAILIUMH.

B mporecce sBomonnn «0TpabaTHIBAIOTCS»
porpaMMbl nepeMenieHuii kot MI'D. Anan-
TUBHBIN CMBICII TaKUX NEPEMEUIEHU COCTOUT B
PEryasTOpHOM BIMSHUU Ha SKCIPECCUIO COCEIHUX
reHoB. Kormu mdg [ nokanm3yroTcsi B ydacTKax WH-
TEPKAJIIPHOTO TETEPOXPOMATHHA, HEPEIKO BOIM3U
T€HOB, KOHTPOJIMPYIOLIUX CHHTE3 TPAHCIIOPTHBIX
PHK, rucToHOB, Ipyrux KU3HEHHO BaXKHBIX KOM-
noHeHToB reHoma. Ilepememenue xonuit MI'D
OCYLIECTBIISETCS] KOOTIEPATUBHO, LIEJIBIMH OJIOKaMH,
T. €. B TPAHCIIO3UL[UHU BOBJICKACTCSI OTHOBPEMEHHO
KOMITJIEKC MOOWITEHBIX TeHOB. [laHHBIIH rporiecc Mo-
JKET UIMETh Ba)KHOE 3HAUEHUE B 3KCTPEMAJIbHBIX CH-
TyalHsiX, Ha IIPOBOKAIIMOHHBIX (pOHAX, HApUMED,
MIPU CENEKITUH 0 aIalTUBHO BaYKHBIM NPU3HAKAM
WM B €CTECTBEHHBIX YCIOBHSIX B MAJTOUUCICHHBIX
MOMYJSILUSIX Ha Kparo apealia, UCHBIThIBAIOLIUX
JKECTKOe JlaBieHue oTdopa. OTa niest Oblia mo-
TBEpXKJeHA 3KCrnepuMeHTalbHOo. DuHaNbHBIN
MAaTTePH «CETEKIMOHHBIX) JTMHUHN B OKCTIEPUMEHTE
MO JUTUTETILHON pa3HOHATPABIEHHON CENeKIUH B
JMHUH, ¢(HOPMUPOBAHHON U3 CMECH 4 N30TCHHBIX
JTUHAN, (POPMHUPOBAJICS LENBIMU OJIOKAMH XPOMO-
coM (T'opstakoBckast, Bacunbera, 1991).

Hecnyqaitasie Tpancnosummn MI'D B reHOME
MOIVIH OBITh MIPUYUHON BBICOKOW M3MEHYHBOCTH,
HaOro1aeMoit B JInHUM HA 1 pojicTBEHHBIX el UH-
OpenubIx TUHUAX. OJJHAKO OKOHYATENBHO J10Ka3aTh
TaKyl0 CBSI3b HE YJAJOCh, aBTOPBI IPOAOKAIOT
AKCIIEPUMEHTANbHBIN MOUCK HCTOUHUKOB T'€HETU-
YeCKOH HeCTaOMITHbHOCTH JTNHUH.

B nponecce cenexunn auann HA mo nosenen-
YeCKOMY ITPHU3HAKY —0JIOBOM aKTUBHOCTH CaMIIOB —
c(hOpMHUPOBAIIUCH MEXaHHU3MBI, ONPECISIOIINE
HaIpaBJICHHBIA XapaKTep TPaHCIO3HUIHH hobo-
AJIEMEHTA B TEHOME. DTOT BBIBOJ C/IcJIaH Ha OCHO-
BaHUU HEOXKHUJIAHHOTO PE3yibTara, MOJy4EeHHOIO
MOCJIe MPOBEACHUS MPOLETYPHl OTHOBPEMEHHON
M30TEHU3alNK OONBIIMX XpPOMOCOM JHHUU HA
(Katimanos u ap., 1996a, 0). M3orenu3zauus npuse-
J1a K PE3KOMY YBEJIMYEHUIO MOTEHLKAIA UHIYKIUU
mann HA B H-E-cucteMe THOPUTHOTO AUCTeHEe3a.
Taxoro a(hdekra He HAOMFOTATN TIPY N30T CHU3AITIHI
XpPOMOCOM BBICOKOAKTHBHOH nuHuUM BA. Jloka-
mu3anust hobo-3neMeHTa, TPOBEJCHHAS METOIOM
rUOpUAM3aLuY in Situ, TIOKa3ana, 4To YUCIO KO-

MU B M30TCHHBIX CYOIMHUAX YBEIHYHUIOCH IO
CpPaBHEHUIO ¢ UCXonHOM nuuuet HA npumepHo B
1,5 paza. Uanykius H-E-ruOpuiHOTO THUCTeHe3a
COMPOBOXK/IAIACh BOSHUKHOBEHHEM OOJIBIIOTO
YUCIIa MyTaITui Y THOPUIHOTO MTOTOMCTBA.

Taxum 06pazom, Ha BBICOKOMHOPETHBIX JTUHH-
SIX, UMEIOIIUX 00111ee TPOUCXOKICHUE, HO PA3JIH-
YAFOIIUXCS 10 TPUCTIOCOOUTETBHBIM CBOWCTBAM,
OBLIO TTPOJEMOHCTPUPOBAHO, YTO B IpoOIEecce
CEJIEKIIUH HaKaIIMBACTCS HOBas F€HCTHYECKas
M3MEHYUBOCTE, YTO MOXKET SIBIISITHCS MPUUHHOMN
BBICOKOH I'€HETHUYECKOM HECTAOMILHOCTH JIMHMIA.
BakHO OTMETHTB, YTO W3MEHEHHUE MPUCIIOCOOU-
TENbHBIX CBOMCTB CENEKTUPYEMbIX JTUHUUN SBIIS-
ercs caeactsueM nepemernenuss MI'D. Kaprtuna
BOCIIPOM3BOIMA.

Onnako momo0OHasT CUTyalus UMEeT MECTO He
TOJIBKO ISl TIPU3HAKOB, KOHTPOIHPYIONTUX TIPH-
CHOCOOJICHHOCTD WJTH KOPPEITUPYIOLIUX C MTPHUCITO-
COOJICHHOCTBIO, HO, KaK OyJIeT BUJIHO HUXKE, JJIs
JOOBIX KaTeropHid KOJMYECTBEHHBIX MPHU3HAKOB,
KaK CBS3aHHBIX C TPUCIIOCOOIEHHOCTHIO, TaK H JUIS
MOP(OIIOTHIECKUX TPHU3HAKOB, HE CBSI3aHHBIX C
npucnocoOieHHOCThIO (Bacuibesa u ap., 1987a, 0;
Mackay, 1988; Ratner, Vasilyeva, 1989; T'opsiu-
koBcKasi, BacunbeBa, 1991; Mackay et al., 1992;
3abanoB u Ap., 1995; Bacunbeesa, Pataep, 2000).
Ha renernueckoii cucreme, popMHupyroIien Heror-
HYTO paJfaIbHYO KUKy KPbUIa Ap030(UIIb, OBLTH
OJIy4eHbI HOBbIC HHTEPECHbIC (pakThl (Bacuinera
u ap., 1987a, 6, 1998a, 6, 2000, 2008; ['opstakoB-
ckas, Bacunbesa, 1991; BacunneBa, Patuep, 1994,
2000, 2004; Patuep, Bacunnena, 2000; Bacunbena,
2005; Anaronenko, Bacmisena, 2006, Bacunnena,
AHTOHEHKO, 2010). Y1amocs KapTHpOBaTh paifOHbBI
JIOKAJW3alMU TOJIMTC€HOB, BBISIBUTD «IIOJIUTCHBI
Oonbroro adgdexra» u 0OHAPYKHUTH CHIIbHEHIIICE
B3aUMOJICHCTBUE MEXK Y PEIICCCUBHBIMU OJTUTOTe-
HaMU CUCTEMBI XKUIIKOBAHUS KPbLIA, a TAK)KE B Ce-
PUH CENIEKIIMOHHO-TEHETHYECKUX IKCTIEPUMEHTOB
TTOKa3aTh HAJTMYXE COMPSHKEHHOTO OTBETa Ha 0TOOP
KOJIMYECTBEHHOTO MpU3HAaKa 1 nmarrepHa MI'D.

lunore3a y4actusi MOOMIIBHBIX TEHETHYCCKUX
AJIIEMEHTOB B AKCIPECCUU TMOJIIUTCHOB, NEUCTBYIO-
mux Ha (oHe PEerieCCUBHOTO reHa radius incom-
pletus, ObplTa IpOBEpEHa B HECKOJIBKIX BapHaHTax
CEJICKIINOHHO-TCHETHUECKUX DKCIIEPHUMEHTOB, KO-
TOPBIC TIPEIICTABIISUTH COOOM pa3HOHAIIPABICHHYIO
JUTATEJIBHY0 MaCCOBYIO CEJICKIUIO 10 (peHOTHUITy
KOJIMYECTBEHHOTO MpU3HAKA.
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B skcnepriMeHTe Oblla UCTIONB30BaHA TETEPO-
reHHas nadoparopHas tuaust Drosophila melano-
gaster (riC), 0coOM KOTOPOH HECYT PELECCHBHYIO
MyTamuio radius incompletus, ri, SBISIONIYIOCS
pernpeccopoM IIEHTPATFHOTO YUacTKa paanaIbHON
KUIKH Kpbuia, L2. KpoMe ToTo, B CENeKITMOHHBIX
SKCIEPUMEHTAaX UCII0JIb30BaHbl H30T€HHbIE INHUU
Ne5,9,24,40,49 u 51, BeiBeieHHbIe U3 TuHUU riC
¢ nomouipto danancepuoit muaun M5; CyPm; DS
(BacmseBa, 2004). Bo Bcex akcriepuMeHTax WMc-
TIOJTE30BAJICS METO/] PA3HOHAIIPABICHHOH CEEeKITH
110 (PeHOTHUITY KOJTMUECTBEHHOTO NpHr3HaKa. C ojHOM
CTOPOHBI, CEJICKIIMs Obljla HaNpaBjeHa Ha BOCCTa-
HOBJICHUE Pa/IMATBHON KIJIKU KPbLIa 10 PeHOTUTIA
«JIMKOTO THIIa», IIO3UTHBHEIHN 0TOOD ($1), C Apyroi
CTOPOHBI, OTOOP OCYIIECTBIISIICS Ha TOJTHYIO AITH-
MuHaruio L2, HeraTuBHBIH 0TOOD (5—).

Bcero nmpoBezieHO yeThIpe SKCIEPUMEHTa 0
JUTMTEJIbHOM MacCOBOM pa3HOHAIIPaBIEHHOHN ce-
JEKIUH:

1. Cenexnust B rereporenHoit auanu (7iC) B
teueHue 80 MOKOJICHUI.

2. Ceneknyisl B JIMHUH, TTOTYUYECHHON U3 CMECH
4 M30reHHBIX JIMHKH, B TeueHHE S0 MOKOJICHHH.

3. Cenexuus B uzoreHHoi nuanu Ne 49 nocrne
y-o0irydeHus B TeueHue 70 MOKOJICHUH.

4. Cenexkuust B n3orennor muunu Ne 51 mocae
TSDKEIIOTO TeMITepaTypHOro Imoka. [ Ipr 3ToM 1 rmo3u-
THUBHBIH (S+), ¥ HETAaTUBHBIN (S—) BapUaHTHI 0TOOpa
OCYIIECTBIISUTH B IBYyX HE3aBUCUMBIX TIOBTOPHOCTSIX.
DKCTIepUMEHT Tpoobkaics 70 moKoiIeHuH.

Cpennue peHOTHITNYECKUE 3HAYCHUS IPOKCH-
MAaJILHOT'O U INCTATIHLHOTO ()ParMEHTOB PaIHaIbHOM
JKUJIKH KPbLTa BCEX JTHHUN-YYaCTHUKOB JKCIIE-
pUMEHTA TPEICTaBICHBI B Tabm. 7. M3 maHHBIX
Taba. 7 BUAHO, YTO POJOHAYAIBHUK BCEX JKC-
MEepUMEHTAIBHBIX JUHUM — reTeporeHHas Jiu-
Hus riC JOCTOBEPHO OTJINYAETCSA MO BEIMYHMHE
MPOKCUMAIBHOTO M JIUCTAIBHOTO ()parMEeHTOB
panuaIbHON KIIKA KPbLIa OT «CENEKIIMOHHBIX)
JWHAW, ¥ BCE M30TCHHBIC JTMHUU 3HAYUTEIHHO
pa3IMyaroTcs Mo BeIUYMHE 000MX (PparMeHToB
(puc. 3, a). Kpome Toro, ciesyer OTMETHTD, UTO BO
BCEX CENEKIMOHHO-TEHETHUECKUX dKCIIEPUMEHTaX
0TOOp 3aBepIIaCs OMUHAKOBBIM 00pa3oM, T. €. B
MMO3UTUBHOM HAIIPaBICHUN OTOOpa BCE OCOOHM B
¢bunHaNe 0TOOpPAa MMENTN COMKHYTHIN JKFIJIOTHBIH
Ty, KaK B «JUKHX» momyssinusix (puc. 3, 0). B
HETaTUBHOM HaIlpaBJICHUM OTOOpa B (pUHAJIC BCE
ONBITHBIE 0COOM MPAKTUYCCKU OBLIN JIMIICHBI

paauanbHOM KWUIKU Kpbuia (puc. 3, B). [Toatomy
B Tabin. 8 MpUBOIATCS pa3sMephl JUCTAIBLHOTO U
MTPOKCHMATBHOTO (DParMEeHTOB PaIHaIbHOM KKK
KpBLJIa TOJIEKO OTHAXKIBI.

[Ipu 5TOM cemyeT y4ecTh, 4TO BCE MPEACTaB-
JICHHBIC B TaOMN. 8 JIMHUW Pa3MHOXKAIOTCS B J1a00-
PaTOPHBIX YCIOBUSIX ACCATKH U COTHU MTOKOJICHUH
Y HE U3MCHSIIOT XapaKTepHOro il HUX (heHoTu-
IMUYECKOTO BhIPAXKEHUs (parMeHTOB. ITO O3HAUA-
eT, 4T0 (PeHOTUITUYECKOE MPOSBICHUE Pa3MepOB
(hparMeHTOB paJvaTbHON JKMIIKH KpbLIa 3aBUCHT
OT TEHETHUECKOTO OKPYKEHHSI B BUJIC ITOJTUT'CHOB.
CrenoBarenibHO, MOJKHO C YBEPEHHOCTHIO TOBOPHTH
0 TOM, YTO TeH radius incompletus KOHTPOIUPYET
MopQoreHe3 paraibHON KUIKH Kpblia Drosophila
melanogaster v CyIIeCTBYET TeHETUYECKasi cucTeMa
SKCIPECCUM B BUJI€ TIOJIUTEHOB, IEUCTBUE KOTOPOM
MPOSIBIISIETCSI TOJILKO TOT/A, KOTZA T€H TIIABHOTO
a¢dekra TMMUTHPYET MOpdoreHes.

CeneKkurnoHHBIE YKCTIEPUMEHTHI COMPOBOXKIa-
JIUCh HE TOJHKO aHAJIU30M WM3MEHEHHS KOJIHMYe-
CTBEHHBIX TIPHU3HAKOB (pa3Mep MPOKCHMAaIbLHOTO
W TUCTALHOTO (pparMeHToB L2), HO M aHATH30M
pucynka MI'D B HauanbHBIX B (PUHATBHBIX TOKO-
JICHUSIX 0TOOpA.

MeTtogamMu uccJjie0BAaHUS MATTEPHOB (pH-
cyHkoB) MI'D sBnsnuchk rubpuausanus in situ
30H/I0B, cojepxamux ¢pparmentsr JJHK MI'D
mdg2, BCTpPOCHHBIX B BEKTOP W MEUCHHBIX PaJIHO-
aktuBHOMN MeTkoi (H3-T) (puc. 4).

[arrepusl mdg v hobo nccnenoBanm METOIOM
¢moopecuenTHol in situ Tnbpunnzanuu (FISH)
(puc. 5). O6a Tuna rudpUIN3aUK OCYIIECTBISIIN
C MTOJTUTEHHBIMHA XPOMOCOMaMH KIIETOK JIaBJICHBIX
MIpeTapaToB, IPUTOTOBJICHHBIX U3 CITFOHHBIX JKEJe3
JIUYUHOK, B3ATBIX M3 KOHTPOJIBHOW U CEJIEKIIUOH-
HBIX JIUHUH Drosophila melanogaster.

Cxopoctb Tpancnozuiuit MI'D oneHuBamu mno
bopmye:

__Anxm
nx(m-—n) ’

T7Ie A — CKOPOCTh MHAYKIIMH TpaHcmo3uiuii MI'D
Ha CaliT Ha TeHOM 3a IIOKOJICHUE; A1 — CpelTHee nC-
JIO BO3HUKIIIMX HOBBIX TPAHCIIO3HIINH Ha BBIOOPKY,
N — YHUCIIO CalTOB ¢ xomusMu MI'D B HCXOTHOM
W30TeHHOW JIMHUH, 711 — 00ITIee YHCIIO TIO3UIIHIA KOH-
KkpetHOTo MI'D B reHOMax BCEX JIMHHI: B TETEPO-
renHo# sinHuH 7iC 10 00pabOTKHU; B FeTEPOTreHHON
muaum 7iC mocne cTpeccoBoit 00paboTku u B 18
M30TCHHBIX JIMHUSX, BBIBEJCHHBIX U3 riC.
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Puc. 3. Kpsuio D. melanogaster ¢ pa3nmuaHO# SKCTIpec-
cueii reHa radius incompletus, ri.

Kpbuto B xoHTponbHO# juaMH, #iC (2): TPOKCUMAIbHBINA
¢parment (1); aucTanbHBIN (parMeHT pagHaIbHON KUIKH
KpbUTa, L2 (2); KpBUIO B JIMHUH MMO3UTUBHOM CeNeKInu (s+)
(0); KpBIIO B TMHUY HETaTUBHOHU ceJeKunu (s—) (B).

Wnest sxkcniepumeHToB npocta. Eciu B reHoMe
Opo30(pWIbI TOTUTEHBI, KOHTPOIUPYIOLINE IKC-
Ipeccuro reHa ri, 1 konuu MI'D nucnepcHo pac-
MIpeIeTICHBI TI0 CETMEHTaM MO TEHHBIX XPOMOCOM
(mmronormdeckas kapra bpumkeca), TO MOXHO
MIPEICTaBUTh, YTO UMEIOTCS:

1. CerMeHTBI XpOMOCOM, HE COIEpKaIle HU
IIOJIMTEHOB, HU Kormii MI'D.

2. CerMeHTBl XpOMOCOM, COAEPIKALLIUE TOJIBKO
MTOJINTEHBI, OTKJIMKAIOIINECS Ha IaBIeHHE 0TOOpA.

3. CerMeHTHI XpOMOCOM, COTIEpIKaIIHe He3aBH-
CHMBIE APYT OT ApyTa MoNurensl u ko MI'0O, He
y4acTBYIOIIHE B OTBETE Ha OTOOP.

4. CerMeHTHI XpOMOCOM, COJIEpIKaIlNe OIHUTe-
HBI 1 Koruu MI'D, n3MeHstomue (yCHINBaIOIIIe
WA OCNabNAronIne) SKCIPECCHUI0 TTOJUTEHOB.
Taxue ko MI'3 MOTYT HTpaTh poitb MOTUBHKA-
TOPOB M aJaITUBHO OTKJIMKATHCS HA OTOOP.

Ecnu B pesynbrare pa3HOHANpPABICHHOHN ce-
JIEKIMHU 10 (PEHOTUITY KOIMMYECTBEHHOTO NPU3HAKa
«CETEKIMOHHBIe» TUHHH (S+) U (s—) B puHaze Oy-
YT XapaKTepU30BATHCS HE TOIIHKO KOHTPACTHBIMH
3HAYEHUSIMH PU3HAKA, HO M KOHTPACTHBIM PUCYH-
koM MI'D, TO ¢ ompeieNIeHHO [1071e BEpOSTHOCTH
MOXHO Oyzmer cuurtarb, uto MI'D nmpuHuMaroT
y4acTHe B KCIIPECCUU Te€Ha i, KOHTPOIUPYIOLIETO

Taoauna 8

Cpennee 3Ha4eHUE MPOKCHMAIBHOTO (pX) ¥ JUCTANBHOTO (df) hparMeHTOB
panuanbHOU >xunku Kpbuta (L2) B paznuunbix nunusax Drosophila melanogaster

Tuans " IIpokcumarbHblii pparmMeHt, px | JlucTanbHblil pparMent, dt
X+ S)—( X+ S)—(

riC 300 1,96 + 0,02 0,30 +£ 0,03
ris™ 300 0,39 £0,01 0,00
rist 300 3,77 £0,01 2,20+0,01
M3orennas munus Ne 51 100 2,09 + 0,06 0.78 + 0,05
JIO XUT-IIIOKa
W3orennas munus Ne 51 100 2,36 + 0,06 1.87 + 0,07
MOCJIE€ XUT-IIIOKA
W3orennas muaus Ne 5 100 1,88 £0,03 0,67 + 0,06
W3orennas muaus Ne 40 100 2,02 £0,05 1,13+ 0,07
W3orennas munus Ne 24 100 1,66 £ 0,04 0,00
W3orennas nuuus Ne 9 100 1,00 £ 0,04 0,00
W3orennas munaust Ne 49 100 1,86 + 0,04 0,00
710 Y-00Ty4eHus
W3orennas nmuaust Ne 49 100 2,15+ 0,03 102 40,04
ocIte y-o0rydeHust
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CEJIEKLIMOHUPYEMBIN NIpU3HaAK. B TakoMm cirydae B
X0J1e 0TOOpa OYJeT OTMEUEH COTPSKSHHBIN OTBET
Mpu3HaKa u pucynka MI'3.

Eme pa3 noguepkHeM, 4TO BO BCEX AKCIEPU-
MEHTAaX CEJeKITUS 1 B TO3UTHBHOM, 1 HETAaTHBHOM
HaIpaBJIeHUAX MO0 (EHOTUIY MPOKCHMAIBHOTO
U JHUCTaJbHOTO (hparMeHTa pajnajbHON KHIKA
KpbL1a Obl1a 5 HEKTUBHOM.

[lepBblil PKCIIEPUMEHT, BBINOJHEHHBIM Ha re-
TeporeHHOH jJaboparopHou JmHUH 7iC, TTOKa3al
(tabm. 9), uro Bcero B mcxoaHo juHUU riC 00-
HapyxeHo 39 caiiToB, u3 HuX B 16 caiitax mdg?2
cTaOWJIBHO MPUCYTCTBYET Ha BCEX Mpernaparax, Ha

OCTaJIbHBIX 23 Mpenaparax MeTKa HecTabuIIbHa, T. €.
OTCYTCTBYET B HEKOTOPBIX caiitax. B Tadmn. 9 mpex-
CTaBJICH COKpAILIEHHbIH BapuaHT narrepua MID.
PucyHOK NpUBEIEH TOJIBKO MO TE€M calTaM KapThl
Bpumxeca, B KOTOPBIX MPOM3OIILT H3MEHEHHUS PH-
CYHKa B «CEJIEKIIMOHHBIX)» JIMHUAX 110 CPAaBHEHUIO
¢ KoHTposieM. TakuM 00pa3oM, cyas Mo JaHHBIM
Taln. 9, B pe3ynbrare pa3HOHANPABICHHOH CEIEKIUH
B (PMHAITLHBIX TIOKOJICHHUSIX 0TOOPa C(HhOPMUPOBAIICS
COBEPILIEHHO WHOM marTepH MI'D 1o OTHOIIEHUO
K UCXOJIHOW nuHUHU. bonee TOro, KOHTpAaCTHbIE
«CEJIEKIIMOHHBIEY JIMHUN MTPUOOPEITH MPAKTUIECKU
KOHTpacTHbIN narrepH MI'D. Ocobo cnenyer noj-

10 MKM

Puc. 4. Pesynbrarsl rubpuansanuu in situ 30072, cofepxariero pparment JJHK mdg2, c romonoruaHpIMu yqact-
KaMH TOJIUTEHHBIX XpoMocoM D. melanogaster manuu Ne 51.

Puc. 5. Pesynbrarsl (QaroopectieHTHON in
situ ruopunamzanuu (FISH) 30u1a, conep-
xamero ¢parmest JHK moOGunbHOTO Te-
HETHYECKOTO AJIEMEHTA C TOMOJIOTHIHBIMH
y9acTKaMH TIOJIUTEHHBIX XpOMOCOMEI (2R)
Drosophila melanogaster.

CrpenKoil OTMEUEHB! OTCYTCTBUE (@) U HAJIM4YHe
(0) caiita 47B.
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Tadsmua 9
[TarTepn noxanuzanuu mdg2
B KOHTpObHOU JauHUH (7iC)
1 uHANbHBIE PUCYHKH 1tociie 80 MOKOIeHUH
HETaTUBHOM (S—) M MO3UTHUBHOM (5+) CeJIeKIUH

Cenexuus
(riC) () (s+)
Bpukeca n=33 n=18 n=16
X 3C *2) - -
4B *4) - -
6F *(7) -
16F *9) -
17C *9) -
18EF *9) -
2L 25A *4) - -
30A -
40A
42E
42F
43B
46A
47D
56A
3L 62D - - +
63A
64A
64D
65E
66A - - +
69A - + -
70E -
76A
79E
3R 84
85D
86D
87E
88E
88F
89A
93B
93F
94D
96F
97E
98E
99B

CaiTel
KapThI

KonTposns

+ 4+ + o+

+ |
I+

*(Il) —
*(11) —

+ 4+ +

*4) - -

*(5)
*5) - -

*(5) -
*(3) -
*(8)

*(2) - -
*(3) - -
*(4) - -
*(7) - -

+ +

*(5)
*(5) -
— * (7) —

*(8) - -

IIpnmeuanne. 31eck U B TEKCTE «+» O3HaYaeT CTaOMIBHOE
(T. e. Ha Bcex mpenaparax) Hanmuuue kormuu MI'D B caiitax,
«—» — orcyrcrBue konuu MI'D Bo Beex caiirax, *() — uncio
HperapaToB ¢ MOIUMOP(HBIMH CAUTaMH.

YEPKHYTh, UTO MATTEPH JIOKAJIU3AIMHU Mdg2 MKy
(st)- 1 (s—)-MuHUAMHU B (PUHATBHBIX TTOKOJCHHUIX
CEJIEKIIMU Pa3Iuyacs mo 27 caitam.

[Ipu 5TOM MpakTHYECKH B MOJIOBHHE CIIydacB
TE€ CANTHI, KOTOPBIE OBIITH 3aPUKCUPOBAHEI B IIO3H-
THBHOM BapuaHTe 0TOOpPa, ObLIN AITUMUHUPOBAHBI
B HEraTMBHOM BapuaHTe 0TOOpa U Hao0opoT. 1o
caiity 70E paznuunie He3HAUUTEIHHO, TO-BUAUMO-
My, JIMMHHAIUS B BapuaHTe (S—)-0TOOpa erie He
3aBepiiack. Takoe pe3koe pa3nire B IaTTepHax
MI'D B ABYX IPOTHBOMOJOXKHBIX BapHaHTax ce-
JIEKIIUH 32 OTPAHUYEHHOE YUCIIO TTOKOJIEHUH BPS
JIA MOTJIO CTIOKHUTHCS TI0 CIIyYalHBIM MPUIMHAM.
Bo3moxno, pucynok MI'D umMeer oTHOIIEHUE K
HKCHPECCHUU T'eHa, KOHTPOJIUPYIOEro (GpeHoTun
KOJIMYECTBEHHOTO TMPHU3HAKA, HAXOAAIIETOCS O
CEJICKIINOHHBIM JIaBJICHUEM.

OpmHako B CHIIy TOTO YTO B IKCIIEPUMEHTaxX
BCETJla UMEET MECTO OIPaHWYEHHOE YHUCIIO aHa-
JU3UPYEMBIX MOJUTEHHBIX XPOMOCOM, MOXHO
NPEINOI0XKUTh, YTO CAUThI, B KOTOPBIX KOIHHU
MI'D nokanu3yroTcs ¢ HU3KOH 4acTOTOU, HE OBLIH
obHapyxensl B muHuH riC. Kpome Toro, ceekius
COTMIPOBOXKIAETCS MPOIeCCaMi MHOPUIMHTA U
npeiida. [Ipu 3rom nomumopdHbIe calThl OO
(PUKCUPYIOTCSI, T. €. CTAHOBSITCS «CTAOUIBHBIMUY,
6o smumMuHUpYtoTcs. [Ipomeccsl dukcaruu u
SNMUMHUHALMK CaUTOB Jlokanu3zanuu MI'D moryt
MPOUCXOANTH KaK IO aJalTHBHBIM, TaK U TIO
CIy4JailHeIM npuduHaM. TakuMm 00pa3oM, MOKHO
MIPEANOI0KNUTh, YTO pa3auuHblid nartepHn MI'D B
«CEJICKITMOHHBIX)» JIMHUSAX €CThb PE3YJbTaT CelIeK-
LHUH, HO MOXKHO MpPEnnoiaratb, 4YTo U3MEHEHHUE
narrepHa MI'D He nMeeT npsAMOro OTHOLUEHUS K
CEJIEKIIMOHHOMY TTPOIIECCY.

[ToaTomy perieHo OBUIO TOCTPOUTH IKCIIEPH-
MEHT Ha IMPUHIMIHAILHO APYTOM T€HETHUYECKOM
Marepuaie. DKCIIEpUMEHT ObLI OpraHu30BaH Ha 4
M30TeHHBIX JIUHUSIX, KOTOPbIE XapaKTePU30BaTIUCh
cTabmibHBIM narTepHoM MI™D 1o Bcem caiitam n'y
KOTOPBIX MPEABAPUTEITHLHO OBUTH 3a(UKCUPOBAHEI
pucynku MI'3. Ocobu >TuX TUHUNA OBUTH B paB-
HBIX IPOIMOPIUSIX CMEIIaHbl B OJHY BBIOOPKY, U
notoMku F, OT Takoi cMecu ObUIM pa3/ieicHbl Ha
JIBE BBIOOPKH, KaX/1as U3 KOTOPBIX IO/IBEpPraiach
pa3HOHAIIPABIEHHOMY OTOOPY, KaK U B IPEIbIIY-
meM 3kcrnepuMmenTe. B tabm. 10 mpeacTaBieHbI
pucyHku mdg2 B 4 W30T€HHBIX JUHUAX, B F) 1 B 2
«CENEeKIMOHHBIX)» JUHUAX nocie 30 u 60 nokose-
HUU CEJICKIIHH.
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Ta6auna 10
[lartepH nokanu3anuu mdg2 B U30TCHHBIX JIMHUSAX,
B F;, oT cMecu 4 n30reHHbIX TMHUN U B (ST)- U (S—)-CENEKIIMOHHBIX JIMHUAX

W3oreHnble TMHUU Cenexus
(st) (s-)

F30732 F56762 F30732 F56762
_ + + _

Caiftbl
KapThl F

Bpumkeca Ne 5 Ne 40 Ne 24
X 4C
6F
16EF
17C
18EF
2L 26C
30A
32C
34A
39C
2R 41B
42E
43A
43B
45D - — + +
49D
51D
S56A
56E
3L 60C
62B - - - - -
62D — - — - -
63A - - - - -
64A - - - - -
65A + +
65E - -
66A
67E
75A
T6A
79E — - - - -
3R 82E
85D
86D
87E — - - - - *
88E - - -
88F — + —
89A - - + -

Z
O
()

+ o+ + o+
+ +
+ o+ +
+

*(3) *(1)

+ o+ o+ o+ o+ o+ o+
+ 4+ 4+ + + + o+
|
+ o+ + + + o+ o+
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+ o+ + + o+ o+ o+ +

+
+ +
+ o+ + + o+ o+

+ +
+ o+ + +

o+ o+ o+ o+
+ o+ + + o+
|
|

+ o+ o+
+

- - *(1)
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|
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+ o+ +
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Oxonuyanue Tadaunp! 10
Caiitl W3orennsie nuaum Cenekuus
SapTH N5 | N4 | Ne2d | Mo | 2 &0 &)
bpuieca ] ] ] ] Fyo3 Fs6 62 Fyo3 Fso 6
90B + - - + + + + + +
93F - - - - . - - -
96A + + + + + + + + +
96E - — + + + - + +
98E + - + - - *(1) + - -
98F + - - — - + + — —
998 - - - - ||
100C - - - + - + + *(1) *(1)
Obmee 28 22 25 25 33 36 32 29 28
YHUCJIO CaAaUTOB

[Mpumeuanue. * [Tonumopdusle caiiTer; ¢ — nHcepn MI'D.

Pesynbrarel 3TOr0 SKCIEPUMEHTa MO3BOJIMIH
CAeNaTh psiJi BEIBOAOB, KACAIOIIUXCS XapakTepa
(hopMupoBaHHs pUCYHKA mdg2 B «CETEKIHUOHHBIX)
JTUHHSIX

1. Kaxxnas u3 4 y4acTByIOLIUX B HKCIIEPUMEH-
T€ M30TEHHBIX JTUHUHN 007amana cTaOWIbHBIM U
creru(pUUeCKUM PUCYHKOM JIOKaIU3auu mdg2 u
pa3Iu4YHBIM (EHOTHIIMYESCKUM TMposiBieHueM L2
(cton6. 2-5 B Tabmn. 10 u crond. 3—4 B Tabx. §).

2.V nByx uzoreHHbIx JuHUH (Noe 9 u Ne 24)
OTCYTCTBOBAJl JTUCTAIBHBIN ()parMeHT, a y ABYX
Ipyrux m3oreHHBIX auHud (Ne 5 um Ne 40) Benu-
YHHA JUCTAIBLHOTO (parMeHTa Oblia BBIIIE, YeM
B KOHTpoJbHOM nuHuM riC. CpenHee 3HaUEHHE
JUTMHBI IPOKCUMAJIBHOTO ()parMeHTa paanaibHO
JKWJIKM KPbUIa COOTBETCTBEHHO B JMHUSAX Ne 9,
24, 5 u 40 6sw10 pasHo 1,26 + 0,03; 1,54 + 0,07;
2,73+£0,08; 3,13 £0,08. Cpemuss mirnHa TUCTATb-
HOTO (p)parMeHTa B ITHX JIMHUSIX COOTBETCTBEHHO
6su1a pasua 0,00; 0,00; 0,67 + 0,06; 1,13 = 0,07.
B nunun 7iC pa3mepsl px U dt COOTBETCTBEHHO
paBub 1,96 £ 0,02; 0,30 £ 0,03.

3. Pucynoxk noxanmzanuu mdg2 B F, mpencras-
JI5171 CO00M CyMMapHBIH pUCYHOK MOOMIIHHOTO dJTe-
MEHTa BO BceX 4 M30T€HHBIX JIMHUSX, UCKITIOUCHHE
COCTaBHJI TOJIBKO calT 51D.

4. B QuHanbHBIX MOKOJIEHHUSAX OTOOpa Mo Ko-
JMYECTBEHHOMY NPU3HAKY B MO3UTHBHOM (St) H
HETaTHBHOM (S—) HaIPaBJICHUSAX CPOPMHUPOBAICS
pasnuuHBIA pucyHOK mdg?2. Koaddurment koppe-
TSN MKy pucyHkoM MI™D B IO3UTHBHOM (S+)

Y HeTaTuBHOM (S—) BapuaHTax paset 0,018 +0,147.
Takas BenmunHa K03 (QUIMEHTa KOPPEISIUU CBHU-
JIETETBCTBYET O TOM, UTO B (PUHAIBHBIX TIOKOJICHHSX
B JIBYX MPOTHBOIOJIOKHBIX HANPaBICHUAX 0TOOpa
chopMupoBalICs pa3u4HbI TarTepH M.

5. Ilo3utuBHEBIN 0TOOP (S+) COTPOBOKIATICS
(hopMupoBaHreM crienn(UIECKOTO pUCYHKA mdg 2,
B KOTOpPOM ObLITH 00HApYKEHBI MHCEPIIMH B CalTax
62B, 62D, 63A, 64A. B (pvHAIBHBIX TTOKOJICHUSIX
oTOopa rpou3sonuia (GuKcarys 1Byx caitos (62B u
62D), a caiiTel 63 A 1 64A O6puH yTpadeHsl. Kpome
TOTO, OBUTH OOHAPYKEHBI HHCEPIINH B caifTax 79E,
87E u 93F, HO oHM ocTanuch MOJIUMOPGHBIMH,
BEpOSITHEE BCETO, NIOTOMY, YTO OHU BO3HHUKIIH C
OYeHb HHU3KOW YacTOTOM, MOATOMY B (hPMHAJBHBIX
MOKOJICHUSIX OCTaBaJIMCh MOJIMMOPGHBIME Oojee
MTPOIOIDKUTEITFHOE BPEMSI.

6. HeratuHEI 0TOOD (S—) B OCHOBHOM COIIPO-
BOXJIaJICSl yTPATO MHOTMX CaWTOB JIOKAJIM3ALIUU
mdg2 1o CPaBHEHHWIO C MCXOIAHBIM PUCYHKOM. B
9TOM HaNpaBlI€HHU O0TOOpa HOBBIX CAWTOB JIOKa-
mu3aruu MI'D He Ob110 00HApPYKEHO.

7. Temm oTBeTa Ha OTOOp MPU3HAKOB H B TIO-
3UTHBHOM, U B HETaTHBHOM HAIPaBICHUAX OBLI
ropaszio BhIIIE, YeM IIPU 0TOOPE Ha FeTEPOreHHOM
Marepuaie. B aToMm Bapuante oT00pa CeneKIoH-
HBI€ IMHUU JTOCTUIIIA CBOETO TIIATO 0 KOJITUYECT-
BEHHBIM ITPHU3HAKaM K 60-My TIOKOJICHHIO, TOTJIa KaK
Ha TETepOreHHOM MaTepralie CeIeKIns poI0JIKa-
JIach B HETAaTHBHOM HarpasJieHIH 0TOopa 6oiee 80
MOKOJICHHU. DTO MOJKET CBUJICTEIIbCTBOBATH O TOM,
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YTO CEJIEKIIHs OCYIIECTBISAETCS He M0 OTJEeNIbHBIM
reHam, a 10 peKOMOMHAIIMOHHBIM (parMeHTam
xpomocoM. Takum 00pas3oM, MO UTOram 3TOTO
HKCIIEPUMEHTA MOXKHO CAEJATh BBIBOA O HAIWIUU
COIPSKEHHOTO OTBETA Ha 0TOOP KOJIMYECTBEHHOTO
npu3HaKa u pucyaka MI'D.

Opnako TpebOBaNOCH MONYYHTH ele Ooiee
yOeauTeNbHbIE apTyMEHTHI B [10J1b3Y BBIABUHYTOTO
npeanonoxkenus o6 yyactun MI'D B oTBeTe Ha
otbop. C 7ToM 1eabio OBLIT OPTaHNW30BaH CENEK-
LUOHHBIM 3KCIIEPUMEHT, B KOTOPOM B KauecTBE
y4acTHHUKA Obljia UCTIONH30BaHA N30T €HHAs JIMHUS
No 49. Jlannblie npeacTaBieHsl B Ta0m. 11.

['OMO3UTOTHOCTD M30T€HHOW JTMHUH ITOATBEPK-
JaeTCs ¥ TEM, YTO BCE CANTHI JIOKAIU3aLUH mdg2 B
Het MOHOMOP®HEI, T. €. Korny MI™3D pucyTCTBYIOT
Ha BCEX HCCIEIOBAHHBIX AABJIECHBIX IIpernaparax
CIIIOHHBIX eJe3 JIMYMHOK. B Takol curyanuu
TreHEeTHYeCcKoe pa3zHooOpasne MoJUreHoB, KOHTPO-
JUPYIOLIMX IKCIIPECCUIO T'eHa IIaBHOTO P deKTa
7i, IPAKTHYECKH OTCYTCTBYET, U B TAKOH CUTYyallMn
BPSJl TU MOKHO OBLTO OXHUAATh (P(HEKTHBHOTO
TEHEeTHYECKOIO TPEHAa Ha OTOOP MO KOJIMYECTBEH-
HOMY IPU3HAKY.

IToaToMy TMHUS pe/IBApUTENTHHO ObIIIa ITOIBEPT -
HyTa Y-00JIy4eHHIO KaK BOBMOKHOMY HCTOYHHUKY,
BBI3BIBAIOLLEMY TpaHcno3uuuu MI'D, a cnenosa-
TEJIHO, U CLIOCOOHOMY CO3/1aBaTh HOBOE TCHETH-
YyecKoe pazHooOpasue 1o nonureHam. B noromcrse
F| ot 00sydeHHBIX caMIiOB ObLIO 3a(MKCUPOBAHO
HECKOJIbKO HOBBIX MHcepimit MI'D. B teuenue 12
MOCTIEYIOINX MOKOJCHUH OOIyYeHHYIO JTHHUIO
(6e3 MONOTHHUTENHHOTO O0IyYEHUS) Pa3MHOKAIH
MyTeM CBOOOIHOTO CKpeluBaHusi, U B F|, BHOBb
onu1 3adukcupoBaH pucyHok MI'D. Oka3amocs,
YTO K 3TOMY MOMEHTY YHCJIO TPAaHCIIO3UIMN pe3-
Ko Bo3pociio (tabi. 11, cronberr 4). DTo siBICHUE
Ha3BaJIM MPOJOHTauuel aercTBus paguauuu. C
F|, ObIT Ha4aT CeNEeKIMOHHBIN SKCIIEPUMEHT. MBI
HNpUBOANUM (DHHAJIbHBIE TATTEPHBI mMdg2 B ABYX Ba-
pHaHTax CEeNEKIIMOHHOTO dKcniepuMenTa (Tabm. 11,
CTONOIBI 5 1 6) JUIsl TeX CAalTOB, B KOTOPBIX IPO-
M30IIIN Kakue-muoo u3MeHeHus. Cenekuus 1o
KOJINYECTBEHHBIM MpHU3HAKaM (pa3Mepsl ABYX
(GparMeHTOB paaualibHOM KUJIKH KpbUia) Oblia
s pexTrBHA U 3aBepIInIach yepes S0 MoKoIeHHH.
TTockombKy B M30TE€HHOM JIMHUH CEJICKITHS ObLIA yC-
MENTHOM, MOYKHO MPE/IIOIOKUTD, YTO B PE3YIIBTaTe
00y4eHuns: U3MEHWICS He ToNbko nartepH MI'D,
HO U TIOJIMTEHHAS] CHCTEMA T€HETHYECKOTO KOHTPO-

JIS1 KOJIMYECTBEHHBIX NIpU3HaKoB. Clie10BaTesbHO,
y-00ITyueHrE TeHEPUPOBAJIO HOBYIO TeHETHIECKYTO
MU3MEHYUBOCTb MOJIUTEHHOW CHCTEMBI, KOHTPOJIH-
pyroIIeit SKCIPECCHIO KOTMIECTBEHHOTO IPH3HAKA.
WHIyKINS TeHeTHIeCKONH N3MEHUYNBOCTH Y-00ITy-
YCHUEM M OTKJIMK TTOJIMTEHHOH CHCTEMBI Ha 0TOOD
HE BBI3BIBAIOT YIUBICHUS. YIHUBHUTEIBHO TO, YTO
CeNeKIHsI MPU3HaKa B (S1)- U (s—)-HampaBIeHUIX

Ta6smua 11
Pucynok mdg2 8 muanu Ne 49 1o y-o0mydenus,
B F, u F, mociue y-obny4enus,
B (sT)- u (s—)-or6ope nocine Fs,

= = E ;E) Cenekuus
220 |2 |8
5812 |§ |9
22 | Selz 8] @ |
L | e~ | &gF| €= n=10]n=10
= 2 = | =l ol
A~z ~ = ~ = ~ =
X GF + |+ ]+ - | +0)
2B | — | - || - -
16F | + | + | + - -
17c |+ | o+ | + ~ | +(10)
18EF + + + - -
19A W | - - -
2L 21D — | &6) | **¥(10) | *1)
254 |~ e | - - -
26C | + | + | + ~ | +(10)
2R43B | — | e | ) | - | +10)
5ID | - | - | «® | - | *@
S6E |~ | — | «®) | **(10) | +(10)
BLG3A | — | — | 6 | *) | -
64aC | — | — | w® | - -
6A | — | — [ em | - |+10)
GE | - | — [s@ | - |+10)
3RS3D | — | - | &) | - -
4D | — | — |« | - | *O®
85D | — | — | eD | - | *D
86D | - | — | @ | - -
94B | — | - | @ | - -
95A | - | - || - -
98E o8 | 10 | -
9B | - | — | «m | *1) |**0)

[Ipumeuanne. 3xeck u B Tabn. 12 *( ) —uucino noauMoppHbIX
caiToB; **( ) — 4MCII0 CATOB, UMEIOIIHX JIOCTOBEPHO POTH-
BOMOJIOXKHBIII PUCYHOK B JIByX BapHaHTax 0TGOpa.



248

Basunoecxuii ocypnan eenemuxu u cenexyuu, 2011, Tom 15, Ne 2

0oTOOpa COMpOBOKAANACH OBICTPHIMH M3MEHEHH-
SMU naTTepHoB mdg2 (tabm. 11, cronbusl 5 u 6).
B Teuenne 50 noxoneHuit ordopa u3 17 ucxomHo
MOTMMOP(HBIX CaliTOB, BOZHUKIUX B F, mocie
y-00myueHus, B 9 caifTax mpon3onumH (PUKcaIus
Korwit mdg2 B (s+)-0TOOPE M YMTUMUHAINS KOTIHI
MI'D B 3THX calitax B (s—)-otbope. B caiirax 84D
u 85D Takas ke KapTUHA MPOTUBOIOJIOKHOTO
OoTBeTa, XOTA B (s1)-0TOOpe Qukcamms emie HE
3aBepIleHa.

g cpaBHEHHS yKayKeM, 9TO OTOOp Ha TeTepo-
TeHHOM Marepuaie Obl1 Oosee anmuteneH (Oomee
80 moKoJIeHUIT) U COMMPOBOKIAJICS B HETATUBHOM
BapuaHTe 0TOOpa Pe3KUM IMaJACHUEM MPHUCIIOCO0-
JICHHOCTH JIMHUH, TaK YTO JUIS TOIJICPKAHHS TIPH-
CHIOCOOIEHHOCTH PUXOIIOCH H3MEHSTh TAKTUKY
0TOOpa BITIOTH J0 TPEKPAICHHUS JaBJICHUSI 0TOOpa
B HEKOTOPBIE 0COOCHHO KPUTHYECKAE MOMEHTHI.

JJ1st moaTBEpKAEHUST TOTO, YTO CTPECCOBOE
BO3JeiiCTBHE BBI3bIBACT TpaHcmozuuuu MI'D u
FeHEepUpPyeT TeHETHYECKOe pa3zHooOpasue Ko-
JTWYEeCTBEHHOTO TpPHU3HAaKa, OB OpraHW30BaH
CEJIEKIIMOHHBIN SKCIIEPUMEHT Ha JAPYrod U30TreH-
HOW JINHUM U C JIDYTUM CTPECCOBBIM (haKTOPOM.
Wcnonws3oBana nzorenHas auHus Ne 51, kotopast
MMerta TakKe MOHOMOP(HBIH PUCYHOK mdg2, mdgl
u hobo. TlpenBapuTenbHO CaMIbl JUHUU ObLIH
MOJIBEPTHYTHI TSKEIION CTPECCOBOW TeMIIepaTyp-
HOIT 00paboTke, Kak u panee (Patuep, Bacunnena,
1992). Yepes aBoe CyTOK 00paOOTaHHBIX CaMITOB
CKpeLIMBaIx ¢ HEOOPaOOTAHHBIMU BUPTUHHBIMU
caMKaMU 3TOH ke JuHUU. [lomydeHHy JIMHUIO
pa3sMHOXKaIH, MaTepuall ObLT paszielicH Ha 4 4acTH.
CeneKIMOHHbBIN AKCIIEPUMEHT OCYIIECTBISIIN B
JIBYX TIOBTOPHOCTSIX B TTO3UTHBHOM HAaIlpaBIEHUN
[51-1(st), 51-2(st)] u B AByX MOBTOPHOCTSX B
HeratuBHOM HampasieHuu [51-1(s—), 51-2(s-)].
CenexkuMOHHBIN Ipolecc, Kak U paHee, KOHTPO-
JUPOBAIIN UCCIIEIOBAHNEM PUCYHKA JIOKATU3AI[UU
mdg2 B NCXOIHOMN JINHUU U B (DMHAIBHBIX MTOKO-
JEHUSIX CeNeKIUH. Pe3yapTaThl SKCIIepuMeHTa
npeacTasieHsl B Tabn. 12—14. [locne xut-moxa
y notomkoB F; BeiABIeHO 18 caiiToB, B KOTOPBIX
NPUCYTCTBYIOT MHCEpIMU Komuil mdg2. Bee Ho-
BbIE CaiiThl OBUIM MOMMMOpPQHBIMU. B mporecce
CEJIEKIIMHY ITPOU3OIILIH CYIIIECTBEHHBIEC N3MEHEHHS
B marTepHe aHammsupyemoro MI'D. Bo-mepBsix,
oTMeuaeTcst ObICTpast SMMUHAIMS CATOB, B KOTO-
PBIX mdg2 TOKaNM30BaH ¢ 04eHb HU3KOW UCXOTHOM
yactotor. DT1o canTel 3C, 4B, 22B, 63A, 67A,

75C, 83B, 87B, 87F u 94D, koTOpBIC JOCTATOUHO
OBICTPO B Tpollecce CEICKIMH YTPaunBalOTCs B
obOomx BapuaHTax oroopa (Tabi. 12). Bo-BTophIX,
(uHaNBHBIE pUCYHKH mdg2 mocne 80 moKoJIeHUH
Pa3HOHAINPABIEHHOI'O OTOOPA 3aMETHO OTIINYAIOT-
Cs1 OT UCXOIHOTO prucyHKa. OHAKO HAHOOJIee MHTE-
pecHsbl apyrue ¢axTbl. OTMEYeHa OYCHb BBICOKASI
CTENEHb CXO/ICTBA TATTEPHOB B JIBYX IOBTOPHOCTSIX
KaK MO3UTUBHOH, TaK U HETaTHUBHOW CENICKIIH.

KoadhpumnueHT koppensnuu mo maTTepHY
MEXIy He3aBUCHMBIMH TTOBTOPHOCTIMHU 51—1(s—)
n 51-2(s—) pasen 0,946, p < 0,001, mexay He3a-
BHCHMBIMHU MOBTOPHOCTSAMU S51-1(s+) u 51-2(s+)
r=0,912, p <0,001. 310 03HAUAET, YTO B OJHUX
U TeX K€ caiTax B JIBYX HE3aBUCHUMO CEJICKTH-
PYEMBIX HOBTOPHOCTAX B 00OMX HAaIlpaBJICHUSIX
oTO0pa (PUKCHPOBAINCH M ITUMHUHHPOBAITUCH
MIPAKTUICCKU OTHU U T€ K€ caThl. OcoObIi HHTE-
pec IpeACTaBIAIOT pallOHBI XPOMOCOM, B KOTOPBIX
3a(h)MKCHPOBaH MPOTUBOMOJIOKHBIN pucyHOK MI'D
B MPOTHBOIIOJIOXKHBIX HalpaBIeHUsAX oTOOpa.
KosdduureHt xoppemsiuun Mex1y pUCyHKaMH B
(st)- u (s—)-BapmanTax cenexuu paseH — 0,567,
p <0,001. TTomobHast cutyarus CI0KUIACh U TI0
MI'D mdgl (tabn. 13).

B HeraruBHOM HampaBlieHUH OTOOpa B ABYX
MMOBTOPHOCTSX 1O 22 caiitaM cOpMHpOBAJICS B
(DMHATBHBIX TTOKOJICHUSIX CEJIEKIMU OAMHAKOBBIN
PUCYHOK (KOd(h(PHUIMEHT KOPPESAUN 110 PUCYH-
Ky MI'D mexnay noBropHoctamu pasen 0,982,
»<0,001). B mo3uTuBHOM HaIlpaBICHUU MOI00HAs
KapTHHA OTMeueHa 1o 14 caiitam (ko3ddunmeHt
koppessitun pasen 0,571, p < 0,001). IIpu sTom
MEXJy BapuaHTaMHu oTtOopa chopMuposaics
pPe3KO pa3audHbIN nartepH mdgl (kodddunmuent
KOpPEJSIIME MEKIY BapHaHTaMu 0TOOpa paBeH
0,021). CxoxgHast kapTHHA U3MEHEHUS PHUCYHKa
MI'D npu nnuTenbHON pa3HOHANpaBIEHHOU
CeJIEKIUHM OOHapyKeHa W M0 TPAHCIO30HY hobo
(Tabm. 14). OTMedaeTcss OJOKUTEIbHAS CBSI3h
MEXIy HE3aBUCUMbIMU OBTOPHOCTSIMU CEJICKLIH
W 110 PUCYHKY MOOMIIBHOTO 3neMenTa hobo. Tak,
KO3 QUIMEHT KOPPENSAIUT MEKTY TOBTOPHOCTSIMH
51-1(—=)u 51-2(—) pasen 0,259, p < 0,001, mexay
noBTopHOCTSIMU 51—1(+) u 51-2(+) r = 0,405,
p < 0,001. B To e Bpemsi KOppesiust MEXIY
JBYMsI IIPOTUBOIIOJIOKHBIMU BapuaHTaMu 0TOOpa
(s—) u (st) paBua 0,092, p <0,05.

CrnenoBaTenbHO, MOKHO KOHCTaTHPOBATh, YTO
cucremMa MI'D sykapuoTrueckoro reHoma o0mna-
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[Tartepn nokanu3anuu mdg2 B U30reHHOMN JTuHUM Ne 51

A0 U IOCJIC XUT-IIOKA U B CCJICKIITMOHHOM 3KCIICPHUMCEHTC

Taoauma 12

Paiionsr W3zorennas nuaus | M3orennas muHus Herarusnas cenexums [TosnTBHAs cenexuus
nonutenHbix | Ne 51 go TTHI | Ne 51 mocnme TTHI | 51-1(s—) 51-2(s-) 51-1(s+) 51-2(s+)
XpOMOCOM n=17 n=_85 n=10 n=10 n=10 n=10

X 3C - *(1) - — — —
4B - (1) - - — —
6E + + *(8) *(8) *(8) *(8)
16F + + A A A A
17C + + *(8) *(8) *(8) *(8)
19A + + A A A A
20A + + A A A A

2L 22B - (1) - - _ _
24E + + + + + +
25F + + + + + +
26C + + + + + +
28A — +*(8) - - — —
30A + + A A A A
32C + + A A A A
34B - *(4) **(-) **) **(5) **(6)
39C + + A A A A

2R 42E + + A A A A
42F + + A A A A
43B - +(58) + + + +
45C + + + + + *(7)
49C + + A A A A
S6A — - - - — *(3)
S6E - *4) () **(0) *(2) *(7)
60B - *(17) **(-) **) **(10) **(10)
60C + + **() **(-) **(10) **(10)

3L 63A - (1) - - — —
64A + + k() k() *%(10) *%(10)
65E + + A A A A
67A — (1) — - — —
67DE + + A A A A
75A + + + + + +
75C - *(2) - - — —
T6A + + A A A A

3R 82E + + A A A A
83D — (1) - - — —
84D + + - + + -
85E + + - + + +
86D — +(6) - - — —
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Oxonuyanne Ta0aunel 12
Paitonsr Usorennas nuans | M3orenHas muans | HeraTuBHAs CeeKius [TosutuBHas cenexknus
TTOJTUTEHHBIX Ne ST o TTIHT | Ne ST mocne TTHI | 51-1(s-) 51-2(s-) 51-1(s+) 51-2(s+)
XpPOMOCOM n=17 n=2_85 n=10 n=10 n=10 n=10
87B - *(2) - *(1) - -
87F - *(2) - - - -
88E + + A A A A
88F + + A A A A
90B + + A A A A
94D - o(1) - - - -
96A + + A A A A
97DE *(7) **(10) **(7) **) **(1)
98CD + + A A A A
98E - +(6) — - - *(1)
99A + + A A A A
99B + + A A A
Bcero caiitoB 31 49 9 12 15 18

IIpumeuanue. A — 3xcHU3UN.

JaeT 10 KpaifHell Mepe CIeAYIOmUMA OOIIMHU
yaKIHAMHA: 1) IBIIETCS UCTOYHUKOM HHCEPITH-
OHHOW M3MEHUYMBOCTH T'€HOB; 2) OTKJIMKAETCS Ha
BHEIIHHUE CTPECCOBbIE BO3/IEHCTBUS, B YACTHOCTH,
HIOKOBasi TeMmreparypHasi oOpaboTka, y-o0my-
YEHHWE W 3TAHOJ BBI3bIBAIOT BCIBIIIKH TPaHC-
MMO3UITHOHHON M3MEHYUBOCTH; 3) OTKIHUKACTCS
M3MEHEHUEM PHUCYHKOB JIOKAJIM3aLUU MHOTHX
MI'D npu mepeBojie TETEPOreHHOr0 MaTepuaia
Ha M30T€HHYI0 OCHOBY U Ha CEJIEKIIHMIO MO KOJIH-
YECTBEHHBIM MPU3HAKAM.

I'nnore3sl 1 coBpeMeHHAas] KOHIEMIUS
reHeTH4eCKOTro KOHTPOJIs
KOJIUY€eCTBEHHBIX MPU3HAKOB

[TomyueHHbIe (haKThI CTABAT MHOTO HOBBIX BO-
npocoB. B orcyTcTBHE 0TOOpa PHUKCAIIMH U yTPATHI
kot MI'D noyKHBI NPOUCXOIUTH MEJJICHHO, 110
3aKkoHaM TeHetndeckoro mpeiida (Crow, Kimura,
1970). MoXHO JI1 CYUTaTh, YTO CKOPOCTh (hUKCa-
uuilt u yrpar xonuii MI'D npu orOope o3Hauyaer
aJanTUBHOCTD 3TOTO Mpoliecca, T. €. yuactue MI'D
B DKCIIPECCUHN OTOMPAEMBIX TEHOB M MOJUTECHOB?
B cBs13u ¢ mOCTaBICHHBIM BOIPOCOM MOXKHO pac-
CMOTpPETh HECKOIBKO THUIIOTES.

1. 'nnoTe3a «4MCTOr0)» reHeTHYeCKOro apeii-
(ha MI'D npu ot6ope. [Ipeanonaraercs, 4To KOMUH

MI'D HUKaK HE BIHSIOT Ha SKCIIPECCHIO ITOJTUTEHOB
Y HE CIETVIEHBI C HUIMH, a TIOTOMY HE Y4acTBYIOT B
OTKJIMKE Ha 0TOOp. Torna B MOMmy IS «KOHEYHOH
YUCIICHHOCTH» OHH JIOJKHBI OBITH ITOJIBEPIKECHBI
«4HUCTOMY» TeHeTudeckomy aperidy. CorracHo
cToxacTuaeckoi Teoprn BororwH (Crow, Kimura,
1970), cpemnee ycmoBHOE Bpemst ¢ukcaruu (6e3
ydeTa yTpaT) HEUTPadbHOTO ajuielisi B KOHCUHOU
TIOMYJISIIIUN PABHO:

[ —Mln(l —/) =3,06,
f

N, > 600 noxoneHui.

M In(f)=24,

(I-1)

N,>400 nokoneHui, mpu >3GPEKTUBHON YHCIIEHHO-
cru nonynsiuuu N, = 200 ocoOeli 1 HayaIbHOH yac-
tote asuens (kormu MI'D) /= 0,39. Ot mapameTpsl
COOTBETCTBYIOT JJaHHBIM HaIllel HKCTIEPUMEHTAIb-
HoH normyrsiru. OJTHaKo HEMOCPEICTBEHHAs! OLIeHKa
tay U toge B (51)- U (s—)-HampasieHusx otoopa 1aet
3Ha4YeHust B uaTepBaie S0—60 moxkoneHui (B caMmom
KpaiiHeM ciydyae 80 MOKOJEHUH B reTepOreHHOMN
HOMYJISILIMK ), YTO Ha MOPSIIOK MEHbIIE BEJIMUUHBI,
0KMIAEMOM TIPH CITy9aifHOM TeHeTHIEeCKOM Jperide.
Takum 00pa3om, 3Ta THTIOTE3a He CII0COOHa 00bsIC-
HUTb CBOICTBA peajbHOIo OTKIIMKa arTepHa MI'D
Ha 0TOOp IO KOJIMYECTBEHHOMY IPH3HAKY.

Cpennee ), =
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Taénauna 13

[Marrepn nokanuzauuu MI'D mdgl B KOHTpOJILHON M30reHHON TuHMK No 51
1 B CEJIEKIINOHHOM JKCIIEPUMEHTE

CermMeHTsI Kontpons 10 or6opa, | Herarusnas cenekuus (s—) | Tlosurushas cenexuus (s+)
IOJIUTEHHBIX XPOMOCOM auaus Ne 51 51-1(s-) 51-2(s-) S51-1(st) 51-2(st)
xaptel bpumxkeca n=10 n=10 n=10 n=10 n=10
X 20A + + + + *(8)
2L 24E + + + + *(8)
26C + + + + *)
34D - *(5) *(4) - *(4)
2R 42E - *(6) *(5) - *(6)
42F - *(6) *(5) - *(6)
43B - - - - *(3)
45C - - - - *(7)
47B - *(5) + *(3) -
49C + A A A A
51D - - - *#(10) **(10)
56E - - **(8) ()
3L 65C - - *(1) - -
66B + A A A A
69D - - - - *3)
71A + #%(10) #%(9) _ _
75A - *@3) - *3) -
76B - - - *() -
3R 82F - - - *(3) -
86D - - - *(1) -
87B + - _ #%(10) #%(10)
92A - - *(1) - -
97E _ **(4) **(1) _ _
98D - *(10) *(10) *(7) *9)
99B - - - *(1) _
Bcero caiitos 8 11 12 12 13
Taonuua 14

HaTTCpH JIOKaJIM3allun hobo-snemenTta B n30oreHHou auHun Ne 51 B JABYX HaIIPABJICHUAX CCIICKIHNN

Paitonsr [To3utuBHas Herarusnas Paiionst TTo3uTuBHAs Herarusnast
MOJIUTCHHBIX |  celeKmus (s+) CeJIeKIUs (S—) | MOJUTEHHBIX |  ceyeKmus (s+) ceNeKIus (s—)

XPOMOCOM | 51—](+) | 51-2(+) | 51=1(=) | 51-2(=) | XPOMOCOM | 5]1—](+) | 51-2(+) | 51-1(=) | 51-2(-)
X 2B + 63F +

4C + 64D + +

4F + 65A +

6A + + 65B +

6EF + 66B + +

7C + 66C +
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IIponomxenune Tadauusnl 14

Paitonst Tlo3uTnBHAS HeraruBnas Paitonsr [To3uTuBHAS Herarusnas
MTOJIUTEHHBIX |  CeNeKIus (s+) cesekIus (s—) TTOJTUTEHHBIX cerexus (s+) cenexIus (s—)
XPOMOCOM | 51—](+) | 51-2(+) | 51=1(=) | 51-2(—) | XPOMOCOM | 51— (+) | 51-2(+) | 51-1(-) | 51-2(-)

8E + + 67A +

9A + + 67C +

9B + 67D + +

9ED + 67F +

11CD + 68DE +

12A + + 68F +

12ED + + 69C +

13A + + 69F + +

14B + 70C + +

14D + 71C +

18F-19A + 73C +

20 + + 74B + + +
2L 21D + 75A +

22F + + + 75C +

26A + + + 76F + +

26C + + 78E +

26E + 79C +

27A + 3R 80A +

28D + 82F +

30B + 84A +

33B + 84BC + +

33C + 84D + +

33D + 85A +

33F + 85B +

34C + 85C +

35C + 85F +

36A + 86A +

37BC + 86C + +

38C + 86D + +

39E + 87F + +
2R 42B + 88A + + + +

45D + 89A +

46B + 92A + +

46F + 92E + +

47D + + 93D +

49B + 94D +

49D + 95A +

50B + + 95D +

50C + + + 95E + +

50F + 95F +
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Oxonuyanue Tadauunpl 14

Paitonsr TTo3uTuBHAs Herarusnas Paitonsr Tlo3uTuBHAs Herarusnas
TTOJIUTCHHBIX |  ceneknus (s+) cenexIus (s—) TTOJTUTEHHBIX cenexius (s+) ceNeKIus (s—)
XPOMOCOM | 51—](+) | 51-2(+) | 51=1(=) | 51-2(=) | XPOMOCOM | 51—[(+) | 51-2(+) | 51-1(=) | 51-2(—)
S51F + 96A + +
53BC + + 96D + +
53EF + 96F +
53DE + + 97A +
57AB + 97E + +
57E + 98E +
58D + 98D +
59A + 99A + +
3L 61DE + 100B +
62D + 100EF
63ED + + Uroro caiiTo 71 55 13 17

2. I'unore3a mapkepHoro 3¢pdexra. [lpea-
nonaraetcsi, yto konuu MI'D TecHoO cuemeHsl ¢
MOJIUTEHAMH, TIOTIAIAFOIIUMHU 0] CEIEKIIMOHHOE
JTABIICHUE, HO He MOAN(UIIUPYIOT HX AKCTIPECCHIO.
B Takoii cutyanun orbupaemsbie ayuienu (TIoaure-
HBI) PUKCUPYIOTCSL JOCTaToYHO ObicTpo. OJHAKO,
ecim Mapkep (kormst MI'D) ncxoano nonumopges,
TO OH JIOJDKEH OCTaBaThCs MOTMMOP(QHBIM H MOC-
ne 3aBepiienus oroopa. Korma otbop 3aBepiieH,
HacTymnaet (a3a HeHTpaTbHOTO MEIJICHHOTO TeHe-
TUYECKOTO JIpeii(a MapKkepoB, KOTOPBIE MOMATAI0T
B CUTYAIMIO Mpenblyei runoressl. ClenieHue
mapkepa (MI'D) u oTrObupaeMoro mojureHa cro-
COOHO JIMIIb HECYLIIECTBEHHO N3MEHUTH CKOPOCTH
¢dukcanyu u yrpar kormii MI'3.

3. T'unore3a MmoaupuUMpyOUIEro BIUSHUA
xonuii MI'D Ha xapakTep nposiBJIeHUs TOJIH-
retoB. ['unoresa npennonaraer, uro MI'D ¢uk-
CUPYIOTCSI WJIH TEPSIIOTCS] B OCHOBHOM aJIallTHBHO,
COBMECTHO CO CMEKHBIMHU IToJTUreHaMu. Ouxcupy-
eMble pucyHKd MI'D B «CeneKUMOHHBIX» JTUHUAX
TOXE TOJKHBI OBITh afanTHBHBIMU. CpemHue
BpeMeHa (pukcarmu 1 yTparsl kot MI™D 1omKHeI
OBITH OTPAaHMYCHBI PAMKaMH 3aBEpILICHUS 0TOOPA,
T. €. IeCATKaMH, a HE COTHSIMU MTOKoJIeHU . SIcHo,
YTO 3Ta TUIOTE3a CIIOCOOHA OOBSICHUTH OBICTPYIO
(ukcaruto nmarrepaoB MI'D npu orGope Kommye-
cTBeHHoTO Tpm3Haka (Paraep u np., 2003). OgHako
B 9TOM ciiy4ae puHaIbHbBIE TaTTepHBl MI™D Kak Ob1
IIPEIONPEEIIEHBI CBOMCTBAMH ITOJINTEHHOM CUCTE-
MBI, T. €. IOJUKHBI OBITH CTPOTO IETEPMUHUPOBAHBI.

B 10 ke Bpemst Bps[I JIN CTOUT O’KUATh, YTO ITO/1aB-
JIsIFoIIee OONTBITUHCTBO Kot MI™D jokani3oBaHo
PSAOM C TIOJIMTE€HAMU OJJTHOM KOHKPETHOM CUCTEMBI.
[TosToMy B (pMHANBHBIX MaTTEpPHAX CIUIIKOM
OOJIBIIOrO YKCIIa aJalTUBHBIX (PMKCUPOBAHHBIX U
YTpa4eHHBIX caiiToB MI'D He MOXKET OBITE.

Onnako, ecnu marrepasl MI'D comepikar
pas3nuyHble KOMHH: HEeWTpajdbHble kKomuu MI'D,
MI'D-mapkepbi, MI'D-MoaudukaTophl, TO JUIIb
MocyeHsIsl Tpymnia Konuid OyneTr GpukcupoBaTbes
OBICTPO, a JIBE NIEPBBIE, YHCIIO KOTOPBIX ITpeodiaia-
eT, OyZlyT OTKJIMKAThCs HA OTOOD KpaiiHe MEIICHHO.
Takoe noBenenne konuit MI'D He COOTBETCTBYET
IKCTIEPUMEHTAIBHBIM JIaHHBIM, Tle (haKTHUYECKH
OBICTPO (UKCHpYETCsl BCS BBISBIsIEMasl 4acTh
narrepHa konuit MI'D.

4.I'nnore3a yyacTusi NaTTepHA-«IEeMITMOHA)
MOJUTEeHOB, BHOCAIIETO CYIIECTBEHHBIN BKIIAJ B
(eHoTHI KOJIMYECTBEHHOTO Ipu3Haka. [Ipenmno-
JlaraeTcsi, 9YTo Cpeau KOMOMHATOPHBIX MaTTEPHOB
MOJIMTEHOB MMEETCsl aJulelIbHOEe pa3HooOpasme,
B KOTOPOM 0c000€ MECTO B CEJICKIIMU 3aHUMAIOT
«9KCTpEMaJIbHbIE» BapHaHTHI. Takue ajenn Beer-
7ia B TIEPBYIO OYepe/Ib ITOXBAThIBAIOTCSI OTOOPOM.
Ecam ocobu MHOTOIUIONHEI, Kak Apo3oduiia, To
rmapa poauTeNe MOXKET JaThb COTHH MOTOMKOB.
Torna orbop amieneit poauTeNsI-«4eMITHOHAY OY-
JIET COIMPOBOXKIATHCS OECCHCTEMHBIM CEMEHHBIM
WHOPHUIMHTOM, OCOOEHHO B YCJIOBHUSIX JKECTKOTO
otOopa. CyIecTBEeHHO, YTO HHOPUIMHT BO3pacTacT
TOJIBKO B XOJI€ 0TOOPA 1 3aXBaThIBACT M TOMO3UIO-
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THU3HUPYET BCe JIOKYChl TeHOMa, B TOM YHCJIE U BCE
cemerictea MI'D. Ecnu romosuroruzamnus oyaet
TyOOKOM, TO CpefiHie BpeMeHa (pUKCAIH U YT-
parbl xormit MI'D-marTepHa OyayT OrpaHUYeHbI
TOJIFKO BpPEMEHEM 3aBEpIICHHUsI OTBETa Ha 0TOOpP.
ITarTepusr MI™D «CeNeKITMOHHBIXY TUHUH TOJIKHBI
OBITH CITyYalHBIMU WU aJalTUBHBIMH TOJBKO B
Mepy y4acTHsi COOTBETCTBYIOIIUX Ipynn MID B
ceneKuroHHOM npoiiecce. [lockonpky mpenmona-
raercs, 9to o MI'D-MoaudukaTopoB HeBEIHKa
1 (puHATLHBIC TATTEPHBI MI'D HOMKHBEI OBITH B
OCHOBHOM CJIy4aliHbl, HEUTpaJIbHbI, 3Ta TUIIOTE3A
HE SBJISIETCS aJbTePHATUBHON MO OTHOLIEHUIO K
TpEM OpPEeABAYIIUM. B Hell moABiAsAE€TCS HOBBII
npeobnanaronuii hakrop — UHOPHUIMHT, 3aBUCS-
I OT )KECTKOCTH 0TOO0pa. MTHOpUAMHT criocoOeH
YCKOPHUTH hUKCaIuio Bcex rpymt MI'3: Mapkepos,
HE3aBHUCHUMBIX KOTHMHA M KOMHUI-MOAU(PUKATOPOB
MOJIMTEHOB. DTa TUIOTEe3a KayKeTCsl HaM HanboJee
pEATMCTUYHOM.

Oco60 oT™MedaeM, 9TO UHYKIIUS TPAHCTIO3UITHI
MI'D comnpoBoxaanach BOSHUKHOBEHUEM HOBOM
TEeHETUYECKOW N3MEHUYHUBOCTH I10 MOJIUT€HAM, KOHT-
POIHMPYIOIIUM HKCIIPECCHIO OJIMTOTEHHOM MyTalluu
ri. JlokazaTeabCTBOM TOTO, YTO TPAHCIO3ULIUU
MI'D sgBASIIOTCS UCTOUHUKOM JOMOJHUTEIBHOTO
TEHETHUYECKOTO PAa3HOOOPa3us, CITYKHUT YCTICITHBII
«TEHETUYECKUN TPEH» IPU Pa3HOHAIPABICHHOMN
CEJIEKLIMU 10 KOJMYECTBEHHOMY IIPU3HAKY B U30-
TeHHBIX JIUHUAX. CeNeKIHs 10 KOJTNIeCTBEHHOMY
npu3HaKky Obuia 3(ppeKTUBHON Mmocie 00paboTKu
CaMIIOB JIp0o30(UIIBI Y-00yUYeHHEM, U 3TO HEYIH-
BUTEJBHO, MOCKOJIBKY Y-O0Iy4YeHHE BCET/a CUH-
TaJIOCh )KECTKUM MyTareHoM. OJIHaKO BBISIBJICHUE
COTIPOBOXKIAIOMINX Y-00TydeHNE TPaHCIIO3UIIHHA
MI'D MokeT 03Ha4aTh, YTO MYyTareHHOCTH y-00-
Jy4EHHs YaCTUYHO WJIM MOJTHOCTBIO peain3yeTcs
yepes MHAYKIUIO Tpancno3uiuit MI'D. Okazanock
TaKKe, 4TO TEMIIEPATyPHBIN 10K U Mapbl 3TaHOJIA
SIBJISIFOTCSL aKTHUBAaTOpaMu TpaHcrozuuuii MI'D.
O6HapyxeHne Toro ¢akra, 9TO dTAHOJ SIBISICTCS
CBOE0Opa3HBIM HHAYKTOPOM TpaHcno3uimii MI D,
SIBJISICTCS] BXKHBIM apTyMEHTOM IPU OOBSICHEHUU
MPUYUH BO3HUKHOBEHHUS PA3IMUHbIX ATOJOTHH y
JIeTel pOAUTEINEH, 3710yOTPEOIISIOIINX aJTKOTOJIEM.
TemnepaTypHbIe LIOKOBBIE BO3ACHCTBUS BCeraa
CUMTATTUCh HeMyTareHHBIMHU. OTHAKO HaTIHe (-
(heKTHBHOTO OTKIIMKA KOJTMYECTBEHHOTO MPU3HAKA
Ha 0T00p B n3oreHHoi muHun rnocie TTLH rosopur
0 ToM, yTo TTIIl nHAYHUPYET TEHETUYECKYIO U3-

MEHYHBOCTD IMOJIUTEHOB. B TaHHOM CiTydae OTKIHK
Ha 0TOOP B TOMO3UTOTHOM M30T€HHOW TMHUU MOXK-
HO OOBSICHUTH TOJILKO HAIMYUEM UH Ty KIHH TPAHC-
no3uuuid MI'D, KOTOpble U3MEHSIIOT AKTUBHOCTh
MTOJINTEHOB, KOHTPOJIUPYIOIMINX CEJIEKTHPYEMBIH
npusHak. MI'D cnocoOHbI MoaM(HUIIIPOBATh aK-
TUBHOCTH TOJUTEHOB, YUACTBYIOIINX B DKCIPEC-
CHUU OJIUTOTEHOB, T. €. MPSIMOE PHXAHCEPHOE WU
WHOE YCWJICHUE WIIN OCJIA0JICHHE HX IKCIIPECCHH.
B mpuHnmme ajeny moimMreHoB MOTYT BHOCHUTH
MTOJIOKUTETBHBIN M OTPUIIATEIBHBIN BKIA]] B IIPH-
3HAK WK OBITh HEHUTPAJIbHBIMH, T. €. [I0-PA3HOMY
OTKJTUKAThCS Ha OTOOP B KaXJIOM M3 HANIPaBJICHUN
CEJICKIIMU WJIM HE OTKJIMKAThCSI Ha OTOOpP COBCEM.
Monudbunmpyromiuii 3PPEKT TOHKEH MPOSBIISATHCS
TOJIBKO Y OTOMPAEMBIX aJuIeNell OJIUTeHOB, T. €. TI0
pe3yibTaTy SKBUBAJIEHTHO CHEI(HIECKON JOKa-
nu3anua MI'3, KOTOpBIEe yCHIIUBAIOT DKCIIPECCHIO
CMEKHBIX TIOJTUTCHOB B HAIIPABIICHUU CEJICKIIUU.
Takum 00pa3oM, yCHUIICHUE TPAHCIIO3UIIMOHHON
AKTMBHOCTH MOOHJIHHBIX T€HETUIECKUX DIIEMEHTOB
B T€HOMaxX B OTBET Ha CTPECCOBBIE BO3J/ICHCTBHS
HOCHT, TIO-BUJIUMOMY, TTOBCEMECTHBIN XapakTep. B
TaKOM CITyJae IaTTePHbI PA3INIHBIX ceMeiicTB MI'D
MOYKHO PacCMaTPUBATh KaK YHUBEPCATHHYIO TEHOM-
HYIO CUCTEMY «MSITKO» MOJIM(DUKAIINY ITOJIUTEHHO-
T'O KOHTPOJIS JIFOOBIX KOJIMYECTBEHHBIX TPU3HAKOB U
B TOM YHCJI€ TIPU3HAKOB TPHCIIOCOOIEHHOCTH.
CyMMmupyst Bce BBIIEH3IOKEHHOE, MOKHO 3a-
KJIFOUUTh, YTO CHCTEMa MOOMJIbHBIX T€HETUYCCKUX
AJIEMEHTOB B TEHOMAX CTOJIb K€ peabHa U YHUBEP-
caibHa, Kak u cuctema SOS-penapaiuu u cuctema
TOPMOHAJIBHOTO KOHTpOusL. TakuM oOpas3om, cuc-
TemMa MI'D sykapHOTHUECKMX T€HOMOB SIBJISICTCS
WICTOYHUKOM HHCEPIIMOHHON N3MEHYNBOCTH, BIHSIET
Ha 3KCIIPECCHUIO TCHOB, KOHTPOJIUPYIOMINX KOJTHUYe-
CTBEHHBIC M KAYECTBCHHBIC TPU3HAKHU, U3MEHSIET PU-
CYHKH JIOKQJIM3ALIUK B OTBET Ha CEJIEKIIUIO 0 TIPHU-
3HaKaM, Ha JeWCTBHE WHOPHUIUHTA U ayTOPHUIHTA
Y Ha BHEIITHUE CTPECCOBBIC BO3/ICHCTBHUS (IIIOKOBAS
TeMIeparypa, y-o0rydeHne, aKoroib, AeTePreHTh
U 1p.). MI'D BBEIONHSIOT (PYHKIIMIO CBOETO poja
PELEnTOPOB BHEUTHUX CTPECCUPYIONMIUX CUTHATIOB,
WHUIUUPYIOMINX BCIBIIIKA TPAHCIO3UIIUOHHOMN
WM3MEHYMBOCTHU B KPUTHUYECKHE TIEPHOJIBI IBOTFOLIUH
TIOTTYIISIIIAH, YTO MOYKET NMPUBOANTH K OBICTPOMY
peoOpa3oBaHUI0 TOMEOCTATHUECKONH BHUIOBOM
HOPMBI U, BO3MOKHO, K BUI000pa30BaHHMIO.
Hanuune MOOMIBHBIX TEHETUYECKUX JICMCH-
TOB, B YaCTHOCTH B T€HOMAaX 3YKapHOT, €T BO3-
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MOKHOCTB MOITYJISIIIUSIM B 11€7I0M BBDKUBATH B PE3KO
U3MEHEHHBIX YCIOBUSX cpenbl. ClieoBaTenbHo,
MOYKHO CYUTaTh, 4T0 MI'D HEMOCPEICTBEHHO yyacT-
BYIOT B 9KCITPECCHU U M3MEHYHUBOCTH TPHU3HAKOB,
CEJIEKLIMU U DBOJIFOLIMH.
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PODOU Ne 09-04-00213a u Ne 09-04-00872a
u rpanTomM «buosnorunueckoe pasHooOpaszue»
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Summary

The discovery of transposable elements (TEs) generated the problem of their role in host genomes. The
experimental data accumulated for the last three decades have brought scientists to some conclusions as to TE
behavior and role in genomes. Presently it is known that the spontaneous rate of TE insertions/transpositions
in Drosophila is 10“~1073 events per site per genome per generation, which exceeds the rate of spontaneous
recessive mutations by one or two orders of magnitude. It is believed that most of oligogenic (major-genic)
mutations result from TE insertion. Moreover, TEs can modulate the function and activity of major and
minor genes, because they contain control system motifs and enhancers, which consist of several modules
and thereby can bind to various regulatory proteins initiating transcription. Crossover between long terminal
repeats can give rise to various types of chromosomal rearrangements: deletions, duplications, and inversions.
Transposable elements can fill chromosome telomeres and take part in horizontal gene transfer. Various
stress factors acting on genomes are responded by outbreaks of transpositions.

In this work, rates of transposition induction in response to various external stress factors are estimated: cold
and heat shock, ethanol vapor, and y irradiation. It has been shown that external stress factors increase the
rate of TE transpositions by one or two orders of magnitude in comparison to the spontaneous rate. They
reach 102—107 events per site per genome per generation. Also, the pattern of TEs in a genome is altered
significantly by genetic factors: outbreeding, inbreeding, and selection.

Thus, we conclude that the system of transposable elements in genomes is as substantial and universal as
the mechanisms for SOS repair and hormonal control. It is reasonable to suggest that TEs play the role of
stress signal receptors, which trigger transpositional variability outbreaks during critical phases of population
evolution. This may cause a rapid adjustment of the specific homeostatic norm and, probably, speciation.
It is conceivable that the presence of TEs, in particular, in eukaryotic genomes, assists population survival
under dramatically altered environmental conditions. Hence, TEs are directly involved in the expression of
genes encoding traits in the course of selection and evolution.

Key words: DNA, transposable elements, isogenization, inbreeding, outbreeding, selection, stress factors,
induction of TE transposition, Drosophila melanogaster.
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