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I'eHe3uc OTKPBITHUSI MOOWIBHBIX T€HETUYECKUX j1eMeHTOB (MI'D), u3MEeHUBIIMX JUK COBPEMEHHOM
TeHETUKH, HEOObIYAalHO MOYYUTENIEH C TOUKU 3pEHUS CyAbObl HAYYHBIX UIEH U UICTOPUM HAyKU. 31ech
KaK HeJb3sl JIydyllle BUAHA CIIpaBeIJIMBOCTb INIyOokoro 3ameuaHusi A.A. JloOuieBa, 4To MpoILIOe
HayKyl — 3TO He KJIaf0ullle TUMOTe3, a COOpaHNe HEAOCTPOSHHBIX apXUTEKTYPHBIX aHcaMOiel, mpe-
PBaHHBIX IO IEP30CTHU 3aMbICJIA MJTU HENOCTATKY cpeacTB. C IPyroit CTOPOHBI, UCTOPUSI 3TOTO OTKPBITHUSI
TTOKA3bIBAET, YTO MHOTHE MIen 1 (haKThI CYIIECTBYIOT NECSATHUIIETUSIMU, OyIyuu Ha repudepun JOMUHM-
pylolieil JOKTPUHBI (MTapaauTMbl) ¥ pacCMaTPUBASICh B HEl KaK Kyphe3 WM UCKITIOUeHNe. A KOTIa OHI
MPUOOPETAIOT TOTMYJISIPHOCTD, CTAHOBUTCSI MAJIOMTOHSITHBIM, TTIOUeMY Ha HUX He 00paliaaiu BHUMaHUS.
HcTopus uneit B 3Toii 001aCTH MOATBEPKIAET BBIIBUHYTOE MHOM MOJIOKEHKE, YTO 3a1ePXKKa B TPU3HA-
HUU HOBbIX uzaeil B 25—30 jet (1ar-neproa) — 3T0 HOpMa, CBOETo poJa MHBapUaHTa B UCTOPUU HAYKU
(T'ony6oBckuii, 2000).

KiioueBbie ¢j10Ba: MOOMJIbHBIE TEHETUYECKUE DJIEMEHTBI, UCTOPUST OTPBITHSI.

l'eHE3WC OTKPBITUS MOOMJIBHBIX TeHETUUYECKUX 31eMeHTOB (MI'D), N3MEHUBIIMX JTUK
COBPEMEHHO TeHEeTUKH, HEOOBIYalfHO TTIOYIMTEIICH C TOYKHU 3PEHUS CYIbObI HAYIHBIX WIS
M VCTOPUM HayKH. 31ech KaK HeJIb3s JIydllle BUIHA CIIPaBeIIUBOCTh IITyOOKOTO 3aMeUYaHUsI
A.A. Jlrobu1eBa, 4To MpoULIoe HAyK — 3TO He KJIaaOulle runoTe3, a coopaHue HeA0CTPO-
E€HHBIX apXWUTEKTYPHBIX aHcaMOJIeil, TIpepBaHHbBIX MO JAEP30CTU 3aMbICIa WJIM HEZOCTATKy
cpenctB. C Apyroit CTOPOHBI, UCTOPUST ITOTO OTKPBITHS MOKA3bIBAET, YTO MHOTHE UAEU U
(akThl CYLIECTBYIOT NECITUICTUSIMU, OyAyYu Ha TNepucdeprur TOMUHUPYIOIIEH TOKTPUHBI
(mapagurmMbl) U paccMaTpuBasiCh B Hell KaK Kypbe3 MJIM MCKJIIOUeHMe. A Korma npuoope-
TalOT TOIYJIIPHOCTD, CTAHOBUTCST MAJIOTIOHSITHBIM, TTOYEMY Ha HUX He oOpalaai BHUMAaHUS.
HcTopust naeit B 9Toi 00J1aCTH TTOATBEPXKIACT BRIIBUHYTOE MHOM ITTOJIOKEHHE, YTO 3a7epKKa
B IIPU3HAHUM HOBBIX ueit B 25—30 neT (J1ar-repuoa) — 3T0 HOpMa, CBOETO Poja MHBapraHTa
B uctopuu Hayku (I'oxy6osckuii, 2000).

OcHoBHBIE (DaKTHI M MHTEJJICKTYAIbHBIN KOHTYP, TIPUBEIIINE K OTKPHITUIO MOOMIBLHBIX
SJIEMEHTOB, OBIJIM TTOJIYYEHBI B Pa3HBIX 00JIACTSIX TeHETUKM, KOTOPhIE Ka3aJMCh HE CBS3aH-
HBIMU IPYT ¢ npyrom. JIuib B KoHLe 1970-X rogoB OHU COeAMHUIMCH AaHACTOMO3aMU U MPU-
BEJIU K CYIIECTBEHHOMY TEePECMOTPY CIAOXMBIIUXCSI MOJOXEHUIN KJIaCCUYECKON TeHETUKU.
DToMy IepecMOTpY IOCBSIIEHa BhIIIEAIIAas Ha PyCCKOM $I3bIKe (hyHAaMEHTaJbHasl CBOIKA
«HenocrostncTBO TeHOMa» (XecuH, 1984; cM. Takxke: I'omyboBckuii, 2002). Ykaxem Ha apy-
T'Ue BaXKHBIE CBOIKM, KOTOPBIE COAEPKAT M OOCYKICHME SKCIIEPUMEHTAIbHBIX TaHHBIX B 3TOM
00JIacTH, M UICTOPUKO-HAyYHBII KOHTeKCT (Mobile elements, 1983; The Dynamic Genome,
1992; Transposable Elements, 1996; I'ony6osckuii, 2000; Shapiro, 1992; 2011).

MOXKHO BBIIECIIUTH IISITh OTHOCUTEILHO HEe3aBUCUMBIX HAIIpaBJICHUI, KOTOPHBIC TTPUBEIIA
K POXIECHUIO «MOOWJIBHOI» TEHETUKH WJIH MPEACTABJICHUIO O TMHAMUYHOM TeHOME.

1. IluTtoreHeTHYECKIE MCCIIEIOBAHNS HECTAOMIIEHOCTH TEHOB M XPOMOCOM Y KYKYPY3bl,
Hauatble bap6apoit MakKnuHToK B KoHIIe 1940-X 1 06001eHHbIe B 1950-X IT. B BUIe CTPOMHOM
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KOHLIEMTUIUY MOOMJIBHBIX 271eMeHTOB (M D), CITOCOOHBIX peryJMpoBaTh COCTOSIHUE TE€HOB U BbI3bI-
BaTh XpoMocoMHble MmyTaiuu (McClintock, 1951, 1956, 1961, 1965, 1984).

2. UccrenoBaHue Ma3Mu/I M STIMCOM y 6akTepuil u OTKpbITHE A. JIBBOBBIM CIIOCOOHOCTU
(bara 1aMOma BcTpamBaThcs B TeHOM OakTepuu E. coli B coctostHuM mpodara (Lwoff, 1953).

3. Otkpoitre B 1968—1976 rr. y 6akTepuii 0c0O60ro Kjaacca MyTaluii, BbI3BaHHBIX BCTAB-
KaMu OIpeNeJeHHbIX MHCEPLUUOHHBIX 3JIEMEHTOB, KOTOpPbIE HACEISIOT TeHOM OaKTepuid
¥ MPUYACTHBI K TOPU30HTATLHOMY MEXBUIOBOMY IIEPEHOCY TEHOB Y OAKTEPUIA.

4. MccnemoBaHMe HECTAOMIBLHBIX TCHOB M OTKPBITHE MHCEPIIMOHHOTO MyTareHe3a B IIpH-
poIHBIX onysuusax D. melanogaster.

5. BeimeneHue 1 MOJIEKYISIPHO-IIMTOTEHETUUECU I aHATI3 MOOMIIBHBIX TUCTICPTUPOBAH-
HbIX dpakuumii JJHK (M3) xpomocomax nposodusl (Rubin et al., 1981; Tchurikov et al., 1981).

B pamkax sToro ysanmmadTa npeacTaBisieTcsl YMECTHBIM AaTh KPaTKOe XPOHOJIOTrMYe-
CKOE OIMCaHWe KPUTUUYCCKUX MCCICAOBAaHWI M 3BOJIOLMU WACH, TMPUBEAIINX K pasraake
SIBICHU TeHHOI M TeHETUYECKON HeCTAOMIIBHOCTU M K OTKPBITUIO M OCO3HAHUIO poiau MD
B HACJIEACTBEHHOM U3MEHUYMBOCTU, CTPYKTYpe U (pyHKUMU reHoMa. boJiee moapoOHo 51 ocTa-
HOBJIIOCh Ha OMMCAHUM COOCTBEHHBIX U BBIMIOJHEHHBIX IO MOUM PYKOBOACTBOM MCCIIEIO0-
BaHUU B KoHIIe 1970-X IT., KOTOpbIe MPUBEIU K OTKPHITUIO MHCEPLIMOHHOIO MyTareHe3a B
TIPUPOTHBIX MOMYJISIUAX. Pe3yabTaThl 3TUX UCCIIeIOBAHNI, KOTOPhIEe BBOTWIN MHCEPIIMOH-
HBII MyTareHe3 B MOMYJISIIIUOHHYIO, SBOTIOLIMOHHYIO TeHETUKY, BKITIOUAIN BCEe TPU acIIeKTa,
KOTOPBIE CITOCOOCTBOBAIN OBICTPOMY TIPU3HAHUIO OTKPHITHS (XecuH, 1984).

1. BriepBbie ObLI MPOBEeH TeHETUUECKMI aHAJIM3 XapaKTepa MyTUPOBaHUSI MHOXECTBa
HeCTaOWIbHBIX ajljieiell pa3HbIX T€HOB, BbIACJEHHbBIX U3 reorpadudecku yaaaeHHbIX MOMy-
JISILUIA Ap030GuI.

2. Ha ocHOBe 3TOTO aHa/imM3a OBLJI0 000CHOBAHO TIPEIIIOIOXKEHNE, YTO TTOBEACHNE MU3Y-
YEHHBIX HECTAOMIBHBIX ajliesieit Y 1po30MMiIbl COOTBETCTBYET KOHIEIIMU MakKInHTOK 0
CBSI3M HECTAOMJIBHOCTH C MHCEPLIMSIMU Pa3HBIX KOHTPOJIHUPYIOLINX MOOUIBHBIX 2JIEMEHTOB.

3. D10 mpenckazaHue BCKOPE MOJYYMIIO TIPSIMOE TOATBEPKACHUE KaK B COOCTBEHHBIX
COBMECTHBIX C KOJIJIeTaMy paboTax, TaK 1 BO MHOTUX APYTHUX MOMYJISIIIUOHHBIX, TeHETUKO-
MOJICKYJISIPHBIX ¥ IMTOTCHETUUECKNX MCCIeIOBaHUSIX, HaunmHas ¢ 1978—1982 rr.

OcCHOBHBIE TIPUHIUTIAAILHBIE MMYOJIMKAIUY OB cAedaHbl B repuon 1977—1980 rr.,
BKJTIOYAsi COBMECTHYIO cTaThlo B “Proceedings Natural Academy Science USA” (Golubovsky,
Ivanov, Green, 1977), cepuu crateii B XXypHase «['eHetuka» (I'onmydoBckuit, 1977 a, 6; Iony-
ooBckuii, Epoxuna, 1977; l'onyboBckuii, 3axapos, 1979; 3axapos, ['onyboBckuii, 1980). Dt
pe3yabTaThl ObUIM J0JIOKEHBI Ha CUMIO3MabHOM Aokiaane Ha XIV MexayHapogHOM KOH-
rpecce 1o reHeTuke (Mocksa, 1978) u omyOoJIMKOBaHBI B OTACIHPHOM TOME CHMITO3MyMa II0
9BOJIIOIIMOHHON 1 MOMyJIsiiIMoHHO# reHeTnke (Golubovsky, 1980).

1. OTKpbITUE MOOMIIbHBIX 3N1EMEHTOB Y PacTeHUI

1.1. ITepBble NONBITKH aHAJIM3A HeCTAOWIbHBIX reHoB (1914—1941)

IIpencraBieHre 0 CyHIECTBOBAHUM OCOOOTr0 HECTAOUJIBHOTO COCTOSIHUSI HACJIEICTBEH-
HBIX (haKTOPOB OBUIO BBEICHO B HAyKy co3mareieM Teopun MyTaumii ['yro me ®puzom
B 1901 r. Emgé paHee oH Havasl u3y4aTh IPOSIBIICHNE HECTAOMIBHOCTH Y PA3HBIX PACTCHMIA,
B TOM UMCJIC y IBBUHOTO 3¢Ba Antirrhinum majus, rae HepeaKa MO3audHOCTb B OKpacKe IBeTKa.
Jletom 1904 1. ne ®pwu3 npouen tekuuu B yHuBepcutere Kammdopaun, bepkim, n3gaHHbie
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3aTreM oTaebHOoi KHUroi B 1906 r. (de Vries, 1906). OxHa u3 riiaB Ha3biBaeTcst “Ever-spotting
varieties” 1 (hOpMYIUpPYET MOPAZUTETBHYIO OCOOEHHOCTD IMPOSIBIIEHUST (PAKTOPOB HECTAOMIIb-
HOCTH Y BBICIIIMX OPraHU3MOB : «Here the variability is a thing of absolute constancy, while the con-
stancy consists of a eternal change!» VInu B iepeBojie: «Mo3anuyu3m npossiseTcs YCToinymBo U NocTo-
AHHO, B TO YK€ BPEMSA 3TO NOCTOAHCTBO BKNIOYAET BeYHOE BapbuposaHue npossnexns!» (de Vries, 1906,
p. 311). Cnyctga 80 neT y IbBMHOIO 3eBa ObUT BbIAEAEH MOOUIbHBIN 3jeMeHT Tam, oTBeua-
JOILMIA 3a MOIOOHBIN Mo3auIIM3M oKpacku 11BeTKa (Saedler, Starlinger, 1992). I1pu aToM BbIsic-
HWIOCH, YTO MOOWJIBHBIN (MHCEPIIMOHHBIN) 3JIEMEHT KOHTPOJIHMPYET pabOTy JIOKyca-X03I1MHa
Ha YPOBHE TPAHCKPUITIINU W 3Ta PETYJISAIINS OYeHb YYBCTBUTEIbHA K KOJICOAHUSIM BHEITHUX
YCJIOBUIA U TEHETUYECKOM CPeIbl, BKITIOUasi TKAHEBYIO U OpraHOCTIEIU(UIHOCTb.

Hauunas ¢ 1920-x rr. BeaylmuMm MoOIEIbHBIM OOBEKTOM B F€HETUKE PAaCTEHMI cTajia
Kykypy3a. MHTepec K Mo3auLM3My Y KYKYpy3bl BO MHOTOM CBSI3aH C YYBCTBOM KpPacOTHI y
nHaeieB. UM HpaBmiach Mo3amdyHasl oKpacka 3¢pHa, M OHU CICIHUAIBHO BbIPAIIMBAIN
(CeeKTUPOBaAIN) TaKne pacTeHUs. [ eHeTHIeCKMiA aHaIN3 OKPAaCKM MO3aMIHOCTU PACTCHUI
M 3epeH, HeCYIIUX TeH MyPIypHO OKpacKu Tepukapra P, Haua 3aMevaTe/bHbIN HCCIIeNo-
Baresb Ponun Anamc OmepcoH (Emerson, 1873—1947). Cpenu ero HEMHOTHUX YYEHUKOB IBOE
cTany HOOeneBCcKMMU naypeatamu: JIXX. by, aBTop KOHLEMIUU «OIUH TeH — OIUH (ep-
MeHT» 1 bapb6apa MakKJIMHTOK, OTKphIBIlIast MOOUJIbHbBIE JIEMEHTHI.

DMepcoH oKoH4YMI yHuBepcuTeT wrata Hebpacka B 1897 r., B 1899—1913 rr. BEx1 uccie-
JIOBAHMS B CEIbCKOXO3SMCTBEHHOM KOJIIEIXKE U OTBITHOM CTAHIIMM TOTO Xe IuTara. B mepe-
pbiBe, B 1910—1911 rr., padotan B I'apBapacKOM YHUBEPCUTETE COBMECTHO C TF€HETUKOM
BnBapaom Mctom (1879—1938), coaBropom KoHuenuuu rereposuca. C 1914 mo 1942 r. Omep-
COH PYKOBOJIMJI OTIEJOM cesekliuu pacteHuid B KopHesnbckoM yHuBepcutere (MTaka, mrat
Helo-Mopk). Bcriomunast o cBoeM yuuresne, Jx. bumt (Beadle G. M., 1950) mucar: «Bknag
ImepcoHa B reHeTuky Gbin MHOrocTopoHeH. OH Hayan paboTaTh elwé B TO BPeMs, KOrAa 3Ta Hayka 6bina
cnaba 1 Bbi3Bana MHOMO COMHEHWIA... Ero cTaTbu Mo reHeTuKe OKPacku aneMpoHa U PacTeHuit y KyKky-
py3bl — BbIAAOLMIACS 0Opa3eL IKCNepPUMEHTANIbHOMO UCCNef0BaHNs, MYOOKO 060CHOBAHHbIE U ACHbIE
no HanucaHuio. OHW CAYXKAT BLOXHOBAAIOWMM NPUMEPOM A8 OyAyLWMX NOKOJEHU UccnefoBaTenei. ..
Ero paboTbl N0 MO3auLM3My B OKpAcKe nepukapna npuBesu K KOHLENLUMN HecTabubHbIX FeHOB U Npea-
CTaBASAIOT COBOI MaBy B UCTOPUU FEHETUKNY.

Bunn Brievamisiionie xapakrepu3yeT HaydHbIN CTWIb U JIMYHOCTb CBOETO YUUTENsT DMep-
COHa: «Benunku 6biM ero ynopcTeo 1 06bEKTUBHOCTb. OH HUKOTAA He My6ANKOBAN laHHbIE [0 TeX NOp, NOKa
He noJlydyan Ux NoATBEPKAEHUS He OAMH Pas, U MHOTUMU NyTAMU. .. CTONb Ke BaXKHOM, KaK 1 ero HayyHble
Tpyabl, GbiA TMYHOCTL IMEPCOHA, KOTOPAsS 3aNOMUHANACh BCEMU, KTO €ro 3Has. 310 Obin GU3nNYecku cunb-
HbIli, XOPOLLO CNOXKEHHBI BbICOKMIA YenoBeK. OH Obin NPUBETINB U cepfieyeH B 00WeHNN. 3apa3uTenbHbIi
IHTY3MA3M 1 fjap NPOABAACA HE TONLKO B HAYYHOM, HO 1 BO BCEX BUAAX iesTeNbHOCTU. OH ropamnncs Tem,
YTO BO BPEMs MOJIEBOTO CE30HA MEPBbIM NPUXOAMN HA YYACTOK W NOCAEAHWUM NOKMUAAN ero. 3TOT npumep
HECOMHEHHO Croco6CTBOBAN NPOAYKTUBHOCTM BCEX PabOTABWMX C HAM CTYAEHTOB M UCCiefoBaTenei. ..
LLlenpocTb IMepcoHa Gbina nereHaapHa. Ita WeapocTb chirpana 60bluyI0 POib B TOM, YTO KYKypy3a CTana
CaMbIM U3YYEHHbIM C TOYKM 3PEHUs TEHETUKN PACTEHUEM. .. IMEPCOH UCMbITHIBAN TAKOE e YAOBOLCTBUE OT
XOpoLlei paboTbl CBOErO YYEHMKA UM KOIETH, KaK W OT CBOeN COBCTBEHHOM. ITOT iyX anbTpyU3ma B coye-
TaHUM C 3HTY3MA3MOM, NPOCTOTON B 0OLIEHNM 1 BLICOKMMU CMOCOOHOCTAMM €CTECTBEHHBIM 06pPa3oM caenany
€ro MHTENEKTYasbHbIM U lyXOBHbIM IMAEPOM CPeau Bcex reHeTukos Kykypysbi» (Beadle, 1950).

Orcrona, BUIUMO, UAYT U YMCTOTA U U3A11eCcTBO OIbITOB b. MakKiIMHTOK, €€ yrmopcTBO B
MHOTOJIETHEM OJMHOKOM TorcKe. OMepcoH B 1914 1. epBbIii MPOBE TEHETUYECKUI aHAIN3
MO3aMYHOTO, HeCTAOMJIBHOTO TIPOSIBIICHUS TeHa «P», KOTOPBIi KOHTPOJIUPYET OKPACKy 000-
JIOUKHM 3epHa (Tiepukapra) y KyKypysbl. Ha cBeTsioMm hoHe MoSIBISIIMCh KpacHbIE MSITHA Ha
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3epHax, BbI3BAHHbIE, KaK Mbl TeMepb 3HaeM, BbIPE3aHUEM MOOWILHOIO 3JIeMEHTa, UHIMOM-
PYIOIIETO MPOSIBJICHNUE JIOKYca. DMEPCOH TIPUIIIE]T K BBIBOLY, YTO CYIIECTBYET HEKUI (haKTop
MO3auIU3Ma, «Pa3sHOBUAHOCTb BPEMEHHOTO PELLECCUBHOTO MHTMOUTOPA, KOTOPLIN HA PAHHEM UK N03[-
HEM 3Tane OHTOreHe3a TepAET CBOI0 CNOCOGHOCTb MHIMBUpPOBaThy. JlajTbIle ciieyeT YeCTHOE 3aKITO-
YEHME, YTO «NPUYMHBI TAKOTO M3MEHEHMs (AKTOPA JIEXAT Ceiyac BHE PAMOK MbICUMOTO 0OCYKAEHUA»
(Emerson, 1917) .

K Takomy xe HeyTelmuTeIbHOMY BbIBOIY MPUILIEN U IPYTOW 3aMevaTeIbHbli HccaenoBa-
tesb — Musucinas demepetr (1895—1966). FOrocias 1o mporcxoXaeHnIo, OH OKOHYMIB 1916 T.
arpoHoMuyeckuii Kosutemk Bo @panimu. 3atem niepeexan B CLLIA u B 1920-¢ rr. padortan B
KopHenbckom yHuBepcurete (rmon arumoit P. Dmepcona), a ¢ 1923 mo 1960 r. — B MHcTUTYTE
Kapneru (BammHrToH), B otaee reHeTuky nHcTuTyTa, B Koan CripuHr Xapoope (¢ 1941 r. —
nupekropoM). M. Jlemepelly puHauiexkaT KiiacCuueckre paboThl B 00JIacT TeHHOU HecTa-
OMITBbHOCTH, 3h(PeKTa TOIOXKESHUS Y APO30GUIIBI I TCHETUKI MUKPOOpPTraHn3MoB. Ho Havas oH
C aHAJIN3a COMAaTUYECKOW HECTAOWIIBHOCTU Y Anthirinum majus (TbBUHOTO 3eBa). I3y4uB cBOii-
CTBA JBYX HECTAOWJIBHBIX MyTallii, BIUSIONINX Ha OKPACKy 1IBeTKa, JleMepell noranaics, 4To
pa3Mep MO3aUYHOTO ISITHA Ha PACTEHUM 3aBUCUT OT CTaJIM OHTOTEHE3a, Ha KOTOPO MyTUPYET
HecTaOMIbHBIN TeH. OIUH U3 U3yYeHHBIX UM TEHOB MyTHPOBaJ PABHOMEPHO Ha BCEX CTATUSIX
pa3BUTHSL, a IPYTOil — JIUILb B O3IHEN SMOPUOHAJILHOM CTaIuU.

1.2. T'unore3a MakK/IMHTOK ¥ OTHOIIIEHHE K HEli

PetntenbHbIN MPOPBIB B MCCJIEOBAHUN HECTAaOMIBLHOCTU ObLI CIeJIaH B MCCIIeI0Ba-
HUsIX yueHuU1bl OMepcoHa bapoapsl MakKinnHTok (1902—1992). OHa BbIcKa3ajia TUTIOTE3Y
O CYIIECTBOBAaHMU OCOOOTr0 KiIacca TeHETHMYECKMX JIEMEHTOB, CIIOCOOHBIX ITepEeMEIaThCs
10 TCHOMY, BHEIPSTHCST B pa3HbBIC JIOKYCHI, BEIPE3aThCS OTTYIa M TAKMM 00pa30M PeTyIrupo-
BaTh TEMIT MyTUPOBAaHUSI F'eHa W ero MyTalluoHHOe cocTostHue. [1o cylecTBy, Bce OCHOBHBIE
TeHEeTUYECKMEe CBOMCTBA MOOWJIBHBIX 3JIEMEHTOB, HalineHHBIEe cIycTs 25—30 JeT y pa3HBIX
BUIOB U ucciaeaoBaHHbie Ha ypoBHe JIHK, Obu1n yxke ycranosineHbl MakKnuHTok. OcobeH-
HOCTh €€ pabOoThI COCTOSUIA B TIOJIHOM CIUSIHUU TEHETUIECKOTO M IIUTOTeHETUIECKOTO IO -
X0J1a, TI03BOJIMBIIIETO HEIIOCPEACTBEHHO BUACTh B MUKPOCKOTIEC TO, YTO IIPEACKa3bIBAIOCH Ha
OCHOBE JJaHHBIX TEHETUYECKOTO aHaAIN3a.

B onHoIt 13 TMHMIA KyKypy3bl B Meiio3e MakKiTMHTOK HabJ10/1aj1a peTyisipHble pa3pbiBbl
1 BOCCOEIMHEHUsI XPOMOCOM B 00J1aCTH KOPOTKOIO Iieya XxpomMocoMmbl 9. Ha mucranbHOM
KOHIIE 3TOI XPOMOCOMBI OBLT PACIIOJIOXKEH y3eJI0K reTepOoXpoMaThHa, HedaleKo OT HEero I1o
HaITpaBJICHUIO K IIEHTPOMEpe JIOKATN30BaINCh pEIIeCCCUBHBIC MyTallu reHoB. OOBIYHO pa3-
PBIB XpPOMOCOMBI MPOUCXOIU B ONPEaeIEHHOM MecTe, 0003HaueHHOM Kak Ds (Ds, Disso-
ciation — pa3pbiB), MexXay reHoM Ds u ueHTpoMepoil. OgHako MakKianHTOK oOHapyxuia
B HEKOTOPBIX JTUHUSX MTepeMellleHe TOYKM pa3pbiBa, U B 3TOM XK€ MeCTe BOZHUKAIU HeCTa-
OUJIbHBIE MyTallUU.

Korma n3 HecTabunmbHOTO TeHa (hakTop Ds TIepeMertiaics B Apyroi paifoH, TeH CHOBa CTaHO-
BUWJICS OTHOCUTEJIPHO CTAOMIIBHBIM. YacToTa pa3phIBOB, BEI3BAHHBIX (haKTOpoM Ds, pe3Ko BO3-
pacraja non BAWSIHUEM TOMUHAaHTHOro (akTopa Ac (AktuBaTop). Takum oOpa3oM, B CUCTE-
Me Ac—Ds pakTop Ds ABIAIeTCS KOHTPOJUPYIOLIUM, a Ac — peryasaTOpHbIM 3JieMeHToM. KoH-
TPOJUPYIOLINI 3JieMeHT Ds, eClii CyMMUPOBATh TMojiydeHHble MakKJIIMHTOK maHHBIE, UMe
CJICIYTOIIME CBOICTBA: a) KOHTPOJIb aKTUBHOCTH T'e€HA-X03sIMHA, TaK YTO MPU BHenpeHUu Ds
TeH MOXKET JIM0O YaCTUIHO, JTMOO IMOJTHOCThIO MHAKTUBUPOBATHCS; 0) CITIOCOOHOCTD K TPaHC-
TMO3ULINSIM; B) CITOCOOHOCTD BBI3BIBATh PAa3pBIBHI B CAliTaX BHENPEHMUS; T) CITOCOOHOCTh MEHSITh
cBo€ cocTosiHue. OnHaKO BCe 3TU CBOMCTBA MPOSIBISLIIMCH JIUILb B IPUCYTCTBUU Ac.
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B Hauane 1980-x rr., Kkorma Hayajgachb 3pa MOJEKYISIPHBIX MCCIEIOBaHWI Ha pacTe-
HusxX, BbiBoa MakKiuHTOK Oniectsiie noarBepauics. eicTBUTeIbHO, HeCTaOUIbHbIE MyTa-
LIMU, BbI3BaHHbIEe (hakTopamu Ds—Ac, conepxanu BcTaBKy. [TotHOpa3MepHbIif MOOUIIbHBI
Ac-31eMeHT UMeTT IJTUHY OKO0JIO 4,5 THIC. T1. H., a Ds oKa3aiics ne(peKTHBIM BaprHaHTOM Ac, KOTO-
PBIii, Oyaydn BCTPOEH B TaHHBIH JIOKYC, caM IO cebe He CITOCOOESH TTePeMeIaThCsl, HO aKTUBH-
pyeTcsl B IPUCYTCTBUM B T€HOME TOJIHOM Komuu Ac, coaepKaliero TpaHcmo3asy — (hepMeHT
TPAHCITO3WINN. AKTUBALINS TIPUBOIUT K BhIpe3aHMIO Ds 1 TIOSBICHWIO OKPAIICHHBIX TISTCH.

Tpu ocHOBHEIC HOBBIE MIEW B TeHETHKE CBSI3aHBI ¢ paboTamMu MakKJIMHTOK:

1) MyTaHTHOE COOBITHEC, IIPUYPOUCHHOE K OIPEACIEHHOMY JIOKYCY WU TEHY, MOXKET
OBITH CBSI3aHO HE C U3BMEHEHMEM CaMOTO I'e¢Ha, a C HEKMM KOHTPOJIMPYIOLINM 3JIEMEHTOM;

2) 5TOT KOHTPOJUPYIOIIUIA 3JIEMEHT SIBJSIETCSI MOOMJIBHBIM, OH CITOCOOEH BCTPaMBaThCs
B pa3HbIe JIOKYCHI, IPUYEM 3TOT MOOMIBHBIN KOHTPOJMPYIOLINI 3JIEMEHT HE OIWH, a eCTh
TpyIIIIa He3aBUCHUMBIX DJICMEHTOB;

3) MOOWJIBHBIN JIEMEHT MOXKET PeTYJIMPOBATh XapaKTep BEIPAXKeHUS TeHa B 3aBUCHMO-
CTH OT BpEMEHHU OHTOT€He3a U TKaHeBOI (OpraHHO#) crielM@UIHOCTH; mo3ToMy MakKiuH-
TOK Ha3Bajia 3TU 3JIEMEHTBI HE TOJIbKO MOOUAbHbIMU, HO Y KOHMPOAUPYIOUUMU TEHHYIO aKTUB-
HOCTb. DTOT BbIBOA ObUI caenaH B 1950-e rr., Korma HUYEro He 3HAJIM O TPAHCKPUIILIUU U
TPAHCIISILINY 1 O TeHAX PeTyiIsiTopaX, OTKPEITEIX 2KakodoM 1 MoHO.

XoTs1 cooOleHre o TepBoil cepum uccaenoBaHuii b. MakKianHTOK ObL10 HareyaTaHO B
Tpymax AMepukaHckoit akagemun Hayk (McClintock, 1950), a 3aTeM B 6oJiee TOaApOOHOM BUIIE
MPEICTaBIEHO HA OMHOM MX CaMbIX aBTOPUTETHBIX (hopyMoB reHeTnkoB B Konn Cripunr Xap-
6ope (McClintock, 1951), e€ BbIBOABI Ka3aJIUCh CIUIIKOM MapagoKCcaabHbIMU, YeM-TO HETTpaB-
nornoaooHbM. OHa BCMOMUHAET, YTo Aokjaaa 1951 r. ObLT HEMOHSIT, a TUMOTe3a — BCTpeueHa
¢ BpaxneoHocthio (McClintock, 1992). CoracHo kaHOHMYECKOU Teopur MopraHa, Te€HbI
JIOJDKHBI METh CTPOTYIO JIOKAJTM3alldIo, a CYIIeCTBOBAaHME IIEJIOr0 Kiacca MDD 3JIeMEHTOB
Hapylajao Bce KaHOHBI. ['@HeTHKM BOCIPUHUMAIU 3TO MPUMEPHO TakK Ke, KaK eclii Obl B
1951 r. B mepuon rocnoacTBa craiuHu3Ma xxuteiau Coserckoro Coro3a y3Haju, YTo MPOIMCcKa,
MHeHue naptkoMa u KI'b HeoOs13aTeIbHBI 1 MOXKHO CBOOOJHO Tepee3kaTh U3 OJHOI0 ropoaa
B IPYTO 1 3a IIPEIeITBl CTPaHbI «KeJIe3HOTO 3aHaBeca». I1o ciioBam ogHoro u3 wieHoB Hobe-
JIEBCKOTO KOMUTETA, B 1951 T. «oueHnTb 3Ty runotesy Moru He 6onee NaTU reHeTUKOB BO BCEM MUPE,
a cama b. MakKnuHTok npusHanacs, 4to “meHs cuutanu cymacwegwein”» (Yommuc K., 1984).

2. KoHuenuua npodara v eé 3HayeHne; 3NUCOMbI U NNA3MUAbI

ITo ynuBuTEIbHOMY COBIAJEHUIO MPAKTUYECKU OTHOBpeMeHHO B 1953 r. ObutM che-
JIAaHBI IBA OTKPBITHSI, OTIPEICIMBIITE JINIIO COBPEMEHHOU MOJIEKYJISIPHOI U OO0I1Ieil TeHeTUKY:
otkpbeiThe aBoitHoi crmpamm JHK JIx. Yorconom n @. KpukoMm u uccienoBaHue AHIpe
JIbBOBBIM JTM30TEHUM Y OaKTEpHUid U TIPEeIOKEHHAsT UM KOHIETMS mpodara. J1is 3Borom-
OHHOM reHeTUKU HoBaluu AHape JIbBoBa, Ha MO B3IJIsIA, UMEIOT HEMEHbIIIee 3HaUeHUE, YeM
oTkpbiTHe aBoitHoi cniupanu JJHK. Angpe JIbBOB ycTaHOBWII, YTO B XOJA€ B3aMMOJEHCTBUS
dar ambaa — GakTepus (ar cnocodeH BCTpauBaThCs B XPOMOCOMY OAKTEpUU U NTEPeaBaThCs
B PSIOY MOKOJICHUI KaK ee TeHeTWUSCKUI 3JeMEeHT. bakTepnio, BKITIOUMBIITYIO TeHOM (hara B
cBOW reHoM, A. JIbBOB Ha3BaJl IM30TEHHOM, a BCTPOEHHbIN (dar — rpodarom. Paru, crnocood-
HbIE MEePEXOIUTh B JATCHTHOE MHTEIPUPOBAHHOE B TEHOM OaKTepUU COCTOSIHUE, HAa3bIBAIOTCS
yMepeHHbIMU. BeTpouB dar B CBoii reHOM, OakTepus TpruodpeTaeT UMMYHUTET K 3apaXkeHUIO.
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B HEKOTOpPBIX ClTy4yasx COCTOSIHUE JTM30TEHUHU BJIeUET 3a CO00i MpUoOpeTeHUE KIIETOYHBIX MPU-
3HAKOB BIIOJTHE ITOCTOPOHHUX, K MH(MEKIINN, HAIPUMED, U3MEHEHME BUIA KOJOHUM MU U3Me-
HEHIE TTOBEPXHOCTHBIX aHTUTEHOB OaKTEePUATbHOMN KIICTKM (KOHBEPCHSI IIITAMMOB).

He6omb1oii ICTOpUIeCKIiA 9KCKYpC TTOKA3bIBACT, CKOJIb PEBOTIOIIMOHHBIM OBIIIO OTKPHI-
e JIbBoBa. Yke ¢ Havana 1920-X IT. ObUIM U3BECTHBI IITAMMBI, CHOCOOHBIE HECTU (haru B
CKPBITOM COCTOSIHUU Y BbI3BIBATh JIU3UC Y YYBCTBUTEIbHBIX IITAMMOB. OTHAKO OTKPbIBATE/ b
6akrepuodaros ®enukc 1’ Dppeib (1873—1949) cMmoTpen Ha ¢ar Win BUPYC KaK 00JIMIaTHO
JIeTATbHBIA IS KJIETKW areHT. OH CYUTaJ, YTO KYyJIbTYPHI JU30TEHHBIX OAKTEPHUil TTPOCTO
3arpsI3HEHBI (DAroM 1 OT HETO MOXKHO M30aBUTHCS ITyTEM OUMCTKH.

Bamisin Ha TM30TeHUIo Kak «apTredakT» pa3nesisuli U UCCIIEIOBaTEe M IIKOJIbI KJIaCCUKa
reHeTukn Makca JlenbOpioka, ocHOBaTelIsl TPYyMIIbl 1o reHeTuke (aros B KanudopHuiickom
Texnonornueckom uHctutyte (Ilacamena, Kanudopnus). MccnemoBaTenu B 3TOM Ipyrine
paboTaiy ¢ TaK Ha3bIBaeMbIMU T-¢araMu, KOTOpbie He CITOCOOHBI BCTpaUBaThCS B OaKTEPUIO
¥ BBI3BIBATh JIM30TEHHOE COCTOsIHME. B cmury aBTOpHMTeTa IIKOJKI Jenb0pioKka JTu30TeHUCH
JIOJITO IeTaJIbHO HUKTO He 3aHuMasics. JIbBOB Tociie BOWHBI BO300HOBWII B [lacTepoBckom
MHCTUTYTE UCCAEAOBAHUS JIM30T€HHOro mTaMMa 6akTepuu. OH ciaenus moa MUKPOCKOIIOM
3a cyIb0O# OTAEIBHBIX KJIETOK, TOrIa Kak B 1IKoJjie deabopioka BeaylM ObUT CTaTUCTHYE-
CKUI1 IOIX0M, Ha YPOBHE KOJIOHUM 6akTepuit. B 1953 1. JIbBOB 0my0IMKOBaJI CTPOMHYIO TEO-
PUIO JIM30TCHNH, TTIOJTHOCTBIO COXPAaHUBIIIYIO CBOE 3HAUCHME 10 HacTosero BpeMeHu (Lwoff,
1953; 2Kako06, Bosnbman, 1962; Crenr, Konunmxkep, 1981).

TpaHchopMalmio, TpaHCIYKIIMIO 1 JIM30TEHUIO MOXKHO paccCMaTpUBaTh KaK TPU Pa3HBIX
crnocoba «IapaHaclieACTBEHHOI0» MPUOOPETEHUsT HOBBLIX Tpu3HakoB (XKako0, BombmaH,
1962, c. 48). TepMuH «IapaHacjieICTBEeHHbIe» ObLI IpeaioxKeH ewé B 1925 r. Dxxenu Bojbma-
HoM (Egenie Wollman) mist 0003HaYeHNS SIBJICHUI IIPHUOOPETECHIS IIPU3HAKOB ITyTEM 3apaske-
Hus (DxeHu BosbMaH B Havasie XX B. aMUTpUpoBai U3 MuHcka Bo OpaHIINIO, TIe OKOHUYWIT
YHUBEPCUTET U cTajl paboTtaTh B [1acTepoBCKOM MHCTUTYTE IO pyKoBomcTBoM M. MeuHu-
koBa). Emié B 1920-€ IT. OH YCTaHOBWI, UTO CJIMSIHUE JIETaJIbHOTO hara U 6aKTeprum-Xo3ssMHa
B KOHEUHOM CYETE MOXKET JaBaTh KJIIOHBI OaKTepuii, KOTOphIe comep:kar ar, HO He TTOTH-
0aroT, mepexos B TN30TeHHOE COCTOSTHIE (Ha3BaHUE TIPEIJIOKEHO MM U TIPOIOJIKUBIITAM 3TH
padotsl A. JIbBoBbIM). B 1928 r. DxxeH BosibMaH mpuilien K BbIBOAY, UYTO «00a MOHITUSI —
HAacCJIeJICTBEHHOCTh M MH(EKIINS, Ka3aJIOCh ObI, CTOJIb pa3JIMYHbIE K B KAKOM-TO CMBICJIE TaXe
HECOBMECTMMBIE... IIPU HEKOTOPBIX YCIOBUSAX MOUTHU COBMamawT». MccaenoBaHuss DxeHuU
Boapmana (y4éHbIl moru0 B KOHIIJIarepe BO BpeMsI HALIMCTCKOM okKymamuu [laprxka) mpo-
nmoimkwt ero celH Mabst Bomsman (Elie Wollman 1917—2008), koTopoMy yaanoch CITacTHUCh.
OH OOHApYXWJI, YTO BHEXPOMOCOMHBIN (hakTop F OTBETCTBEH 3a KOHBIOTALUIO (TI0JT) OaKTe-
puii. BTOT hakTop ObLT HazBaH amucoMoit (Kako6, Boibman, 1962).

Wnbs Bonbeman n @. 2)Kako6 ycTaHOBUIIN, YTO MYKCKOM ITOJIOBOM THUIT OGaKTepHU OITpe-
JeIsIeTCSl BHEXPOMOCOMHBIM (hakTOpoM F, KOTOpBIT MOXKET BHEAPSITHCS B XpOMOCOMY OaK-
tepun 1 B 1000 pa3 ycminmBaTh CITOCOOHOCTH K XPOMOCOMHOM peKOMOMHAIIMKM 3TO# OaKTe-
pum ¢ npyrumu 6aktepusmu. IloBemeHue ara JssM01a BO MHOTOM HAaITOMWHAJIO TTIOBEACHME
noJjioBoro (aktopa 6aktepuit. B 1958 r. 2Kako6 u Mnbst BorbMaH BBeIM TEPMUH «2MTHCOMA»
I71sS1 0003HAUEHUSI TEeHETUYECKUX 3JIEMEHTOB, KOTOPbIE MOIYT CYILECTBOBaTh B KJIETKaX B
JIBYX B3aMMHO UCKJTIOYAIOILIMX APYT APpYyra COCTOSIHUAX — aBTOHOMHOM M UHTETPUPOBAHHOM.
K smucomam oHM OTHECIU: yMepeHHBIe ObakTepuodaru, moaoBoit (pakTop 6akTepuii u ak-
TOPBI KOJTULIMHOTEHHOCTH, C TIOMOIIIBIO KOTOPBIX OTHM IITAMMBI OaKTepUil yOMBAIOT APyTHE.

PacmpeHue KOHILIENTYyaJIbHOTO MOJISI B 3TOM 00JIACTU CBSI3aHO ¢ padoTamMu JIxomrya
JlenepOepra, KoTophlii B 1952 r. BBeJ MOHSITUE «IL1a3Muaax. Jlenepoepr npenioxuia o0003HayaThb
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BCE BHESIIEpHbIE TEHETUYECKUE 2JIEMEHTHI, CITOCOOHBIE K aBTOHOMHOM PeTUIMKAIIMU, TEPMUHOM
«IUIasMuaa». B3rso Ha riasMuasl Kak Ha CHMOMOHTHI M aJTbTepHATUBHBIIN B3IJISIT HA HUX KaK
Ha COCTaBHYIO YacCTh T€HOTHUIIA, cortacHo JleaepOepry, 3aBUCHUT OT TOTO, HACKOJIBKO IHPOKO
WCCIIeNoBaTelb TPAKTYET TPAHUIIBI TEHOTUIIA M HACIECTBEHHOU CUCTEMbI OpTraHN3Ma.

TepMuH «3mKrcomMa», CTpPeMUTETBLHO BOPBABIIKUCH B TEHETUKY B KOHIIE 1950-X IT., mocTe-
TEHHO CTaJl yXOAUTh B TEHb MOl HAITOPOM 00Jiee pa3MbITOr0, HO 3aTO OoJiee 00IIEro TepMUHA
«mnasmuga» (Crenr, Komunmxkep, 1981). XKakoo n Unbst BoibmaH BHavasie moiaraiu, 4To
COCTOSTHUSI MHTETPalli U aBTOHOMHOE B3aMMHO WCKJIIOYAroT Apyr apyra. Ho ato okasa-
JIOCh CITpaBeTMBBIM JIUIIb JJTsI Y3KOTO Kiiacca 2jieMeHTOB. CIieKTp B3auMOIIpeBpalieHii 1
repexoa0B (haKyJIbTaTUBHBIX 2JIEMEHTOB IIMPOK. Tak, HEKOTOPbIE TeHbI, BXOSIINE B COCTaB
IUIa3MUJ Y OJHUX BUIOB OaKTEpHUii, y IPYIrMX BUIOB OOHAPYKUBAIOTCSI B MHTETPUPOBAHHOM
cocrosiHuM (XecuH, 1984). BriocnenctBuu ObL10 HaitneHo, yTo MDD 3j1eMEHTHI ceMeiicTBa
Mar4 y 1po3o(uiibl B OMHO M TO XKe BpeMsI MOTYT CYIIIECTBOBATh B BUIE BCTPOCHHBIX B XPO-
MOCOMY TIOCJIEIOBATETLHOCTE, B BUIE MX KOJIbIIEBbIX AHAJIOTOB B IIUTOIJIa3Me W, HAKOHEII,
MepexXoaUTh B paHT MH(MEKIMOHHBIX peTpoBupycoB (Kim, et al., 1994).

[TaHopamMa BO3MOXHBIX B3aMMOIPEBPAILEHUIT W B3aUMOIEPEXO0B T€HETUYECKUX 3JIe-
MEHTOB ObLIa IPO30PJIMBO IpenacTapieHa B kuure 2Kakoba u Miabn Bonbmana (1962, c¢. 418):
«Mbl NPUXOAMM K 3aKJIKOYEHMIO, YTO B Pe3y/bTaTe ONpeaeseHHbIX reHeTUYECKUX COObITUI MOTYT BO3HMKATb BCe
NPOMEXKYTOUHbIE KATEropUM MEXAY BUPYCaMu (CTPYKTYPbI 3K30reHHble, UHDEKLIMOHHBIE U BHESAEPHbIE, T. €.
NpUHaAnexallue K Knaccy nnasmmnga) U HopManbHbIMW FEHETUYECKMMU LETEPMUHAHTAMMU KNETKM (CTPYKTYPbI
3HOreHHble, HeMHMEKLMOHHBIE U UHTErPUPOBAHHbIE). INuUcoMbl, CiedoBamesbHO, nepexudsiBaom coeo-
6pastbili MOCM Mexdy HacedcmBeHHOCMbIO U UHeKyuel, Mexdy KnemoyHol namosoeueli u usuonozueli
K/iemKu, Mexdy A0epHoll u yumonsiazmamuyeckol HacnedcmseHHoCMbio» (BbIIEIeHO MHOIO. — M. T).

«3NUCOMHbIE 3NEMEHTHI Moryt J'IVI60 NPUCYTCTBOBATb B KNETKE, J'IVI60 OTCYTCTBOBATb, HAXOAUTLCA
B XpOMOCOME, J'IVI6O B uuTonaasme, 6bITb 3HAONeHHbIMU UNKU 3K30reHHbIMU, NAaTOreHHbIMU UNKU 6e33pep,-
HbIMU. TakMmM 06pa3oM, Mo CBOMM CBOWCTBAM 3MUCOMbI COCTAB/AIOT KATErOPUI0 TEHETUYECKUX 3IEMEHTOB,
NPUGANKAIOLWNXCA OAHOBPEMEHHO K HOPMaibHbIM CTPYKTYPAM KNETKU U K BHYTPUKNETOYHBIM NapasuTtam,
K XPOMOCOMHbIM KOMMOHEHTAM U K LIUTOMNA3MEHHbIM 3/IEMEHTAMY.

ABTOPBI TIPEIBUICIIN OTKPHITHE STTMCOMOITOMOOHBIX 3JIEMEHTOB Y 3YKapHOT, IIPO30PIIUBO
yKa3bIBasl B KQUeCTBE WX aHAJIOTa Ha «KOHTPOJIMPYIOIINE 3JIeMEHThI», OTKPbIThie MakKiuH-
Tok. Kako6 u BosabMaH, oOcyxaasi B3aUMOJIEUCTBUS SMKUCOM C TEHOMOM KJIETOK XO3sMHA,
MPUXOAIT K CXOAHOMY ¢ JIapJIMHITOHOM BBIBOAY, UYTO HACJIE€ACTBEHHOCTh U MHGEKIIMS Mepe-
CTalOT OBITh HECOBMECTHMBIMM.

DTOT BHIBOI MOATBEPKAAECTCS YCTAHOBJICHHBIMU B JAIBHEHIITNX UCCICIOBAHMUSIX BOILIO-
EHUSIMY WM UHKapHausMu (para isimo1a B cucteme par — 6akrepust (Par-nssmoaa, 1975).

1. CocTrostHre BUPYJIEHTHOCTH, MH(EKIIMOHHOCTH — (har MPOHUKAET B KIJIETKY U TTPUBO-
IIAT €€ K TM0esu, IU31CY, TaK YTO U3 ogHo# bakTeprn obpasyercs 100—200 (paroBbix yacTuil.

2. CocrosiHue npodara — Korga ar MHTErpMpoBaH B XpOMOCOMY, YacThb €r0 T€HOB
aKTHUBHA U OJIOKPYET COOCTBEHHOE Pa3MHOXKCHHE.

3. OGnUraTHO-BUPYJIEHTHOE COCTOSIHME WJIM yTpaTra JIM30TEHHOTO COCTOSIHUSI TIpU
MOBPEXASHUN WU JeJelIU B JIOKyce «c I» y ¢hara.

4. OOAUraTHO-UHTETPUPOBAHHOE B XPOMOCOMY XO3SIMHA COCTOSIHME MpU JeaelUUn
JIOKyca, KOHTpoupylolero Beipe3anue ¢ara u3 JJHK xozsuHa.

5. CocrostHME TUIa3MHMIBI — IIPU HEKOTOPBIX JENICIHUIX (ar yrpaumBaeT CIIOCOOHOCTh
00pa30BBIBATH OCIKM 000JIOYKH, HO COXPAHSICT CBOMCTBO PEILIMKAIINMN.

B paMkax reHHO-MHXXEHEPHBIX padOT Ha OCHOBE y4acTHsI TeHoMa (hara JsiMO1a co3naHo
MHOXECTBO JAPYTMX YAUBUTEIbHBIX KOHCTPYKIIVHA.
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6. KocMuabl — KoHILIEBbIe (pparMeHTHI (para (Cos-caiiThl), 00ecrieunBaole yIIaKOBKY B
roJIOBKY (hara Bceil MOJIEKYJIbl CO BCTPOSHHBIM MOoCpeanHe ¢pparMeHToM uyxKepoaHoit JTHK
M YYaCTKOM PEIUIMKALIMU, B3SIThIM U3 OaKTepHaJbHOM TU1a3MuIbl. Takass KocMuUIa Ipyv Hajlu -
YU 1ejaoro dara-rmoMoIIHMKa CIIOCOOHA MTPOHUKATh B KJIETKY U PEIIMIIMPOBATLCS B HE.
B xocMubl ymakoBaH Telepb BeCh pa3pe3aHHbIil Ha (h)parMeHThl TeHOM JIP030(UIbI, a TAKXKe
MHOTME YaCTH TeHOMa YeJIoBeKa.

7. XuMepHBI1 TH(MEKIIMOHHBII areHT, aKTUBHBINM B OTHOIIIEHUM MPo- 1 syKapuoT, JJTHK
BUpyca nojaromsl BBeaeHa B [IHK cara 1siM61a — BO3HUK BUPYC-XUMepa, CITOCOOHBII BBI3bI-
BaTh JIM3UC OAKTEPUIi U paK Y MbIILIEH .

Ecnu K. HapaunrTon B cepeaune 1940-X IT. BbICKa3ajl MbICAb O TPYIHOCTH CTPOTOro
BBIOOpA MEX/1y MJIa3MareHOM U BUPYCOM, TO MCCJIEIOBAHUSI, BBITIOJHEHHbBIE B MOCIEAYIOIINE
NIBa NECSITUICTHUSI, YTBEPAUIU 3Ty MBIC/Ib. Kak yxKe ObL10 cKa3aHO, CBOMCTBO MY>KCKUX IIITaM-
MOB OakTepuil nepenaBaTh yacThb cBoeil JJTHK 1 ¢cBOMX TeHOB XK€HCKMM peLUNTUEHTHBIM
IITaMMaM 3aBUCHUT OT (pakynbTaTuBHOU F-masmunpl. OHa crmocoOHa K caMOBOCIIPOU3BEIe-
HUIO 1100 B aBTOHOMHOM COCTOSIHUM, JIMOO OYyIydd MHTETPUPOBAHHOMN B XpOMOCOMY Oak-
tepun. Tonorpadus riasMuabl B KJIETKE-X035IMHE PE3KO MEHSIET CBOMCTBO TUIONOBUTOCTHU
TOCJIEAHEH U COCTaB ITEPEHOCUMBIX ITPY KOHBIOTAIIUY TEHOB.

Korma F-masmuma BcTpoeHa B T€HOM OaKTepUM, TO CIIOCOOHOCTH KJIETKM-XO3SMHA
nepenasath cBoto JIHK xxeHCcKuM 1oHOpaM Bo3pacTaeT B AECITKHY pa3, a caMma peKOMOMHALIMS
MPOUCXOIUT COBEPLIEHHO 0COObIM 00pa3oM. F-miasmuma cnocoOHa BKIIOYATHCS B XPOMO-
COMY KJICTKM-XO3sIMHA B CAMBIX Pa3HBIX €€ yJacTKaxX 1 pa3Hoii opueHTaruu. [Ipu 3Tom Bo3-
HUKaeT 00JIbIION HAOOp IITAMMOB C pa3HbBIMU HayaJlbHOM TOUKOIM M HalpaBICHUSIMU TIepe-
Hoca. Uckimouenue ¢akropa F u3 6akTepnaabHONi XpOMOCOMBI MPUBOIUT K 0Opa30BaHUIO
Pa3IMYHBIX aBTOHOMHBIX TIPOM3BOIHBIX TUIA3MMII, HECYIINX pa3HbIC IO IIWHE (DparMeHTHI
XPOMOCOMBI KJICTKM-XO3sIMHA, KOTOPHIE COCEACTBOBAIM C MECTOM MHTETpaIlMU 3TOM TuIa3-
muabl. Hekotopeie mpou3BogHbIle BapuaHThI F-1urasMumpl HeCaId B CBOEM COCTaBE OKOJIO
yeTBepTH Beero reHoma 6akrepun! (CreHt, Kommumkap, 1981).

®ar 1aMbma okazayucs MOoJOOHBIM TIIa3MUAC B CMBICIIE CIIOCOOHOCTH CYIIIECTBOBATh M
ABTOHOMHO, 11 BO BCTPOCHHOM B T€HOM COCTOSTHUM. HO BO3MOXHBI U Ipyrue ClieHapuy CUM-
6uo3a. Mdar P1 He mHTErprpyeTCcs B XpOMOCOMY OaKTEpPUM, HO CTAOMIBLHO COCYILIECTBYET B
KJIETKaX B BHIE HU3KOKOIMMITHON TrIa3Munbl. CTaOMIBHOCTh TMIEpenadyl B psiIy MOKOJECHUM
(ara P1 3aBUCHUT OT yITOPSIIOUCHHOM CeTperaluy 1Mo J09epHUM KJIeTKaM IIpH JeJIeHUN 0aK-
tepun. Par Pl HalTOMrUHAET IMMPOKUI KJIacC aBTOHOMHBIX R-IUtasMmm vim 1ia3Mum pe3u-
CTEHTHOCTH, KOTOpPBIE BOCIIPOM3BOIATCS aBTOHOMHO U HecyT B cocTaBe cBoeil JIHK reHsr
YCTOMYIMBOCTU K CaMbIM pa3HBIM aHTUOMOTHUKAM.

Kak crpaBemnmuBo mumryT CteHT 1 Kommamksp (1981), ¢ 3BOMOIIMOHHON TOYKH 3pe-
HUA GakTeprodaru MOXHO pacCMaTpUBAaTh «KAaK OCOOBIA KJIACC IUIA3MUI, HAKOIUBIINX
HaCJIeICTBeHHYIO MH(MOPMAIINIO, HEOOXONMMYIO Ui CUHTEe3a OCJTKOBOM COMBI — TOJIOBKU
(hara, B KOTOPYIO BKIIFOYAETCS TeHETUUECKMIT MaTepral. TakuM o0pa3oM, 3BOIOLNS (haro-
ot JIHK mpuBena Kk 06pazoBaHnIo MHGEKIIMOHHBIX TUIA3MUJT, KOTOPBIE B OAESTHUY (DAarOBBIX
YaCTHII CITOCOOHBI MEPEXOINUTH BHE IIUTOILIA3MBI OT OHOTO XO3SIMH K IPYTOMY>».

3. OTKprTVIe UHCEPLUUOHHDbIX 3JIEMEHTOB Y NPOKAPUOT

MyTauuu, BbI3BaHHbIE TTOSIBIEHUEM MOOUJIBbHBIX 2JIEMEHTOB, ObUTU HAlIEHbI Y MUKPO-
OpraHu3MoB ciayvyaitHo. OObIYHO ISl OOJIBIIIMHCTBA CIIOHTAHHBIX MyTallUil yaaeTcsl HalTu
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MyTall[o B APYTOM reHe (Cympeccop), MOoAaBISIONIYIO IIEPBYIO, TaK YTO BOCCTaHABIMBAETCS
HoOpMaJIbHBIN (heHOTUIT. HO OB 0OHApYKEeHBI TaK1e CITOHTAHHBIC MYTAllMHU B FAJIAKTO3HOM
OIlepOHEe, KOTOPHIE BHIKIIOUAIOT, THAKTUBUPYIOT BCE TeHBI, BXOISIINE B OMIEPOH, M B TO Xe
BpeMsI He CITOCOOHBI CYIIPECCUPOBATLCS, XOTS CaMU T10 cede TAl0T PEBEPCUM K TUKOMY THITY.
Korpma 3aTeM MeTogaMu MOJIEKYJIIPHOI TMOPUAN3AIIAN 1 JIEKTPOHHO MUKPOCKOITUH COTIO-
CTaBJISUIMCh MYTaHTHbIE U1 HOPMaJIbHbIE OMEPOHbI, TO Y MyTaHTOB ObLT OOHAPY>KEH MHCEPLIM-
oHHblii cerMmeHT MC (Shapiro, 1969; Starlinger, Seadler, 1972, 1976).

J0BOJIEHO OBICTPO BBISICHUJIOCH, UTO CYIIECTBYET Ie/Iasi CepysT MHCEPIIMOHHBIX 3JIeMeH-
ToB. Bce MC-a1eMeHThl UMEIOT O0LIIME YEPThl OPraHU3allMM U CBOMCTBA: UX KOHIIBI 0OpaM-
JIEHBI TTOBTOPEHHBIMM TIOCIIEAOBATEIbHOCTSIMU, B MECTaxX BHEIPEHUS B XpOMOCOMY 0Opa-
3yloTcsl KopoTkue nyrumkauuu. Pasmep snemeHToB MC2 u MUC3 pasen 1300—1400 1. H.,
a muHu-371eMeHThl MC8 1 UC7 umenu minny 108 u 54 . H. UC aneMeHThI CITOCOOHBI BKITIO-
YaTbCsl B Pa3HBIC JIOKYCHI B JII000# OpMEHTAIINM, YaCTUYHO WJIM TTOJTHOCTBIO MHAKTUBHUPYS
paboty rena-xo3suHa. Camu MC He Kogupyrot B cBoeit JIHK HrKakux reHOB, KpoMe OJHOTO
WJTA HECKOJBKIX, HEOOXOIMMBIX JIJIST COOCTBEHHOTO MepeaBInKeHNs. Ho 3aT0 OHM BKITIOUAIOT
3HaKM FeHEeTUYECKOI MyHKTyalluu, TPOMOTOPHI M1 TEPMUHATOPHI.

Hekotoprie n3 C, nomobHo dakTopy Ds y KyKypy3bl, peryiasipHO MHAYLIMPYIOT pa3-
PBIBBI XPOMOCOM M JeJIeIIM BOJIM3M JJoKyca BHenpeHus. [lociemoBareasHoctn UC aneMeH-
TOB, BEIIEJICHHBIC U3 Pa3HBIX JIOKYCOB, OBLIM MTOYTH UACHTUYHBI. bojiee Toro, omHM U Te Xe
M C 6bu11 06HapyKeHbl y pa3HbIX BUIOB O0akTepuii. IX 4Mciao B TeHOMe MOXET BapbUpPOBaTh
OT HECKOJIbKHX IITYK 10 HECKOJIbKUX coTeH. Hanpumep, y nuzeHTtepuiiHoi baktepuu Shigella
dysenteriae no reHoMy pazopocaHo okoJjio 200 konuit MUC momoOHbIX 271eMEHTOB.

Crano oueBunHO, yTo MC-3/1eMEHTBl — HE MPUIIEIbIBI HEBEIOMO OTKYIA, a BITOJHE
OOBIYHBIC 3JIEMEHTHI TCHOMA, M UTO CYIIECTBYET IlejIas uepapXusl MOOMIBHBIX 3JICMEHTOB.
Camu MC-saeMeHTbl 04eHb YacTO BXOIST B COCTaB MOOWJIBHBIX 2JEMEHTOB CJAEAYIOIIErO
KJacca — TPaHCMO30HOB. TpaHCMO30HBI HAa KOHIaX oOpamMJyeHbl moBropamMu wiu MC-cer-
MEHTaMM, a B CepeAuHEe HEeCYT pa3Hble TeHbl, HE CBSI3aHHbBIE HEMOCPEICTBEHHO C TPAHCIIO-
3ULIMSIMU, HaIIpUMEP TeHbl YCTOMYMBOCTHU K aHTHOMOTHKaM. CIIeAyIOIMii Iar B uepapXxuu
MOOWJIBHEIX 3JIEMEHTOB — IUIa3MHIBI. DTO, TI0 CYIIECTBY, TPAHCIIO30HEI, KOTOPBIE TIPHUO0-
peTaroT (pakTop COOCTBEHHON pEeTUIMKAILIMN 1 ITO3TOMY CITOCOOHBI Pa3MHOXKAThCSI B KIIETKE
OTHOCUTEJIbHO He3aBUCUMO OT XPOMOCOMBI X03siMHa. Ml HakoHell, TTocyieHee 3BEHO B 3TOM
nepapxum — OakTepruodaru, KOTopble yKe BKIIOUaIOT B CBOI COCTaB T'€HbI, HEOOXOAUMbBIE
IIJ1sT OCJIKOBOM 000JIOUKM.

B magane 1970-X IT. Maj0 KTO U3 MOJICKYJISIPHBIX TCHETUKOB MOHUMAJI, YTO OTKPBITHE
M C-351eMeHTOB U TPaHCIIO30HOB — 3TO MOJIEKYJIsIpHOE nmoATBepxkaeHue uaeit b. MakKnun-
ToK. [Tutep ITapauHTep, OMWH W3 OTKPHIBATEIe MOOMIIBHBIX 3JIEMEHTOB OaKTepHii, KOH-
cTaTUpyeT, yTo elie B 1972 1. ero nepBblii 0630p MO0 MHCEPLIMOHHBIM MyTaIMSIM MPUBJIEK MaJIo
BHuMaHus. Ho yxe B 1976 r. Ha BTOPOIi OIy0IMKOBaHHBIA 0030p IpHIILIa Macca 3allpOCOB.
A cmycrs emé rom, Ha cumIiioduyme B Koan CripuHT XapOope, CO3BaHHOM 110 MHUIIMATUBE
JIx Manupo B Mae 1977 r., Ha JOKJIabl MO MOJABUKHBIM 3JIeMEHTaM ObLIO TPYIHO IMOMNAaCThb
B 3au! (Starlinger, 1992).

Cawm I1. Tapnaunrep u ero kosuiera I'. Camnep (H. Saedler) oueHb OBICTPO TTOHSLIN,
YTO OHU, T10 CYIIECTBY, OTKPBUIM TO, YTO OBLIO YETBEPTh BeKa Haszand IpenckazaHo b. Mak-
KnuaToK. HeynuBuTeIbHO, YTO OHU MPAKTUYECKH OCTABUIN PabOTy IO MUKPOOPTaHMU3MaM
1 TIEPEKITIOUMIINCH Ha MOJICKYISIPHO-TEHETUIECKUIA aHAJIN3 HeCTAOMITBHBIX MyTaIllii Y KYKY-
py3bI U Ipyrux pacteHmii. X 1ieeHanpaBIeHHBIC TTIOMCKH Cpa3y K¢ YBEHYANCh YCIIEXOM
(Saedler, Starlinger, 1992).
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4. UIHCepUMOHHDBI MyTareHes U BCMbIWKKU MyTauuii y Apo3ocdubl

4.1. I1epsbie HccaeT0BAaHUA HECTAOMIBHBIX MYTAIMIA

B 1919 r. M. [demepet, (forocias 1o IporcxoxaeHmnio) npuexai B CIIIA u 3atem ctan
pabdorath B KOpHEIbCKOM YHUBEPCUTETE KaK T€HETUK KYKYpPY3hl O] pYKOBOACTBOM DMep-
coHa. Ero 3anHTepecoBain BhICOKOMYTaOMIbHBIE T€HBI Y pacTeHUii 1 n1po3oduiibl. Bekope
OH OOHapYXWI HecTaOWJIbHBIE MyTalluu TeHa yellow (amnens reddish-alpha) «MaleHbKUE
KpbUlbsi» (miniature) y npo3odunsl Buna D. virilis. YacToTa peBepcuil K HOpMe OT BbICOKO-
MyTaOUIbHBIX aJlJIe/Ieil JOCTUrajla y OMHOIro U3 ajuteseit 25 %. PeBepTaHThl ObLIN CTAOUIbHBI.
Hemepelly yaajoch BbIIEAUTb OT UCXOAHOTO HECTAOWJIBHOIO ajljiensl miniature MyTaHTHbIE
TIPON3BOIHBIC, KOTOPBIE PEBEPTUPOBAIA K HOPME M B TTOJIOBBIX M COMAaTHMUECKMX KIIETKAX,
WIM TOJBKO B COMaTUYECKUX, JIMOO CTAHOBUJIMCH CTAOMJIbHBIMU. M3y4uB BCE, YTO MOXKHO
OBLIO «BbIKaTh» M3 TEHETMUECKUX MeTOIOB, M. JleMepell, Kak OH caM IMUIIET, BBIHYXIeH ObLIT
3aHATHCS IPYTUMU MTpobIeMaMu, He BbICKa3aB KaKOW-I100 CITOCOOHOI ObITh MPOBEPEHHOMN
rumnote3bl. OH J0JIOXKWJI O CBOMX HccienoBaHusIX B 1927 r. Ha 5-M MexnyHapoqHOM TeHe-
TueckoM KoHrpecce B 1927 1. (Demerec, 1927) 1 3aTeM MOABITOXMUI BCE JaHHBIE O HeCTa-
OuIbHBIX reHax y apo3oduisl (Demerec, 1941). CtaB B 1941 . Bo IJ1aBe 3HAMEHUTOTO HBIHE
Otnena renetuku MHctutyra Kapueru (Bammurron) B Konn Cnpunr Xap6ope, emepenn
cpasy IIpurIacui B 3ToT otaen bapdapy MakKIMHTOK, KoTopas mpopadoraia tam ¢ 1942 r.
1o KoHIa xXu3Hu. Cam xe [eMmepell MepeKIrouniIcs Ha UCCIeI0BaHUs TI0 TeHETUKE MUKPO-
opranu3moB. B 1950 r. on mpurnacui B otaen 6akreproiaora Anbdpena Xepm (A.Hershey),
4yTOOBI pabOTaTh B 3TOM HallpaBieHUU. Yepes aBa rona Xepluy BbIMOJIHWI CBOU 3HAMEHUTHIE
OTIBITHI TI0 JIOKA3aTeIbCTBY, uTo MMeHHO JIHK neTanbHbIx 1151 6akTepuu haros, a He BXOSI-
IIMe B MX COCTaB OCJIKM, OTBETCTBEHHBI 3a MH(MEKIIMOHHBIe cBolcTBa. (ITopasuTeneH BEIOOD
Hemepenia — u MakKnuHToK, 1 Xepiuu ctanu gaypeatamu HobeneBckoii mpemMun.)

K coxaneHnmio, HecTaOMIbHBIE MYTaHTHI HeMepena ObLTM yTpadeHBI M BHOBH He3a-
BUCHUMO, B APYTUX JOKycaX, HalIeHbl y 3TOro Buaa Jullb ciycts 50 jeT B JabopaTtopuu
M.b. EsrenbeBa. HectabunbHocTh y D. virilis BO3HUKaIa B MEXJIMHEUHBIX CKPEIIMBAHUSIX
B CUTyalluM TUOPUIHOTO NMCTeHe3a U 0Ka3ajach CBSI3aHHON C aKTHUBALME W MHCEPLUSIMU
Pa3HbIX MOABUXXHBIX TeHeTUYECKUX 2JieMeHTOB (EBrenbeB u ap., 1982).

HccnenoBaHnst HeCTaOMIBHBIX TEHOB Y Ip030(IIIBI ITociIe padboThl JleMepelia He TIPOBO-
auauch B TedeHue 30 J1eT 1 BO30OHOBMIIMCH JIMIIb B KOHLIE 1960-X IT. B paboTax aMepuKaH-
ckoro reHetnka MenBuHa I'puHa (Green, 1967). DTo mopa3uTeIbHO, TOCKOJIBKY, HAUUHAST
¢ 1980-x rr., muTeparypa 1Mo reHeTuKe APO30(UIbl MOJTHA COOOIIEHUI O TAKUX SIBICHUSIX.
Heno, BUAMMO, B TOM, YTO K 3TOMY BPEMEHU MCCJICAOBATEIN CTAJM TTOATOTOBJIEHHBIMU K
TAKOMY I0BeneHuIo reHoB. B konue 1960-x rr. M. I'puH 0OHapyKuj1 BEBICOKOMYTaOMIbHbIIA
aJlIe)Ib reHa white, KOTOpbIi ¢ yacToToi 1 X 1073 maBai peBepcuu K HOpMe, a TAakKKe MyTUPOBal
K TTPOMEXYTOUHBIM 1O (heHoTuIy (LBET mia3) ajensM. Kpome Toro, aToT ajuiesib obaanat
CIIOCOOHOCTBIO K TPAHCIIO3ULIMAM B Ipyrue Xpomocombl. M. I'puHy ynanoch JioKaau3oBaTh
MecTa TPAHCTO3UIIMI, U OH OMYyOJMKOBAJI CTaThbIO B CAMOM aBTOPUTETHOM aMepUKaHCKOM
reHeTYecKoM xxypHaie “Genetics”, oxunas 6oJbiioro pezoHaHca (Green, 1969).

Ho Hukakoro ocoboro oTkivka (Cyas Io 3ampocaM Ha cTaTblo) He O6buto. MensuH I'puH
BcrioMuHaeT citycts 15 et (Green, 1992): «310 pacctpouno 1 yaMBUAO MEHs, NOCKOJbKY 51 iyMas, 4To
sIBleHNe CNOHTAHHOM TPAHCMO3NULMM reHa 3auHTepecyeT reHeTUKoB. Beab peHoMeH TpaHCno3nLmMmu umeet
OYEBUAHbIE TEHETUYECKME W IBOSIIOLMOHHBIE CNEACTBUA. TPAHCMO3MULMMU WE OMOSTHANN SBIEHWE TPAHCMO3N-
MM KOHTPOAMPYIOLWMX neMeHTOB MakKnnHTOK. TpaHCno3numMmu fenanm noHATHLIM, Kak reH, I0Kann30BaH-
HbIl B O4HOI XPOMOCOME OAHOTO BMAA APO30(IA, TOKANU3YETCA B HEFOMOJOMMYHBIX XPOMOCOMAX Y ApYrux
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BuaoB. CnycTs HECKONbKO MecsueB nocne nybaukauum padotsl s nocetun b. MakKnuntok B eé naboparo-
puu B Kong Cnpunr Xap6ope. Korga st nocetosan et Ha HEBHUMAHME K CTaTbe 0 TPAHCMO3MULMM, OHA MATKO
yCNoKoMNa MeHs TakMM 3amedaHnem: “He BONHYIATECh, HET HUYEro HeOOLIYHOTO C Balleil CTaTbell 0 TpaHC-
no3uLWK; JIOAM NPOCTO K 3TOMY He ToToBbI. fl NpekpaTuia ny6JaMKoBaTb MOW pe3y/ibTaThl B FeHETUYECKUX
XXypHanax B 1964 r., NOCKONbKY HUKTO He uuTan, YTo A nucanal™.

HenoaroroBieHHOCTb, €CTECTBEHHbBIM KOHCEPBATM3M, HEXXeJIaHUE OTKa3aThCsl OT HalEXK-
HOTO TIOCTyJIaTa O CTAOMJIBHOM JIOKAJIM3allMi TeHOB UMEJM CICICTBUEM 3allUTHYIO PEaKIIUIo
clieayolero cBoiictBa. MoxeT ObITh, B onbiTax b. MakKiIMHTOK BCE aOCOMIOTHO TIpaBUIILHO,
HO MaJIO JIM Yero He ObIBaeT B HEKOTOPBIX JMHUSX U B HEKOTOPBIX TpyInax opraHu3mMoB. MHo-
raa, HarpuMep, LieJible Ha0Opbl XpOMOCOM MOTYT 3JIMMUHUPOBATHCS, HEJIb3S XK€ 3TO CUMTATh
TPABUJIOM.

4.2. TTomyasmMOHHO-reHeTHIECKHEe HCCIIeI0BAHMS

JaHHBIC B MMOJB3Y TOTO, YTO TeHETUYECKAsT HECTAOMIBLHOCTD Y Ap030(IIIBI HE Kyphe3,
TIPUIIUIA U3 VICCIICIOBAHMIA TTO TeHETHUKE TTOITYIISIIINIA, a8 TMEHHO — padOoT IO THOPUIHOMY JVCTe-
He3y. DTUM TEPMUHOM OITPEIeITAIIN IeCTAOMIN3alIAI0 TTIOTOMCTBA OT CKPEIIMBAHMIA CaMOK J1ab0-
PATOPHBIX JIUHUM ¢ AMKUMU caMIlaMU U3 TIPUPOIHBIX MOMyJsiiyii. CaMKU MepBOro MOKOJICHUS
OKAa3bIBAJIUCH CTEPIIIEHBIMU WJIU TIOJTYCTEPHIIBHBIMU, 8 B TIOTOMCTBE THOPUIHBIX CAMIIOB HAOJTIO-
JTAJINCh MyTallMM BO MHOTHX JIOKyCaX M XPOMOCOMHEIE TiepecTpoiiki. MHBIMI cI0BaMHU, ITUTO-
IU1a3Ma J1ab0OpaTOPHBIX JIMHUI OKa3bIBaach HECOBMECTHMOM C XpOMOCOMAaMM CaMIIOB JTMKHX
JHU. [Ipy 3TOM TIyTeM cepuii HaCHIIAIONINX CKPEIIMBAHWIA yIaBaJIOCh N3MEHHUTH TeHETUYe-
CKYIO KOHCTUTYLIMIO LIUTOIUIa3Mbl. B MpuHITUIIE TOAOOHBII TUII SASPHO-1IUTOILIa3MATUUECKOM
HECOBMECTMMOCTH OBbLT M3BECTCH B TCHETMKE, HAIpUMeEp IPM OTHAJICHHON THOPWAM3AIINMN.
HeoObuHbIM OBUIO HIMPOKOE PacHpoCTpaHEHME 3TOro (PeHOMEHa B MPUPOIE MPU OOBIYHBIX
CKpEIIMBAaHMSIX BHYTPU BUIA U TOT (DAKT, 9TO (DAKTOPHI, BHI3LIBAIOIINE IUCTeHE3, pa30pOCaHbI
1o pa3HbIM xpoMocoMaM (Picard, 1976; Kidwell M, Kidwell J., Sved, 1977). Bto obHapyXui 1
(paniysckue, n amepukaHckue ucciaenopatenn. [puuem IMukapa (Picard, 1976) npo3opianBo
3aMeTHI B 0OCYKICHUN CBOECH TTOIPOOHOI CTaThM, YTO TaHHBIN (DeHOMEH MMEET OMpeeIeHHOEe
CXOIICTBO C «TPAHCMO3ULMAMI KOHTPONMPYIOLMX SNIEMEHTOB, ONMUCAHHBIMU Ha KYKYpPY3e MakKnnHTOK».

W3 pupOIHBIX TTOIYJISIINI pa3HBEIMA aBTOpPaMU OBLIM BBIICICHBI TaKXKEe XPOMOCOMBI
¢ pakTopamu-myraropamu (MR factors), KoTopble B Ornpenea€HHbIX TUMAX CKpellrBaHUi
BBI3BIBAIM Y TMOPUAHBIX CAMLIOB PEKOMOMHALMIO M, YTO OCOOEHHO MHTEPECHO, TOSIBICHUE
HeCTaOWIbHBIX MyTaLIMii TIPEAITONIOXUTEIbHO MHCEepLIMOHHOM TTpuponas! (Green, 1977). OqHako
B 1IEJIOM, BITIOTB 0 caMoro KoHIia 1970-X IT., Kak peTpOCIIEKTUBHO 3aMETIJI M3BECTHBIN TTOITY-
JISIIMOHHBIN TeHeTHK JIxk. Kpoy, cutyalms ¢ BeIICHEHHEM TTPUINH BBICOKOM MYTaOMIEHOCTH
OT/IEJTbHBIX TEHOB U JIMHUI Y 1p030( 1T ocTaBaach HESICHOM. «[onbITKY KapTUPOBaTh GaKTOPbI MyTa-
OUIbHOCTY 06bIYHO OKA3bIBANUCh HEYOEAMTENbHDI, @ CAMO CBOMCTBO YaCTO YTPAUMBANOCh CMYCTs HECKOJbKO
nokonenuit» (Crow, 1988). Baxnblii ciBur ObUT coenaH B padotax Y. DHrenbca (W. Engels),
reHeTrka (BucKoHCMHCKMIT yHUBEPCHUTET). B pesynbTare 4eTKOro reHeTMYECKOro aHal3a OH
copMyIpOBaJI BEIBOI, YTO CBOMCTBO TMOPUIHOTO AUCTEHE3a 3aBUCHT OT 3JIEMEHTOB, KOTOPKIE
COIepKaTcsT B XpOMOCOMAX OTIIOBCKUX P-TMHMIT 1 B3aUMOIEHCTBYIOT C MATEPUHCKIM LINTOTH -
oM (CBoicTBaMM LIUTOIIa3Mbl) M -uHuii. [Tocse 3Toro DHrenbe peln NpoBepUTh, Kak OyaeT
BECTH ce0s1 B CUTyaLlMy THOPUIHOTO AUCreHe3a (MMOTOMCTBO OT CKpelMBaHUI: caMKu «M LIMTO-
tuna X camiisl ¢ P-chakTopamu») HecTaOMIIbHAsI MyTalludsl B JIOKYce singed (sn) — OIaJICHHBIC
meTuHKY). Ero BEIOOp, HECOMHEHHO, OIpenesuIcs OImyouKoBaHHOM B 1977 T. cTaTheit o ce-
PUM HEeCTaOWIIBHBIX, TTPEIITONIOKUTETEHO MHCEPIIMOHHEIX, singed-ajureneit n3 mipupons! (Go-
lubovsky, Ivanov, Green 1977), a Takkxe cBeneHussmu P.JI. bepr o Bcnbllike MyTaOUIbHOCTH
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aroro reHa (P.JI. bepr k Tomy BpeMmeHu cTtayia padbotaTh B BUCKOHCHMHCKOM YHUBEPCUTETE B TOM
Ke JTaboparopuu). Pe3ynbrar okasajics BIEUaTISIONIMM. Y TMOPUIOB MEPBOTO TOKOJICHUS B
ciIydae Tiepeadyn OT CaMIIOB XPOMOCOM ¢ P-hakropamm HecTaOWIBHBIN S#-aJljie]lb MyTHUPOBAIT
B IECATKU pa3 yallle, YeM B IOTOMCTBE peLUIPOKHOro cKperuBanus (Engles, 1979).

Bckope, B 1982 r., ObUI0 MOJIYYEHO MPSIMOE MOJIEKYJISIPHO-TeHETUYECKOe A0Ka3aTelb-
CTBO, YTO XPOMOCOMBI C MyTaTOpHbBIMU P-cbakTopamu comepxatr P-Tpacmo3oHbl, KOTOPbIX
HeT B imHuu ¢ M-1iurotumnom (Rubin, Kidwell, Bingham, 1982). MucTtuka ruOpyuaIHOro auc-
reHe3a cpa3sy mposicHuiachk. Lluromrasma M-1mHUiT He TiepenaBaia TUOpHUIAM CyIIpeccop
TpaHCTIO3uIM MD B XpomocoMmax P-mmHuit. [To3ToMy B TIOTOMCTBE CKPEIIUBAHUIT «CAMKH
M x camiibl P» B 1epBoM MOKOJIEHUY ITPOMCXOIMJIA aKTUBALIUS P-2]1EeMEHTOB 1 MHOXKECTBEH-
Hble MHCEPLMOHHbIE MyTalluu. OHU COINMPOBOXKIAIUCH JETATbHBIMU U BUAMMBIMU HECTa-
OMJILHBIMM MYTAILIMSIMU, Hapylllasi 3apObIIIeBbIe KJIETKN caMOK. P-35eMeHT, mo oopazHOMY
BBIpAXKEHUIO XeCHHA, 0Ka3aJICs «IEMIIMOHOM 10 IPBIKKaM», 00J1afgast B Cllydyae aKTHBAIIUU
CBEPXBBICOKOM CITOCOOHOCTBIO K TpaHcmo3uinu. C mHcepuusIMU P-3JIeMeHTOB OKa3alInch
cBs3aHbI 6osee S0 % BO3ZHMKAIOIINX CITOHTAHHO B MIPUPOIHBIX MOIYJISIIASIX HECTAOVIIHHBIX
asuteneii reHa singed (I'onmyooBckuii, bensiea, 1985; Hawley et al., 1982).

4.3. Ha0ronenus BCIbIIIEK MyTaNid B IPHPOIHBIX MOMYJISAIUAX APo30du

B 1930-¢ IT., BBITIOTHSS UCCIEIOBATEIBCKYIO ITporpamMmy YeTBeprkoBa, 61oiaoru B Poc-
CUM HayaJu pa3HOCTOPOHHME MCCIIENOBAaHMS 110 TEHETUKE TTPUPOTHBIX TOMYJISIIINA IP030-
wn. Yto KacaeTcss CHOHTAaHHOTO MYTallMOHHOTO Tpoliecca, TO HanboJjiee BaXKHbIe HOBALIMU
ObUIM OOHaApYKEHBI B X0Ae MHoroneTHUX ucciaenosanuii P.JI. Bepr (o6ob61atoiye padoThI:
Berg 1982; 1993): 1) pa3nuuue MpUPOTHBIX MOMYJISIIUNA 0 OOIIEeMy TeMITy MYTHPOBaHUS;
2) KojebaHMe TeMITa MyTUPOBAHUS B OMHOM U TOM Xe ITOITYJISIIINN BO BPeMEHH; 3) OTHOCH-
TEJTbHO CUHXPOHHBIE BCIIBIIIKY MYTaOMILHOCTH OIpeNeIeHHBIX JIOKYCOB B reorpadniecku
yIaIEHHBIX PeTMOHaX — «MOJa Ha MyTalluW»; 4) cO BpeMEHEM «MOJa» Ha MyTallii MEHSI-
€TCsl U TIOBbILIAETCS MYyTaOMJIbHOCTb Apyrux reHos. Tak, P. JI. Bepr oOHapyxwia cHavana
PE3KYIO BCIIBIIIKY MyTaOMJIBHOCTH (B COTHU pa3 BBIIIE HOPMBI) TEHA «KEJITOE TeJIO» B KOHIIE
1930-x 1T., a 3aTeM B KoHIIe 1940-Xx — BO3BpaT YpOBHS MyTHUPOBAHUS K HOpME. DTHU TaHHbBIC
MOXHO CUNTATh TToATBepKaecHNEeM nnen ['yro me ®pusa o KojaebaHUSIX TeMITa MyTUPOBAaHUS.
Heo6xonrmo ObUT0 OBITH TOTOBBIM, YTO TTPOM30MIYT HOBbIE BCITBIIIKY B APYTUX JIOKYCAX.

JleiicTBUTEIbHO, PeryJsipHble, U3 roja B roi HabIoAeHUs 3a U3MEHEHUEM TeHO(OHIOB
MPUPOIHBIX MOIYJISALINI Apo30duI 1o3Bosiin bepr 3adukcrponathb B 1968 r. pe3kuii BCILIECK
MYTaOWJIILHOCTU U TIOMYISILIMOHHON KOHILIEHTpaUMu MyTauuii tuma “abnormal abdomen”
(HapyuieHue cermeHTaluu 6pronika). B 1973 r. bepr oOHapy:Kuia BCIBIIIKY MyTallUii JIOKyca
CLICTUIEHHOTO C TIOJIOM TeHa singed “omnajieHHbIe IETUHKU B IBYX reorpaduuecku yaaaeHHbIX
nonyasauusx (Berg, 1974, 1982). B nepuon 1974—1975 rr. 6bU10 MpoBeaeHO U3yYeHHE OOHApY-
JKEHHOM BCIIBIIIKY IreHa singed Ha OOJBIIIOM apeajie, oT YKpauHbl — CpenHeli A3uu, 10 TOITy-
nsuii JanpHero Bocroka. YacTora BOSHUKHOBEHUS MyTaIlUii B 9TOM JIOKYCE BO3pOCIa B 3TH
rozbl 10 ypoBHs 0.3—0,9 X 10(-3), To ecTb B cOTHU pa3 Bbilie 00bruHOM (Golubovsky, 1980).

BobIIMHCTBO BBIIEIEHHBIX U3 PAa3HBIX MOMYJISLUI ajljiesiell TeHa singed oKa3aauch HecTa-
OwIbHBIMUA. OHM OTVIMYAIMCH 110 (PEHOTUITY, YACTOTaM U HAIpaBIeHUSIM MyTUPOBAHUSI B TeHe-
PaTMBHBIX Y COMaTHYeCKUX KieTkax. C 4acTOTOil B COTHU U THICSTYM pa3 BhIIIE OOBIMHON OHU
MYTHPOBaIM K HopMme. [Ipy 3TOM HEOXMAaHHO OKa3aJoCh, YTO HOPMAJIbHBIE 1O (PEHOTHUITY
peBEepTaHTHI B ITOTOMCTBE JIMOO BHOBb JaBaJId MCXOMHBIX MyTaHTOB, JIMOO HAPSIAY C HUMMU LICJTBIA
JpyTyie MyTaHTHBIE IIPOU3BOIHBIX. DTO ObLT TIEPBBIiA CTydail B TOMY/ISIIIMOHHOM TeHETHKE, KOTIa
B TIPMPOIHBIX YCJIOBMSIX HAaOTIOMaIach BCITBIIIIKA 1LIEJIOM CepUM HECTAOMIbHBIX aJlIesIei.
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Crajna 04eBUIHOI HEOOXOIMMOCTD JETaJIbHOIO FeHETUUYECKOTO aHaIM3a 3TOro YIUBHU-
TeJIbHOTO (heHOMEeHa.

4.4. HekoTopble UTOTH TeHETHYECKOTO AHAIN3A HECTAOMIBHBIX MPUPOIHBIX aJiesieit

OTMe4Yy OCHOBHBEIE OCOOCHHOCTU M PE3YJIBTATHI ITPOBEACHHOTO HAMM T€HETHMYECKOTO
aHaIu3a.

Ocobennocmo anaauza. I1amMsTyss 0 TOM, YTO HECTaOWIbHBIE JTMHUM, KOTOPBIE M3ydas
Jemepet, BCKOpe YTPaTWJIA CBOMCTBO HECTAOMIBHOCTH 1 OBLIM YTPadeHBI, MbI TIPUMEHIIIA
IIPOCTOI M, KaK 0Ka3aJ0Ch, HAIEXKHBIN METO IO PKAaHWS JIMHUH C OTIpeIeIEHHBIM HeCTa-
OWIBHBIM sn-ajutesieM B X-XpoMocome. JIJIst KaKI0ro MOCIeIyIOIIEero MOKOAeHUS 3aKIalbIBa -
Jock 10—15 uHAMBUAYAIBHBIX OTBOIOK (CYONIMHMIT) 1 0oTOMpanach 11sl MOCIEAYIONIEro pa3Be-
TIeHUs Ta CyOJMHUSI, T1e TIPOSIBISIIIOCH CAMO CBOMCTBO HECTAOMIBLHOCTH, TO €CTh BO3HUKAIU
HOBBIC MyTaHTHBIC IIPOU3BOAHBIC. TaKMM 00pa3oM yIaloch IIPOCTO M HANIESKHO TTOMICPIKM -
BaTh CaMO CBOMCTBO MOBBIIIEHHON MyTaOMIIBHOCTH, KOTOPOE B TJIaBHBIX YePTaX COXPAHSIIIOCH
Ha MPOTSKEHUU AeCSATKOB MokosieHuit. K mpumepy, B 1998 r. MosieKyasspHO-TeHEeTUYECKUMU
MeToAaMU U3yJyajrCh HeCTaOUIbHbIC aJlIesi, BblAeJeHHbIe B 1973 1., To ecThb criycTs 25 et
noaaepxkaHus i okosio 300 «mymmHbIX» mokojaeHuit (O’ Hare et al., 1998).

Anneaecneyuguurocmos HecmaobuabHbIX attedeli. AJJICIINA JIOKyca sk M3 TIPUPOIBI pa3Imya-
JINCh TIO CTEIIEHN MYTAaHTHOTO BBIPAKEHMSI, YACTOTE M HAMPABIICHUIO MyTUPOBAaHUS B TeHepa-
TUBHBIX U COMaTHUECKUX KJIeTKax. Tak, 13 OIHOM ITOIYJISIINY OBLTH BEIIEICHBI IBa PA3HBIX 110
(eHOTUITY MyTaHTHBIX aJUTENIST sn 77 — CHUIIbHOE MyTAHTHOE MPOSIBJIICHUE U sn63 — yMepeHHOe
MyTaHTHOe mposiBiieHre. O0a ajuiens NMpoAyLUPOBaIM B IOTOMCTBE HECTaOUJIbHBIE HOPMAaJIb-
HbIE TI0 (PEHOTUITY TIPOU3BOIHBIC, KOTOPHIC B CICAYIOIINUX TTOKOJECHHUSI BHOBb YaCTO MYTHPO-
Bay. OMHAKO HOPMAJIBHBIN 110 (DEHOTUITY auIeihb sn(~+77) TIpU 3TOM peBEPTUPOBAJ K MCXO-
IHBIM MYTaHTaM C CHJIBHBIM IIPOSIBIICHHEM, a aJljieNlb sn(+63) — K MCXOTHBIM MyTaHTaM CO
cJ1a0bIM TIposiBJIicHeM. IHBIMHI ciioBaMU, Kaxkaast aJijieJIbHast Tlapa CoOXpaHsiia Kak OBl ITaMsITh
00 ornpeaeIéeHHOM HampaBJIeHUM MyTHPOBaHUSI B TIPSIMYIO M 0OpaTHYIO CTOpoHY. Takoe nmose-
JIEHWE TIOCTYKIJIO OMHUM M3 BaXXKHBIX KOCBEHHBIX TOBOIOB B TTOJIB3Y MPUHSATHSI MHCEPIIMOH-
HoI1 Tumote3sl MaKJIMHTOK, COTTTaCHO KOTOPOit CIeM(PUIHOCTh MYTUPOBAHUS OITPEIEISICTCS
CIIenu@UKOI CTPYKTYPBI caMOTro MD 1 MECTOM €T0 BHEIPEHUS B JIOKYC-XO3STHH.

Bcs heHOMEHOIOTMS JaHHBIX TEHETHYECKOTO aHaIn3a MTOBeICHUS HeCTAaOWIIHbHBIX aJljie-
JIeil U3 IPUPOAHBIX ajliesiel Apo30hUIbl 0Ka3anach B IIaBHBIX YepTax MOpa3uTebHO CXOAHA
C IIOBeICHMEM HeCTaOMJIbHBIX TEHOB Y KYKYpY3bl, U3ydyeHHbIX b. MakKnuHToK. /1o mpoBenéH-
HOTO HAMU M CCIICAOBAHMSI €11 MOXXHO OBIJIO IyMaTh, YTO HECTAOMIIBHBIC MyTAlIMHM BCTPEYAIOTCS
JIVIITh B HEKOTOPBIX JIA0OPATOPHBIX JIMHUI WIIM KaK-TO CBS3aHbI C TICPECTPONKAMH XPOMOCOM
(Kak moJro o0bsIcHsUTN gaHHbIe Ie Ppusa 1Mo KoyebaHWsIM TeMITa MyTalldii B TpaHCIIOKAII-
OHHBIX THOpUAAaX 3HOTepbl). [1o UPOHUU UCTOPUM, UMEHHO MOA0OHOE BO3paKEHUE «HEeecTe-
CTBEHHOCTH» JIeJIaJIOCh 110 OTHOIIIEHUIO K OOBIYHBIM MYTallMSIM 0 KOHIIENTYyaJIbHOU paOOThI
C.C. YeTrBepuKoBa M MPSIMBIX TTOIMYJISIIIMOHHO-TEHETUISCKUX MCCICIOBAHN €0 YYCHUKOB!
OOG6HapyXeHMe BCITBIIIEK MYTAalldii BO MHOXECTBE IOIMYJISIIUI M MX HEeCTaOMIbHOCTb, CBSI-
3aHHAasI ¢ THCepLUMSIMU M D, CHIMAJIO OCHOBHBIC BO3PasKECHUST CKETITUKOB O MapTUHAJTEHOCTH
MHCEPLUMOHHOI0o MyTareHe3a. OcTaBajioch XIaTh MPSIMOTO MOJIEKYJISIPHOTO MOATBEPXKICHUSI:
YTO XK€ MPeACTaBIsIIoT coboit Ha ypoBHe [JHK mHCepuMoOHHBIE 3JIeMEHTHI B HECTAOMIbHBIX
reHax apo3odmisl? B koH1e 1970-x IT. Togo0HbBIe NCCICTOBAHMS CTAIM BECTUCH HE3aBUCHUMO
JIpYT OT Ipyra B pa3HbIx Jadopatopusix. B naboparopuu k. PybrHa ObUIM BbIIeIeHbI pa3Hble
MD Ttuma copia n 3aTeM P-TpaHCIIO30H, OTBETCTBCHHBIN 32 (PeHOMEH THOPUIHOTO AMCTeHe3a
(Rubin et al., 1981; Rubin, Bingham, Kidwell, 1982) .
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To, Kak 3TO MPOU3OIILIO B MOJEKYISIPHO-LIUTOTEHETUUECKUX uccaeqoBaHusXx E. AHa-
HbeBa, MpoBoAUMMBIX B Jlabopatopusix I'. I'eoprueBa u B. I'Bo3neBa, paccka3aHO B CTaThe
O.H. Hanunesckoii' (2011). Ha MozexynsipHoM ypoBHe MD npo30Guiibl ObIIIA OTKPBITHI
CIyJ9aifHO B XOJ€ BBIICICHUS KJIOHOB aKTMBHO TPaHCKpHOMpPYyeMbIX TeHOB (cM.: Tchurikov,
Ilyin, Skryabin et al., 1981). Boinensiemast JJTHK npozodunbl «Hape3aiach» pecTpuKTazamu
Ha OTHeNbHBIC (DparMeHTHI, OHI KJIOHMPOBAJIUCH C TIOMOIIBIO METOIOB TeHHOM MHKEHEPUH,
M 3aTeM OIpenesisiiv, Kakue U3 ¢pparMeHToB o0pa3yioT ruopuasl ¢ MPHK KynbTuBupyembix
KJIeTOK Apo3odwisl. 3ateM E. AHaHbeB BU3yaan31poBajl KIIOHBI Ha IIOJIMTEHHBIX XPOMOCOMAX
Pa3HBIX IMHUI. BBIJI0 HaiiieHo, YTO PsiI KJIOHOB BCTPEeYaeTCsl Cpeay MOBTOPEHHBIX MTOCIEI0-
BaTeJIbHOCTEH, a rubpuansaius medyeHHol JIHK Ha monmmTeHHBIX XpoMOCOMax ITOKa3bIBasia
MX TUCTIEPCHYIO JIOKau3aluio. BHavase 3TH KJIOHbBI ObITM Ha3BaHbI «MOOMJIbHBIE TUCTIEPTH -
poBaHHBIe TeHbI» (M), TOTOM yTBEpIMIIOCH O0JIee HeMTpadbHOE Ha3BaHUE — MOOMJIbHBIC
3JIEMEHTBI. AHaHBEB BITEPBBIC YCTAHOBUII MEXKJIIMHEITHOE U BHYTPUJIMHEIHOE BapbUPOBaHME
JIOKaJIM3allMy OMHUX U TeX MB. DTo cBUIETEIbCTBOBANIO 00 UX TpaHcIo3nuax. K Havamy
1990-x rr. y pa3HbIX BUAOB Ipo30(dui ObLIO BbIAEAEHO CBbilIe 30 ceMEeNCTB MOABUKHBIX
reHos. Jlost MD B reHome apo3oduisl Buaa D. melanogaster coctaBisiet okosio 15 %. OxoJio
70 % crnOHTaHHBIX MyTalIMii, BKJIIOYAs IEPECTPORKU XPOMOCOM, CBSI3aHO € BHeApeHeM MD.
WMHCcepoHHBIIT MyTareHe3 oKa3ajcsl BeAyIIuM (aKTOpOM B T€HEepalluM HACJIeACTBEHHBIX
M3MEHEHUI TCHOMOB 1 UX SBOJIIOLINH.

Ilpupoonas cenemuueckas unycenepus. VICKII09UTEIbHO UHTEPECHBIM C TOUKM 3pECHUS
TEOPHUH SBOJIIOIIMOHHON TeHETHKM OKa3aJics HaiiIcHHBII HAMW B TIPUPOIHON ITOITYJISIIIUN
HanpHero BocToka ciydaii «mpupoaHoil reHeTUYecKoi nHxkeHepun» (tepmuH k. [lamupo —
(Shapiro), 1992, 2011) mytaHT singed-49. JIBa pa3HbIX TeHa — OAWH U3 HUX BBI3bIBAET MPU
MYTaLUSIX aHOMAJIUU IETUHOK (singed), a npyroii — aHOMaJuu Kpblia (club wings) — ctanu
COBMECTHO TIPOSIBIISITECS. T MyTUPOBATh. DTOT IBOMHOM MYTaHT JaBajl B IIOTOMCTBE HOPMalb-
HbIE TPOM3BOIHBIC, YACTh U3 HUX OKa3bIBaJlaCh HECTAOMIbHON M BHOBb U3MEHSLJIACH B CTO-
POHY MCXOHOTO JIBOMHOTO MyTaHTa!

[IpoBeneHHBI HAMU MOAPOOHBIN TeHETUUECKUI aHaIU3 TIPUBEJ K BBIBOLY, UTO JIMILb
WHCEPLMOHHAS TUIIOTe3a JaeT YIOBICTBOPUTEIBHOE NUCTOJIKOBAHNE OCHOBHBIM CIICHAPUSIM
TMOBENEeHUS 3TOI MPUPOIHOUN reHeTudeckoit koHcTpykimu (IomydoBckuit, 3axapos, 1979;
3axapos, 'ony6oBckuii, 1980). beuto mpeanoaoxeHo, 4To 0da reHa Nomnaiu nox KOHTPOJIb
OIHOTO MOOMJIbHOTO 3JIEMEHTA 1 CTaJIM COBMECTHO IPOSIBISITECS M MyTUpoBaTh. Ilociemy-
FOIUI MOJICKYISIPHO-TEeHETUICCKUIA aHAIN3 MEXKIYHAPOIHOTO KOJIJICKTHUBA aBTOPOB TTOJTHO-
CTBhIO TIONTBEPIUJ MCXOMHYIO MHCepLUMOHHYIO rurnotedy (O’Hare et al., 1998). Oxazainocs,
YTO B MEPBBII MHTPOH I'eHA s# BHEAPWICS TPAHCIIO30H Aobo W UTO 3a MpeleiaMU JIOKyca
pacroyioXeHbl Apyrue hobo KOmuu, MeXIay KOTOPbIMU C OOJIBIION 4acTOTON MPOUCXOIST
pekombOuHanM. OHa 3aTparnBacT (PYHKIIMOHAIBHBIC YACTHU JIOKYCA ¥ TIPUBOINT K ITMKIJIAM —
MHBEPCUSI—PENHBEPCUSI—MHBEPCHUSI, YTO Ha YpOBHE (PeHOTHMA BBIISIAUT KaK IepPEeXObl
MmyTanT—HopMa—MyTaHT (Hawley et al., 1988).

CxonHbIM 00pa3oM MOJYYMJI UCTOJIKOBAHUE MEXaHW3M JIOKAJIbHBIN BCIIBIIIKU MYyTalluX
yellow, KOTOPBII1 OBLT OOHAPYKEH HAMU B OMHOM ITOITYJISIINY YKpanHb B 1981 1. B perymsarop-
HBII paiioH reHa BHeapwiicss M3 hobo, 1 9Ta BCTaBKa IpuBejia K MyTAHTHOMY COCTOSIHUIO I'eHa.
Ho 3a mpenemamMu reHa B TOI ke X-XpOMOCOME OKa3aJCs eIlé OMMH OTHOMMEHHBIIN 3JIEMEHT
W peryIsipHasi peKOMOWHAIMS PUBOAMIIA K TTIepeX0JaM MyTaHT—HOpPMa—MYTaHT U T. 1.

' Tly6ukyercst B aToM ke Homepe. CM. ¢. 79—89.
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Bo3HuKkHOBeHUE CTaOMJIbHBIX MPOU3BOIHBIX B OOJBIIMHCTBE CIyvyaeB ObLIO BBI3BAHO
BBIpe3aHreM M D u3 manHoro jJokyca (I'padeBa, 3axapos, BonommHa u ap., 1998).

Ta6ma. OcHOBHbIE BeXH B H3YYECHHUH U OTKPBITHA HEeCTAOMILHOCTH T€HOB,

UHCEPIUOHHOI'O MyTareHe3a u MOOMJIBHBIX 3JIEMEHTOB

Tomer Uccnenosarenn DaKTHl ¥ TUTIOTE3HI
1901 Hugo de Vries Teopust myrauuii. ['umoresa o KojebaHUM TeMIIa MyTalIdiA
1 O HECTAOMJIBHOM COCTOSTHUM HACNIENICTBEHHBIX (DAKTOPOB.

1914—1917 P. Emerson AHann3 cOMaTUYECKO U TeHepaTUBHON HECTAOWIIBHOCTH
reHa OKpacKu nepuKapra y KyKypy3bl; (peHOMEHOTOTHs
0e3 ruIMoTe3bl.

1926—1941 M. Demerec OTKpBITHE ¥ aHATN3 HECTAOWIBHBIX TEHOB Y APO30(MUIIHI.
ABTOHOMHBII XapaKTep U ajuiejecrneiuuIHOCTb MYTH-
pOBaHUS B TIOJIOBBIX U COMaTUYECKUX KieTkax. Unes
0 CXOJICTBE HECTAOMIBHOCTH M 3(PdeKTa MOJOXKECHMS.

1937—1961 P. JI. bepr, KonebaHnue o6111ero TeMIia MyTUpOBaHUS U pe3KKe (PIIIOK-

C.M. I'epiieHzon Tyalluu MyTaOMIbHOCTHU OTIENbHBIX TEHOB B TIPUPOTHBIX
nonynsuusix apo3odui. [loarBepxkneHue uneu ae Opu3za.

1950—1965 B. McClintock LInToreHeTHKa HECTAOMIBLHBIX MyTaIlil Y KYKypy3bl. OTKpbI-
THe M3, CITOCOOHBIX KOHTPOJIMPOBATH XapaKTep IKCIIPECCUU
TeHa-X035MHA U BBI3bIBATb XPOMOCOMHBIE MYTaIUH.

1953—1961 A. Lwoff, E. Wollman, KonHuenuus nmpodara u OTKpbITHE POJIU STTUCOM B PETyJisi-

F. Jacob LU T10J1a OaKTEPUit M TEHETUIECKOM PeKOMOWHAIIM.

1967—1969 M.M. Green Bo3o6HOBNIEHME TeHETUKY HECTAOWIIBHOCTH Y IPO30DUITHI.
OOG6HapyXeHHe TPaHCTIO3UIT BHICOKOMYTAaOMILHOTO TeHa.

1969—1976 P. Starlinger, OTKpBITHE Yy OAKTEPUIT NMHCEPLIMOHHBIX 2JIEMEHTOB U UX

H. Saedler, J. Shapiro MOJIEKYJISIPHO# CTPYKTYpHI. [TonTBepkIeHre TUIIOTe3bl
MaxkKnunTok Ha ypoBHe JIHK.

1977—1979 M_. Tony6oBckuit leHanamm3 cepyun HeCTAOMIIBHBIX aJlIesIeii U3 TTPUPOTHBIX
monyJisiiyii apo3odut. ['mmoresa 06 MHCEPLIMOHHOIM pUposie
3TUX AJUIEJIEN U O CBSI3U BCIIBILIEK MYTALIMIA C THCEPLIASIMUA.

1977—1978 G. Rubin, E. Ananbes, OTKpBITHE ceMelcTB MD y 1po30duibl U U3ydeHHE UX

B.A. I'Boznes, I.I1. ['eoprues | CTpyKTYpbl U TPAHCTIO3UITUIA.
M. Kidweli, G. Rubin, OTKpBITHE MOOUIIBHOTO P-371eMeHTa , OTBETCTBEHHOTO
1981 P. Bingham, W. Engels 3a P-M-cuctemy ruGpuaIHOro nucreHesa
G. Rubin, A. Spradling, |Co3maHue KOHTPOJIUPYEMOI CUCTEMbI TOPU30HTATLHOTO
1982 W. Engels TepeHoca reHOB y Apo30rIIbl Ha OCHOBE T1a3Mun ¢ P-arme-

MEHTOM. Perymsiiust MyTaOuIbHOCTH MPU TPAHCTEHO3E.

OCHOBHBIE CCBUIKM CM. B cBojKax: XecuH, 1984; Crow, 1988; I'onyboBckuii, 2000.
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Taxkum obpasom, B riepuof 1977—1982 rr. npoBunyeckas rurnore3a b. MakKnuHTok o
CBSI3W HECTAOMIILHOCTH C BHeApeHHEeM MD OBlIa ITOTHOCTEIO ITOATBEPXKICHA B MCCIICIOBAHMSIX
Ha Apo3odurie, KaK Ha TeHETUIECKOM, TaK W Ha MOJICKYJISIPHOM YpOBHSIX. OCHOBHEIC 3TaIThI
9TOM JJIMHHOM UCTOPUU B PACKPBITUM 3aragKi HECTAOMIBHOCTU IIPEACTABICHBI B TAOJIMLIE.

3akniouyeHune

MoOubHbBIE 2JIEMEHTHI K HACTOSIIIIEMY BpeMEeHU HaliIeHbI BO BCEX CIIy4asiX, [e CKOJbKO-
HUOYAb NETATBHO BEJICS UX MTOMCK: OT IJIOCKUX YepBel 10 MJICKOMUTAIOLINX, BKIIOYAs YeJio-
Beka. CaMble MiepBble HaliZIeHHbIE Y 1p030(UIbl MOOUIIbHBIE 31eMeHThl TUNa MIT wiu copia
OKa3aJINCh CXOMHBIMU T10 opranm3anuu ¢ PHK-comep:kammmm oHKOTeHHBIMU PETPOBHPY-
caMH, KyJ1la OTHOCUTCSI U BUpYC UMMYyHoIeduunTa yesoBeka (BUY).

VY npokapuoT MOXHO BBICTPOUTH BOJIIOLMOHHBIA PSIA: MHCEPLIMOHHBIE CETMEHTHI —
TPAHCITO30HbI — TUIa3MUIbl — OakTepruodarv. TouHO Tak e MOXHO BHICTPOUTH aHAJIOTUY-
HBII psl y 9YKaApuOT. DHIOTEHHBIE PETPOBUPYCHI UMEIOT Ha KOHIIAX JJIMHHbIE KOHIIEBbIE
nostopbl, AKIT viu LTR, ux anunHa 5—7 ThiC. HYKJIEOTUAHBIX AP, OHU HECYT BCErO TPU reHa.
ADPXETUII UX CTPYKTYPHI TAKOB:

5" — LTR — gag — pol — env — LTR — 3.

T'eH gag — KOAMPYeT BHYTPEHHUE CTPYKTYPHBIE OEIKU BUPYCA;

TeH pol — KonupyeT o0paTHYIO TpaHCKPUIITa3y (peBepTasy);

reH env — 6eJIKU 000JI0UKU;

JKIT HecyT 3HAKM TeHETUYECKOM MyHKTYaluu, X pasMmep coctasisgeT 250—500 m. H.

MI'D aykapuoT neasTcsl Ha ABa OCHOBHBIX Kilacca. K mepBoMy Kiaccy OTHOCSITCS 2Jie-
MEHTBI, KOTOPbIE MEepeMeIIatoTCs, UCITOIb3YsI OOPATHYIO TPAHCKPUIILIUIO — pPempompanchno-
30nb.. OHM HECYT TeH, KOTUPYIOIINI peBepTasy, U, YTOObI HaYaTh BCTPAMBAThCS, TI0O MAaTPHUIIE
PHK crpogt JIHK-konuto, KoTopasi U BHEAPSIETCSI B pa3Hble MeCTa XpOMOCOMBI. B cBolo 0ve-
penb, PETPOTPAHCIIO30HBI PacIafaloTCs Ha ABE IPYIILL: a) PETPOBUPYCOIOT0OHBIC SJIEMEHTHI,
Hecyll1e Ha KOHIIaX JUITMHHbIE KOHIIEBbIEe ITOBTOPhI, U 0) HEBUPYCHbBIE DJIEMEHTHI, HE UMEIOIINE
Ha koHuax JIKII, Ho koaupyoliue reH peBepTasbl. B rpymmy peTpoBUpPYCONOIOOHBIX BXOIST
3JIEMEHTHI M3 TCHOMOB JIPOKKeil, HACCKOMBIX, MJIICKOITUTAIOIINX M PACTCHUIA.

Bropoii xkimacc MI'D 06pa3yroT cOOCTBEHHO mpaHcno30Hbl, UMEIOIINE Ha KOHIIAX KOPOT-
K1e oOpallleHHbIe TTIOBTOPHI M B CepeIMHe — TeH, KOOUPYIONIuii TpaHcio3asy. Ciona morma-
JAI0T: 3HAMEHUTbIE KOHTPOJIUPYIOIIUE 3JIEMEHThI KyKypy3bl ceMeiicTBa Ac—Ds, MOOUJIbHbIE
anieMeHTbl P u Hobo y npo3o¢uibl; yIUBUTEIbHBIN 2JIEMEHT mariner, HaliAcHHbBI BIIEpBbIe
Y OIHOTO SHAEMUYHOTO BUAA AP030(dMI ¢ ocTpoBa MaBpUKUiA M OKa3aBIIMICS pacipocTpa-
HEHHBIM OT HEMATO 1O YeJIOBEKA.

BozHukaeT Borpoc o IMpoucXoXASHUN Pa3HbIX CEMEMCTB MOOMJIbHBIX 3J1eMEHTOB. Yem
O0OBSICHUTD pe3KUe pazanuus HabopoB MI'D y OJM3KUX BUIOB U OTCYTCTBUE YITOPSIAOUEHHO-
CTU B UX BCTPEYAEMOCTHU, (DaKyIbTaTUBHOCTb. BUABI OJHOTrO poia 3a4acTylo HE UMEIOT O~
HakoBbIX MI'D B reHoMax, kak, Hanpumep, D. melanogaster u D. virilis. TlonoOHble (paKTbI
CIyKaT BECKUM TOBOIOM 00 3K30TCHHOM, BUPYCHOM ITPOMCXOXKICHUN MOOWMIIBHBIX 3JIeMEH-
TOB. MOXHO IyMaTh, UTO TaKWe BUIBI 3apa3ujIiCh pa3HBIMU BUpPyCaMU yXKe ITOCTIe TUBEP-
reHuuu. JlaHHble (paKThl TAaKKe TOBOPST O CpaBHUTEIbHOM HE3aBUCUMOCTHU 3BoTonuu MI'D
OT 9BOJIIOLMU APYTUX TEHETUUECKUX KOMITOHEHTOB.
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[ moHMMaHMS AEUCTBYIOIIUX B NMPUPOAE MPOILIECCOB PEOPraHU3alMU FeHOMa OYeHb
BaXXHBI JTAHHBIE, TTOJyYeHHbIC TIBEACKUM reHeTrkoM ['yHHapom M3uHroMm. OH TipoBen cucTte-
MaTh4yeckue HaOTIONeHMST 32 TIepeIBMXKEHNEM 10 TEHOMY B Pa3HBIX JIMHUSIX OOJIBIIIOTO TPAHC-
M030Ha, UMEIOLIETO B CBOEM COCTaBe TeH Whife U PacIiOIOKEHHBIN MOOIN30CTU TeH «IpyObie
ra3a». DTOT TMTAHTCKUIA TPAHCTIO30H JUTMHOW B JIECSITKU ThICSY HYKJICOTUIHBIX Map, BOZHUK
CMOHTAaHHO. braronapst 0OMBINION TPOTSKEHHOCTH OH OKA3aJiCsl BUMIEH B YYaCTKaX CBOETO BHE-
JIPEHUsI Ha TIOJIUTEHHBIX XPOMOCOMAX CIIIOHHBIX XeJle3 B BUAE U30bITOYHBIX AUCKOB. B pe3yib-
TaTe LieJeHanpapaeHHbIX TOUMcKOB I'. MI3uHr uaeHtuduumponan 6onee 200 pa3auyHbIX TPAHCO-
surmii. [lepemerniiasic o TeHOMY, 3TOT CYIIEPTPAHCIIO30H TIPUXBATHIBAT (DPATMEHTBI COCETHUX
JiokycoB. I'. U3uHry ynanock 0OHApYXKUTh SIBIEHUE TTOX0Kee Ha uyno. TpaHCIO30H BCTPOUJICS B
paiioH LEHTPOMEPHI, 3aXBaTWI cerMeHT LieHTpoMepHoit JIHK v mpeBpaTuiics B MUHUXpOMOCOMY!
(Block, Ising, 1990). Tak MOTYT BO3HMKATh HOBBIE XPOMOCOMbBI 1 HOBbIE T€HHbIE KOHCTPYKIINU.

DT (DaKThl Jaau HaM OCHOBaHME ClienaTh KOHLENTyaJIbHOe 0000IIeHNe O 1ejiecoodpas-
HOCTM pa3e/ieHusI TeHOMa Ha OOJMTaTHBIA U (haKyJbTaTUBHBIN KOMIOHEHTHI. K mocaenneMy
OTHOCSITCSI TEHETUIECKHE JIEMEHTBI, YMCIIO U TOTOTpadusi KOTOPHIX BAPUPYET OT BUIA K BUILY,
OT MOMYJISILIMK K TTOMYJISILIMK, BIUIOTh 10 MEKTKAHEBBIX Pa3Tuunii BHYTpY UHIMBKAA. Ciona BXO-
1T 1 M3D. brarogapst aToMy (hakyIbTaTUBHBIE 3JIEMEHTBI Y BBICIIIMX OPraHU3MOB MOTYT UMETh
BaXKHYIO POJIb B PEOPraHMU3aIMK TeHOMA, B PETYJISIIIAN ISHCTBUSI TEHOB U IPYTOTO POJIA SBOJTIOIIN -
OHHO 3HAYMMBIX HacJeICTBeHHbIX M3MeHeHuit (I"'omyboBckuii, 1985; 2000; Golubovsky, 2011).

Jluteparypa

Teopeues I'.11. I'eHbl BBICIIIMX OPraHU3MOB M UX 3Kcnpeccusi. M.: Hayka, 1989.

Toay6osckuic M.J[. HectabunbHOCTh JToKyca singed y Drosophila melanogaster: dpeHoTuIMueckn
yYTaHTHbIE ¥ HOpPMaJIbHbBIE aJUIEJIH JIOKYCca singed, MyTUPYIOIIUe TI0 TPUHIUITY BCE niau Hudero // [ene-
tuka. 1977a. T. 13. C. 847-861.

Toaybosckuii M.J]. HectabunbHble ajienu JoKyca singed v ux ipousBoaHbie y Drosophila melano-
gaster, MyTUpYyIOIIIe B pa3HbIX HampasieHusx // ['eneruka. 19776. T. 13. C. 1030—1040.

Toayboeckuii M./[. Opranuzanusi reHOTUa U hopMbl HACIEICTBEHHON U3BMEHYMBOCTHU 3yKapuoT //
Ycnexu coBpeMeHHol 6uonornu. 1985. T. 100. Bem. 6. C. 323—329.

Tonybosckuii M.Jl. Bex renetrku: sBomouus uaeit u noustuit. CI16.: bopeit, 2000. 262 c.

Toayboseckuiit M. Knura «HenocrosiHCcTBO reHoMa» P.b. XecuHa B acnekTe KOHLIENTYaJlbHOM UCTO-
puu reHetrky // MosekyasipHas 6uonorust. 2002. T. 36. C. 338—347.

Toayboeckuii M /., Epoxura HU./[. MyTallmOHHBIM TTPOIIeCC B JIMHUSIX C CYyTIepMYyTaOUIbHBIMU aJljie-
JIIMU Jokyca singed y Drosophila melanogaster // T'enetuxka. 1977. T. 13. C. 1210—1219.

Tonayboseckuii M. JI., 3axapos H. K. CoBMeCTHbBIE PeBEPCUU IBYX HECTAOMIbHBIX TEHOB B X-XpOMOCOME
Drosophila melanogaster // Tenetuka. 1979. T. 15. C. 1599—-1609.

Ipauesa E.M., 3axapoe U.K., Borowuna M.A. I'eopeuee I'.11., Tonyboeckuii M./]. Bciblliku MyTa-
Mt reHa yellow B npuponHoii nonyasuuu Drosophila melanogaster cBsg3aHbl ¢ MHCEpLIME TPAHCTIO-
30Ha hobo // Teneruka. 1998. T. 34. C. 364—370.

Manunesckas O.B. MoOuIbHbIE FTeHETUYECKUE 3JIEMEHTBI APO30(PUIIbI: UCTOPUSI OTKPBITUS U Cyab0a
TepBOOTKpLIBaTeeii // BaBuimoBckumii xKypHai reHetnaeckoit ceeku. 2011. T. 15. C. 215-225.

Feeenvee M. b., Enukononos E.H., [leynosa H.H. TpaHcno3nuuu MOOUIbHBIX AUCTIEPTUPOBAHHBIX
a7eMeHTOB y npo3oduibl // Joknanst AH CCCP. 1982. T. 64. Boin. 6. C. 145—147.

3axapos HU.K., loayboseckuii M.Jl. DddekT TemrepaTypbl U Y-XPOMOCOMBI Ha S3KCIIPECCUI0 U
YaCTOTY COBMECTHBIX U3MEHEHUI IBYX HeCTaOWIbHBIX MyTattuit y Drosophila melanogaster // l'enetuka.
1980. T. 16. C. 1603—1612.

Karob @., Boasman 9. Tlon v reHeTnKa 6aktepuii. M.: Mup, 1962.



STUDIES IN THE HISTORY OF BIOLOGY. 2011. Volume 3. No. 4 77

Cmenm I., Kanunoxcep. MonexkynspHas reHetuka. M.: Mup, 1981.

Yoanuc K. Janb coBpemeHHoMy MeHnento // AMepuka. 1984. Ne 331. C. 43.

®@ar mambaa / mep. ¢ aur.; pen. b.H. Unpsamrenko. M.: Mup, 1975.422 c.

Xecun P.b. HemoctostHcTBO TeHOMa. M.: Hayka, 1984. 472 c.

Berg R.L. A simultaneous mutability raise at the singed locus in two out three Drosophila melano-
gaster populations studied in 1973 // Drosophila Information Service. 1974. Vol. 51. P. 100.

Block K., Ising G. Minichromosomes in Drosophila melanogaster derived from transposing element
TE1 // Chromosoma. 1990. Vol. 99. P. 336—343.

Beadle G.W. Rollins Adams Emerson // Genetics. 1950. Vol. 35. P. 1-3.

Crow J. The genesis of dysgenesis // Genetics. 1988. Vol. 10. P. 315-318.

DNA insertions elements, plasmids and episomes / ed. by A.I. Bukhari, J.A. Shapiro, S. Adhya. New
York: Cold. Spr. Harbor, 1977.

Demerec M. Unstable genes in Drosophila // Cold Spr. Harbor Symp. Quant. Biol. 1941. Vol. 2.
P. 141—-151.

De Vries Hugo. Species and varieties: their origin by mutation (Lectures delivered at the University of
California / ed. by D.T. McDougal). Chicago: Open Court Publ., 1906.

Dynamic Genome: Barbara McClintock’s ideas in the century of genetics / ed. by N. Fedoroff,
D. Botstein. New York: Cold Spr. Harbor Lab. Press., 1992.

Emerson R.A. Genetical studies on variegated pericarp in maize // Genetics. 1917. Vol. 2. P. 1-35.

Engels W. Extrachromosomal control mutability in Drosophila melanogaster // Proc. Natl. Acad.
Sci. USA. 1979. Vol. 76. P. 4011—-4015.

Golubovsky M.D., Ivanov Yu. N., Green M. M. Genetic instability in Drosophila melanogaster: Putative mul-
tiple insertion mutants at the singed bristle locus // Proc. Natl. Acad. Sci. USA. 1977. Vol. 74. P. 2973—2977.

Golubovsky M.D. Mutational process and microevolution // Genetica.1980. Ne 5. P. 52—53.

Golubovsky M. D. The unity of the whole and freedom of parts: facultativeness principle in the heredi-
tary system // BaBuioBcKkuii XXypHais TeHeTnky u cenekunu. 2011. T. 15. C. 423—431.

Green M. M. The genetics of mutable gene at the white locus // Genetics. 1967. Ne 5. P. 429—441.

Green M. Controlling element, mediated transposition of the white gene in Drosophila melano-
gaster // Genetics. 1969. Vol. 61. P. 429—441.

Green M. M. Genetic instability in Drosophila melanogaster: de novo induction of putative insertion
mutations // Proc. Natl. Acad. Sci. USA. 1977. Vol. 74. P. 3490—3493.

Green M.M. Annals of mobile DNA elements in Drosophila: the impact and influence of Barbara
McClintock // The Dynamic Genome. New York: Cold Spr. Harbor Lab Press., 1992. P. 117—122.

Hawley S.R., Steuber R.A., Marcus G.H. et al. Molecular analysis of unstable P element insertions
at the singed locus of Drosophila melanogaster: evidence for intracistronic transposition of a P element //
Genetics. 1988. Vol. 119. P. 85-94.

Kidwell M.G., Kidwel J.E, Sved J.A. Hybrid dysgenesis in Drosphila melanogaster: syndrome of aber-
rant traits including mutation, sterility and male recombination // Genetics. 1977. P. 813—833.

Kim A.L., Terzian P, Santamaria A., Pellison N. et al. Retroviruses in vertebrates: the gypsy ret-
rotransposon is apparently an infectious retrovirus of Drosophila melanogaster // Proc. Natl. Acad. Sci.
USA. 1994 .Vol. 91. P. 1285—1289.

McClintock B. Chromosome organization and genie expression // Cold Spr. Harb. Symp. Quant.
Biol. 1951. Vol. 16. P. 13—47.

McClintock B. Controlling elements and the gene // Cold. Spr. Harb. Symp. Quant. Biol. 1956.
Vol. 21. P. 197-216.

McClintock B. Some parallels between gene control systems in maize and in bacteria // Amer. Natur.
1961. Vol. 95. P. 265-277.

McClintock B. The control of gene action in maize // Brookhaven Symp. Biol. 1965. Vol. 18. P. 162—184.

McClintock B. The significance of responses of the genome to challenge // Science. 1984. Vol. 226.
P. 792-801.



78 NCTOPUKO-BMONIOTNYECKWUE NCCNERQOBAHWUA. 2011. Tom 3. Ne 4

O’Hare K., Tam J.L., Lim J.K., Yurchenko N.N., Zalharov I.K. Rearrange-ments at a #obo element
inserted into the first intron of the singed gene in the unstable sn49 system of Drosophila melanogaster //
Mol. Gen. Genet. 1998. Vol. 257. P. 452—460.

Picard G. Non mendelian sterility in Drosophila melanogaster: hereditary transmission of I factor //
Genetics. 1976. Vol. 83. P. 107—123.

Rubin G.M., Brorein J.R., Dunsmuir P, Flavell A.J.k Levis R., Strobel E., Toole J.J., Young E. Copia-
like transposable elements in the Drosop|hila genome // Cold Spr. Harbor Symp. Quant. Biol. 1981. Vol. 45.
P. 619—628.

Rubin B.M. M.G. Kidwell and P.M. Bingham. The molecular basis of P-M hybrid dusgenesis: the
nature of induced mutations // Cell. 1982. Vol. 29. P. 987—994.

Saedler H., Starlinger P. Twenty-five years of transposable elements research in Koln // The Dynamic
Genome: Barbara MacClintock’s ideas in the century of genetics. 1992. P. 243—263.

Shapiro J. Mutations caused by insertion of genetic material in into the galactose operon Esherichia
coli // J. Mol. Biol. 1969. Vol. 40. P. 93—102.

Shapiro J. Natural genetic engineering in evolution // Genetica. 1992. Vol. 86. P. 99—111.

Shapiro J. Evolution. A view from 21% century. FT Press Science, 2011.

Starlinger P, Saedler H. Insertion mutations in microorganisms // Biochemie. 1972. Vol. 54. P. 177—185.

Starlinger P, Saedler H. 1S elements in microorganisms // Current Topics Microbiol. Immunol.
1976. Vol. 75. P. 11—-152.

Tchurikov N.A., Ylyin Y.V., Skryabin K.G., Aanaiev E.V., Baev A.A., Krayev A.S., Zelkentzova E.S.,
Kulguskin V.V., Lubomirskaya N.V., Georgiev G.P. Gereal properties of mobile dispersed genetic elements
in Drosophila melanogaster // Cold Spr. Harbor Symp. Quant. Biol. 1981. Vol. 45. P. 665—665.

Transposable Elements / ed. by H. Saedler, A. Gierl. Springer, 1996.

Gene Instability and Mobile Elements:
A History of its Research and Discovery

MiknaaiL D. GoLUBOVSKY

University of California, Berkeley, USA; mdgolub@gmail.com

The main observations, experiments, and intellectual framework leading to the discovery of mobile elements
(ME) and to the concept of a dynamic genome are discussed in diverse areas of genetic research. At first,
they were thought not to be related to each other, however an unexpected anastomoses occurred leading to
the common non-canonical conception. We briefly present the semantics of the relevant experimental facts
and ideas in five relevant ares of genetic research: (a) B. McClintock’s studies of unstable maize genes and
her concept of mobile controlling elements; (b) the discovery of plasmid and episomes in bacteria and the
prophage concept; (c) the discovery of insertion mutations and IS elements and transposons in bacteria; (d)
studies on high mutability and genetic instability in some Drosophila lines and the discovery of the omni-
presence of insertion mutations in natural Drosophila populations; (¢) direct molecular isolation of a series
of diverse ME in Drosophila and information on their involvement in a spectrum of hereditary changes. We
focused on the results of our own (and co-authors) studies between 1977-1979, which lead to the discovery of
insertional mutagenesis in nature. We describe the three aspects of research required: 1) experimental genetic
analysis of natural unstable alleles in different loci; 2) genetic evidence of the correspondence of behavior of
natural unstable mutations to McClintock's concept of ME; 3) direct molecular confirmation of insertions
of diverse ME in the unstable loci that were studies, and the importance of ME activation in the occurrence
of previously described mutation bursts in geographically distant populations.

Keywords: gene instability, genome, mobile elements, insertional mutagenesis, mutation bursts.



