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KPU3NC TPAOAULIMOHHBIX I'IPEJJCTABH?HI/IVI
OB USMEH4YMBOCTW: HA NYTU K HOBOWU NAPAAUIME

BBEJIEHVIE

HecmoTps Ha Bnevatisiiolye ycrexu CoBpeMeHHON reHeTHKH, 06111ast Teopust
M3MEHYHBOCTH JI0 CHX MOP HE MOCTPOEHA U MEPCHeKTHBLI ee CO3/IaHusT T0BOJIb-
HO TyMaHHbI. JIeJ10 B TOM, UTO 11eJIbli Pl KJIHOUEBbIX NPEJICTABJICHHUH, B TEUeHHE
MHOTHX JI€CATHIIETHI CUUTABIINXCH aKCMOMaMHU H, Ka3aJoch Obl, COCTABJISABIINX
OCHOBY 3TOH TeopuH, TPeOylOT B HACTOsILIlee BPEMsl CEpPbe3HOT0 MepecMoTpa.
B wactHOCTH, B COOTBETCTBHH C KJIaCCHUECKOH KOHILEMIUEH, MPUHSATO PA3JIH-
yaTh HACJIEICTBEHHYIO M HEHACJEACTBEHHYIO M3MEHUHBOCTb, OTBOAS MM MPH-
HIUHMMHAJBHO Pa3HYIO 3BOJIIOIMOHHYIO poJib (TumodeeB-PecoBekuii u ap., 1977;
[Mmanbraysen, 1968; Darwin, 1859). Eule HenaBHo cuntanoch camo co6oil pa-
3yMEIOLIMMCS, UTO MX MEXaHHU3MbI JIOJLKHBI ObITh KapMHAJbHO pasaudHbl. Of1-
HaKO Takue oxkujanus He onpasaamich (Mure-Beutomos, 2010 a). OkazaJsiocs,
UTO CXOJIHBIE MOJIEKYJISIpHBIE COOBITHSI CMOCOOHBI MPUBOIUTL K 06enM hopmMam
M3MeHYNBOCTH. M, HAMPOTHUB, 32 OJHON U TOH Ke POPMOH N3MEHUHBOCTH MOTYT
CKPBIBATbCSl COBEPIIEHHO pa3Hble MOJEKYJspHble MexaHuaMbl. Hakoner, o6-
HapyKeH LIMPOKUI CTEKTP SIBJEHHH, COUETAIOUINX 3/71eMeHTbl HAaC/eACTBEHHOH
¥ HEHACJIeICTBEHHOH M3MEHUMBOCTH H MOTOMY BBIXOJSAIIMX 3@ PAMKH TpauIu-
OHHOH KJ1acCH(UKALIIH.

Tor daxT, uTo KIACCHUeCKasT KOHIEMIHS U3MEHIHBOCTH ycTapesa, He 03Ha-
yaeT, YTO OHA J0J/IKHA ObITh MOJHOCTBIO OTBepTHYTa. Ho ee Heo6xonnmo cylec-
TBEHHO MEPEOCMBIC/NTb. B mpeacTaBaeHusx 06 H3MEHUHMBOCTH TpebyeTcst HO-
Bast napaaurma (Mure-Beutomos, 2010 a), T.e. HOBbIi, HeCTaHAAPTHBIH B3N],
Ha crapylo npo6semy. B Hacrosiiiell cTaTbe npeayioyKeHbl KOHTYPbl TAKOH napa-
JIATMBI.

PASHOOBPA3VE KITACCUDUKALMN UBMEHYYBOCTU

CuTtyauys ¢ NOHATHEM <H3MEHUHBOCTL» MapajokcasnbHa. HecMoTps Ha 111u-
pOKO€ MCMO/b30BaHKE B HAYUHOH JIUTEPAType, ITO MOHSITHE He UMeeT OlHO3HaU-
Holl uHTeprperauun (3enukma, 1966; [Tapamonosa, 1979; Langlet, 1971).
HMuoraa ero TpakTyloT Kak Bceobliee CBOHCTBO KHBOTO H3MEHSIThCS B PSsILy MO-
KOJIEHHH WJIK B OHTOTEHe3e, HHOTJla — Kak Mpollecc, NPUBOJIAIINN K BO3HHK-
HOBEHHIO PA3JIMUMil, MHOT/IA — KaK KOHeUHble Pe3y/bTaThl TAKOTO Tpoliecca.
3auacTyo Bce 3TH TPAKTOBKH HCIOJIb3YIOTCST BIIEPEMEIKKY, UTO JAOMOJHUTENBHO
JIC30PHEHTHPYET YUTATENECH.

Het eauncrtBa u B olieHke MaciitaboB paccMaTpuBaeMoro sijaeHus. Hekoro-
pble aBTOPBI TTOHUMAIOT €r0 O4Y€eHb IIMPOKO, KaK JI00ble aCMeKThl GHOJOrHYECKO-
ro pasHooGpasus (Basumos, 1935; Mure-Beutomos, 2010 6), Hekotopsie cBo-
JIAT K pagHooOpasuto B npenenax Buaa (Tewnop u np., 2002; dumnuenko, 1926;
Darwin, 1859; Dobzhansky, 1950), a HekoTOpble — K BHYTPHIOMYJISLHOHHOMY
pagHooGpasuto (Mayr, 1942).

HakoHell, 13MEHUHBOCTb — HACTOJILKO MHOTOTPAHHOE SIBJIEHHE, UTO KaXK/bli
6uoJsior, B 3aBUCUMOCTH OT CBOMX HHTEPECOB, COCPEIOTAUMBAETCS JIMIIb HA OT-
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Tabauya 1
Pa3Hoo0Opa3sue TpaiMuMoHHbIX Kiaccudukauuii uamenuuoctu (no [Napamonosa, 1979; c uamenenusimm)
[Tpunuun knaccudukaum Komnkpethble BapuaHThbl CootseTrcTByIoline GopMbl
pHHLL puran P P Y bop X TpaanIMOHHbIE CHHOHHMBbI
M3MEHUYHBOCTH KJaccuuKaum M3MEHUYHUBOCTH
[To TakcoHoMHuecKo
Buyrpusuiosas -
MPUHA/TIEKHOCTH MesxBiionas .
[1o conocrasasiembiv COTIOCTABJ/ISIEMbIX €JIHHIL
OUOJIOTMUYECKUM eIMHHLIAM
ITo 06bemMy conocTaB/sieMbIX Wnnusunyanbhas -
e/IMHULL [pynnosas -
Mopdosnoruueckast CrpyKTypHast
[To xapakTepy Hcc/ieryeMbIx Dusnosoruueckast DyHKIHOHATbHAS
MPU3HAKOB DToJI0rHueCcKast V3MeHUMBOCTD MOBEIEHHST
Mounexynsipnast -
[To xapakrepy nposiBJieHHUs] [TpepbiBHCTaST KauecrBeHHas1, afbTepHaTHBHAS
UcClIelyeMbIX MPU3HAKOB HenpepbiBHast KosmuectBennasi, psjoBas
CooTHOCHTEIbHAS,
[To xapakrepy cBsizeil Mex1y KoppessitiBHast COMpsKEHHAs!, CBsI3HAS,
[o BHewnnm pa3HbIMU PU3HAKAMH 3aBuCHMAst
TpOABJICHHIAM HekoppesnsitusHas -
M3MEHYHBOCTH
[To xapakrepy nposiBjieHnst B KnunasbHast -
NpOCTpPaHCTBE JuckpeTHast -
[To xapakTepy 1nposiB/JeHHsI BO HanpaBniennast -
BpeMeHH Henanpassnennast -
[enorununyeckas, Heompe/e/eH-
Hacsiencreennasi
. Hasi, KoJieOJiolascst
[To HacsieyeMoCTH pasiuuuii
Mo rKatHoHHast,
Henacsiencreennast

onpeneJieHHasi, napaTunuieckas

Hacsiencreennast, reHoTHIMYEC-
Kasi, Heomnpe/iesieHHast, Kosieo-
JIIOLLIAsICST

O6ycioBeHHas paznooGpasuem
IeHOTHIIOB

[To dpakropawm, O6yc/oB1eHHAS 3aKOHOMEPHOCTSIMU

OnroreHeTHyecKast
OMpeIeIsOIIMM (hEHOTHTT MH/IMBH/IYaJIbHOTO PA3BUTHSI

Henacsiencrsennasi, Mmogudu-
KaLlMOHHAs1, ONpe/leJIeHHasd,
napaTturnuyeckas

OO6ycJioB/eHHast BO3AEHCTBUSIMH
[To npuunnam BHEUIHEH Cpe/ibl
BO3HMKHOBEHHS pa3JjInumii

MyraumnonHas

Hacnencrsennasi, reHoTHITHUECKaS,
1 KOMOUHATHBHAs

ITo MOJIEKYJISIDHBIM Heoripe/ie/ieHHas1, KOJIe6JI}OIJ_LaﬂC$1

MeXaHH3MaM
CasizaHHasi ¢ U3MEHEHHEM KCITPECCHH
*
[eHOB OnureHeTHuecKas
CrioHTaHHast -
[To posn ucesienosatrest
Wupyunposannas -

* — 3TOT TEPMHH HEPEKO UCMOMBb3YIOT B PA3HBIX CMbICAAX. Mbl MPUACPKUBAEMCST HCXOMHOK TOUKH 3PEHHST, YTO JIOObIE COOBITHS,
Ha3bIBaeMble 3MUIeHETHUECKUMHU, SIBJSIOTCS pedysbrataMu perysiini aeiictBus reHos (Waddington, 1942; Nanney, 1958).

JIeJIbHbIX ee acrnekrax. B peaysbrare cyuiectsytor pasnnd-  KAK KJIACCUOVUNPOBATb ISMEHYYBOCTb
Hble KaaccubuKalun uamenunsoctH (ta6. 1). Hexotopeie  C FEHETUYECKOW TOYKM SPEHUST?

M3 HHMX 3aMETHO MEPEKPbIBAIOTCS, HO MHOTHE B 3HAUHTEJb-

HOF CTENEeHH WJIK TTOJIHOCTBIO aBTOHOMHBI. B CBSA3H ¢ 5THM, Jlnsi reHetnka HauboJiee BaXKHbl TPH acreKTa H3MeH-
HEBO3MOXKHO CO3/1aTh EIMHYIO KJIaCCH(HKALIMIO, OXBATbiBa-  UMBOCTH: CMOCOGHOCTb Pa3JiMUMil HAC/E0BaThCs B psity
IOLLLYIO BCE aCMEeKThl H3MEHUHBOCTH cpaay. [list Kaxk/ioro ac-  MoKoJieHHH (/1715 KpaTKOCTH Mbl Oy/IeM Ha3blBaTh ee HacJie-
reKTa HeoOX0MMa CBOSI KacCH(HUKalHs. JyeMOCTBIO paaiinunii); akTopbl, HEMOCPEJICTBEHHO Orpe-
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HamenunBocTh
Hacnencrsennas Henacnencrsennas
Myrtaumnonnas Kom6unatuHas OHroreHeTHyecKas

Puc. 1. Knaccuduxauust popm uamenunBoctu no HMure-Beuromony, 1989

JeJstiolliie (peHOTHIT U TeM CaMbIM JieXKalllie B OCHOBE BO3-
HUKHOBEHHSI Pa3/nuuii; KOHKpPEeTHAst MOJIEKYJIsipHAst TPHpojia
M3ydyaeMblX pas/nyuil. B TeueHue n0/roro BpeMeHH ObLI1O
MPUHATO CYWTATh, YTO 3TH ACMEKTbl H3MEHYHBOCTH OYeHb
6JIM3KH, U TIOTOMY COOTBETCTBYIOLIHME KacCH(PUKALMH 1yO-
JIMPYIOT APYT Apyra (Hacje/iCTBeHHAast H3MEHYMBOCTh = re-
HOTHMHYECKasl K3MEHUHBOCTb = MyTallMOHHasi + KOMOWHA-
THBHAsl U3MEHUMBOCTh; HEHACJIE/ICTBEHHASI UBMEHUMBOCTD =
MOIM(UKAIIMOHHAS H3MEHUMBOCTb = H3MEHUMBOCTb 32 CUET
perysisiuu sKcrpeccuu reHoB). OCI0KHSIT CUTYALHIO JIHIb
OJIMH HepelLIeHHbIH BOMPOC: UTO Jie]1aTh C OHTOTeHEeTHUECKOH
M3MEHUMBOCTBIO, KOTOPAsi COBEPIIEHHO HE BIHCHIBAETCS
B IAHHYIO CXEMY.

A1y npobJeMy MbITAIUCh PEIIUTh PA3IHUHBIMU CTOCO-
6amu. Hekoropble aBTOpbI IPUIEP2KUBAJIHCH TOH TOUKH 3pe-
HHUS1, YTO JI0Oble H3MEHEeHHs], BO3HUKAIOLIMEe B OHTOreHe3e,
MMEIOT OTHOILIeHHEe He K M3MEHYMBOCTH, a K Pa3BUTHIO —
JIpyroMy BceoOllleMy CBOHCTBY »KHBBIX cyllecTB (Mamaes,
1972; TTapamonoBa, 1979). [ToayuaeTcst, 4T0 OHTOTEHETH-
4eCcKOl U3BMEHUHBOCTH HET, U TOTJIA BCE TPH KacCH(HUKALIMHU
Jlerko copMecTuMbl. HekoTopble aBTOpbl peluasu npobsemy
unaue. [IpusnaBasi cyliecTBoBaHHe OHTOr€HETHUECKOH H3-
MEHUHUBOCTH, OHH BKJ/I0YAJH €€ B 00111yI0 CXeMy Kak 0co6yio
(hopMy, MPOMEXKYTOUHYIO MEXKJly HACJEICTBEHHON M HeHa-
cnencrBenHod (Mure-Beuromos, 1989; puc. 1).

MckyceTBeHHOCT 000MX MOAXOAO0B BIIOJIHE OUYEBMAHA.
B nepBom ucnosbzoBaH cyry6o hopMaJsibHbIi MOBOJI, UTO-
Obl M30ABUTHCS OT «HEYAOOHOH» (POPMbI U3MEHUHBOCTH.
Bo BTopoM MpoHCXoUT cMellleHHe Pa3HbIX KaacCHhUKaLUi:
OHTOTeHeTHYeCKas H3MEHYHBOCThb MOCTaBJeHA B OJMH Psil
C MyTallHOHHOW W KOMOWHATHBHOM, XOTSl IPUHLMIIBI UX Bbl-
uJIeHeHHst CUIIbHO pasHsiTes (Tabar. 1).

Het comHenuii, uTo HY>KHO MCKaTh HHbIE MyTH. B 3TOM
njaHe 0coO0ro BHHUMAHHS 3acjyKHMBaeT KOHILEMILHs,
npeasnoxennas HenaBHo C.I. Mure-Beutomosbim (2007;
2010 a; 2010 6). ABTop oTMeuaeT, UTO Kaxjas U3 nepe-
UHCJIEHHBIX KJacCH(UKALIMI M3HAYATBHO OTparKaJa JHilb
BHELIHUE MPOABJCHUSA U3MEHYMBOCTH, T.e. Obla1a Cyryoo
(heHomeHosornuecKoil. B nasnbHeiiiiem, no Mmepe pa3BuTHs
MOJIEKYJISIPHON FeHeTHKH, CTaJI0 SICHO, YTO HY OJIHA M3 3THX
KJlaccu(DUKALMi ¢ KOHKPETHBIMU MEXaHH3MAMH U3MEHUH-
BOCTH He KoppeJupyeT. Hanpumep, HenocpeacTBeHHON
OCHOBOH MYTAallMOHHOH M3MEHUHMBOCTH MOTYT CJYXKHThb
He TOJIbKO TOUKOBbIE MYTallMH, HO U XPOMOCOMHBIE Tiepe-
CTPOHKH, MUTpPALMU TPAHCIIO30HOB, H3MEHEHHsI CTerNeHn
metuanpoanHoctd JAHK wu ueawtii psp npyrux moge-

KyJsipHbIX coObiThil (Ayspbax, 1978; Muponosa, 2010;
Uypaes, 2010; Richards, 2006; Walbot, 2000). Crofikue
M3MeHEeHHUs] KOH(MOPMAlLMK MPUOHHBIX OEJIKOB y HEKOTO-
pbIX 0OBEKTOB, TAKHX KaK JAPOXKIKHU-CAXaPOMULETHI, OT-
HOCSITCS K MeXaHH3MaM HacJIe/ICTBEHHOH M3MEHUUBOCTH,
a'y HEKOTOPBIX, TAKUX KaK OBILbl, — K MeXaHU3MaM HeHa-
caenctBenHoil (Muponosa, 2010; Chernoff, 2007). AsTop
npejJjiaraeT 0TKa3aThCsl OT MPUBLIUHBIX KJacCUPUKALIUH,
M3HAYaJbHO 11€JIMKOM OCHOBAHHbBIX Ha (DEHOMEHOJIOTHH,
Y TIePEHTH K COBPEMEHHOH, T. €. MOJIEKYJISIPHOH.
[Ipenyiaraemblii MOJXO BbI3BIBAET MHOTO BOIMPOCOB.
[Tos102kHB B OCHOBY KJIaCCH(PUKALMH MOJIEKYJISPHbIE MeXa-
HHU3Mbl, Mbl PAHO WJIM MO3HO 0HIEM U 10 PEHOMEHOJIOTHH
1 B UTOTEe HeN30€XKHO OKaXKeMesl repesl HeOOXOAUMOCTBIO OT-
JIM4aTh HACJAEJCTBEHHYIO H3MEHYHBOCTL OT HEHAC/IE/ICTBEH -
HOM, OHTOT€HETHYECKYIO OT MOJIM(UKAIIHOHHOH U T. 1. OTKa-
3aThCs OT €CTAPbIX» KJaCCU(PUKALMI BCe PABHO He ylacTCs.
Tem He MmeHee, 3/ecb eCTb OTYETJIHBOE KOHCTPYKTHBHOE
3epHO: pasHble KjaccuuKallii H3MEHUMBOCTH HECOMOCTa-
BUMbI, TOCKOJIbKY OTPayKaloT pasHble acreKThbl MpoOaeMbl
¥ B IPUHIIMTIE HE MOTYT ObITh CBEJIEHBI B €IHHYIO CXEMY.
Pa3BuBas 3Ty MbIC/Ib, Mbl IPUXOUM K CJIEIYIOIIEH KOH-
enuuu. B coBpeMeHHOI reHeTHKe JIst ONHCAHUS H3y4aeMbIX
Pa3IUIni HPOKO UCMOMB3YIOT TPH KAACCH(PHUKALIMH U3MEH-
uuBoctH (Tabu. 2). IlepBasi U3 HUX oTpakaeT Hac/emye-
MOCTb pasJyiMiuni. B 3ToM nsiane Bbie/ISII0T HACI€/ICTBEHHYIO
M HEHACJIeJICTBEHHYI0O M3MEHUYHBOCTb. BTopasi kmaccudu-
Kallusl WIJIOCTPUPYET BakHeile (akTopbl, Henocpesic-
TBEHHO OMpeJiesifole PeHOTHIT KOHKPETHOTO OpraHu3ma.
Peub naer o Hac/e/ICTBEHHBIX 3aaTKaX, 3aKOHOMEPHOCTSIX
VHMBULyaJIbHOTO PA3BUTHS U BO3NEHCTBHAX BHEIIHEH cpe-
JIbl. B COOTBETCTBUH C STUM, MPUHATO BbIUJIEHATH FeHOTHITH -
YECKYI0, OHTOTEHETHUECKYI0 W MOJIHU(MHUKALMOHHYIO H3MEH-
YUBOCTb. TpeTbst KJacCH(PUKALUSA ABASETCH MOJIEKYJISPHOH:
OHa OTpaXkaeT KOHKPETHYIO MPUPOJLY U3ydaeMbIX Pa3JIHUnH.
MHorounceHHble QakTbl yOEeIUTENbHO CBHETEJb-
CTBYIOT O TOM, UTO 3TH KJaCCU(PHUKALUK B 3HAUUTEJbHOM
CTEerNeHH aBTOHOMHBI. BecrepcrnekTHBHO »KeCTKO YBSA3bI-
BaTh WX JIPYT ¢ Apyrom. BMecTo 3TOTO HX HYXKHO HaKJa-
JIbIBATL APYT HA ApyTa, noJjyuas O0oJbllioe pazHooOpasue
dhopm u3MeHUMBOCTH. [IpesioXKEeHHBIH TOAX0/ YCTpaHs-
€T BCe MPOTHUBOpEUHs, XapaKTepHble 15 TPAAULIHOHHBIX
MPeACTaBNCHUI 00 U3MEHUHBOCTH, U MOXKET PACCMATPH-
BaThCs B KauecTBe (hyHpAaMeHTa HOBOK napaaurmbl. Bmec-
Te C TeM, KaXKJasi U3 Tpex YMOMsHYTbIX KJaccuhuKalui
TpeOyeT CylleCTBEHHOT0 yTOUHEHHS U 0TIoJIHeH . B Ha-
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CTOSILLIEH CTAThe Mbl OCTAHOBHUMCS TOJIKO HA NEPBOH, a 1Be
OCTaJIbHbIe PACCMOTPUM B MOCJAEAYIOLHX NYOJUKALHUSAX.

KIIACCUKALNSA UBMEHYBOCTW 10O
HACJIEQYEMOCTU PASJTNYNN

Tpanuuus aejuTb U3MEHYMBOCTb HA HACJ/EACTBEHHYIO
¥ HeHac/IeICTBEHHYIO C/I0XKUIach ellle B cepeante XIX Beka.
[TpaBOMOUHOCTb TAKOTO JleJIeH s, Ka3aaoch Obl, OUeBHIHA.
HacsienctBenHasi H3MEHUHBOCTbL peasiu3yeTcst B BUJE pas-
JIMYMH, CMTOCOOHBIX CTAOMJILHO TMepelaBathCs OT MPEAKOB
[I0TOMKaM B psily NOT€HLHAJbHO HEOTPAHUYEHHOrO YKc/1a
nokoJiennl. HeHacsieacTBeHHAs U3MEHUMBOCTb peajln3y-
eTcsl IPUHLMIHAJNBLHO HHAYe: BO3HUKAIOLLIHE Pa3J/InyKs 110-
TOMKaM He MepeiatoTcsl.

BmecTe ¢ TeM, CYLLECTBYIOT M SIBJICHHs MPOMEXKYTOY-
Horo xapakrepa. OuH U3 KNAaCCHUECKHUX MPHUMEPOB OMHCaH
y fadHUil: HEAO0CTATOUHOE THTAHHE MPUBOAUT Y 3THX PaKo-
00pasHbIX K BOSHHKHOBEHHIO MOP(OJIOTHYECKHX aHOMAaJTHi
y noromcTBa. Takue aHOMaJ/IMM He HACJ/IELYIOTCS [10JIOBbIM
yTeM, HO COXPAHSIOTCA B HECKOJIbKHX MapTeHOreHeTHYeC-

kux nokosienusix (Woltereck, 1911). Cxonnble siBeHus,
Ha3blBaeMble NJIUTEJIbHBIMHU MO[LI/ICI)I/IKaLLHﬂMI/I, O6Hapy)K€HbI
My LIeJIOro psiia Apyrux 0o6beKToB, HarpuMep Y MHOTHX HH-
tysopuit (JKenepmon, 1970; IMoasiHckuii, OpsioBa, 1948;
Franceschi, 1964; Jollos, 1921) u 11BeTKOBbIX pacTeHUit
(Henderson et al., 2003). Bo Bcex 3tux ciyyasix HaGJI0-
JlaeTcs CXOJHAsi 3aKOHOMEPHOCTb: BO3HHUKIIME M3MEHEHHS
He HACJIEIOTCS NPY MOJOBOM PA3MHOMKEHHU, HO COXpaHs-
I0TCSI XOTSI ObI B HECKOJILKHX TTOKOJIEHUSX npu 0€eCIoJIoM.

Y pacTeHWil OMHCAHO $IBJIEHHE COMAKJOHAJNBHOH M3-
meHunBoctd (Evans, 1989; Hammerschlag, 1992; Larkin,
Scowcroft, 1981). Ero cyTb 3akmouaercs B BbICOKOM (he-
HOTHITHYECKOM Pa3HO0Opa3uM, HaOMIONaeMOM CpPEIH pe-
reHepaHToOB M3 KJeTOuHbIX KyJbTyp. [losmyuaembie mnpu
9TOM H3MEHeHHs1 KpalHe reTeporeHHbl. HekoTopble U3 HUX
HECTOMKH M OBLICTPO YTPAuMBAIOTCSl, HEKOTOPble CTAOMJIb-
HO HacJIeAyloTCd B psay MOKOJIEHHUH U MNpu BEreTaTuBHOM,
1 MIPH MOJIOBOM PA3MHOXKEHHH, @ HEKOTOPbIe CMIOCOGHBI CO-
XpaHsThCs UL MPH KaoHHpoBanuu (Bozorgipour, Snape,
1997; Dix, 1977; Hammerschlag, 1992; Wersuhn et al.,

Tabauya 2
ABTOHOMHbIE KJlaccu(PUKaMU U3MEHUMBOCTH, UCMOJIb3yeMble B COBPEMEHHON reHeTUKe *
Hx coBpemeHHble
[TpuHuun knaccudrKaumu OcHoBHble (POPMbI H3MEHUHBOCTH
CHHOHHMMbI
., Hacunencrennas —
[To HacneyemocTn pasnuunit
Henacnencrsennas —
Mo dakropam O0ycJioB/eHHast pa3Ho06pa3ueM reHOTUITOB [enorunuueckas
pam, OO6ycioB/IeHHAst 3aKOHOMEPHOCTAMK HHIAMBHLyaJIbHOTO Pa3BUTHS OHroreHeTnyecKas
onpeessioluM (GeHOTHIT N . .
OO0yciioB/IeHHAs! BO3ACHCTBUAMY BHELLHEH Cpe/ibl MonudrkaunonHas
Peasingyemasi NocpeiICTBOM TOUKOBBIX MyTallUi (TPaH3ULIMI, TPAHCBEP3H, Myrauuonnas™**
BCTABOK WJIM BbIMA€HUH HYKJIEOTHIOB)
Peasingyemast uepes HoBble COYeTaHUs HOCHTEJIEH TeHeTHYeCKOH HHopMaLlli
Peasinzyemast nocpejiCTBOM MOJIEKYJISIPHOH peKOMOHHALMH (TOMOJIOTHYHO,
[To mMosiekyisipHbIM rOMEOJIOTHUHOH, He3aKOHHOH, callT-creludUIecKoi U T. 11.) KomGunartupnas™**
MexaHu3Mam Peanusyemas uepe3 uamMmeHeHue KOMMAHOCTH HOCUTEJICH FeHETHUECKOM
HH(MOPMALMH ( SYTIJIOUUIO, aHIYTIJIOUUIO, aMIJIHPUKALMIO U T. 1. )
Peanuzyemasi nocpenctsom momucuxanmu JJTHK
Peasingyemast nocpeicTBoM MOAH(UKALIUH THCTOHOB dnureHeTHyecKas
Peanusyemast nocpenctsom masbix PHK
UT. L

* Mbl paccMaTpUBaeM U3MEHUMBOCTb KaK CIIOCOOHOCTb XKUBbIX CYLLLECTB H3MEHSAThCS B (hUJI0reHe3e Uin oHToreHese. Kaxknas us rpej-
CTaBJIEHHbIX B Ta0JiiLe GOPM H3MEHUUBOCTH OTPaAXKAET OIpe/ieJIeHHYI0 CTOPOHY 3TOH crioco6HocTH. Hanpumep, noa Hac/iecTBEHHOI
M3MEHUMBOCTBIO Mbl TIOHHMAEM CIOCOGHOCTb 2KUBbBIX CYLLECTB MPETEPHEeBaTh Pa3/IMUHOrO pojia Hac/e/lyeMble U3MEHEeHHs], T10jL OHTO-
PeHeTHYECKOH M3MEHUHBOCTBIO — CMNOCOGHOCTD XKUBBIX CYLLIECTB U3MEHSTHCS B CHJy 3aKOHOMEPHOCTEH HHIMBULyaJbHOTO PA3BUTHS,
N0/L SUI€HETHUECKON H3MEHUMBOCTBIO — CMOCOGHOCTD KUBbIX CYLLECTB PEryJIMPOBATh IKCIPECCHIO FEHOB U T. 1. JI100ble KOHKpPETHbIE
BapHaHTbl BO3HUKAIOLIMX H3MEHEHHI Mbl pacCMaTPUBAEM KaK PE3YJIbTaThbl COOTBETCTBYIOLUIUX CIOCOGHOCTEH.

** HexkoTopble akTopbl BHELIHEH cpeibl (HApUMep, pajualiist) OKa3biBalOT CYLIeCTBEHHOE BJIUsIHAE HA FeHOTUN opranuama. B sTom
cilydae peHOTHIT OTIPEIesIeTCs He BHELIHEH Cpelofl, a HHIyLMPOBAHHBIM €10 H3MEHEHHEM HaC/Ie/ICTBEHHbIX 3a1aTKOB. COOTBETCTBYIO-
111251 H3MEHYHBOCTD He SABJsAETCA MOAMMUKALMOHHOH.

##%  (O0a TepMuHa KpaiiHe paciibiBYaThl U TPeGyIOT yrouHeHust. Jlesio B TOM, YTO HEKOTOpPbIe MOJIEKYJIsipHble COOBITHS (HATIpUMep,
BCTpaHUBaHHE TPAHCIIO30HA B MPOMOTOP I'eHA) € TOUKH 3PEHUs MPOU3BOAMMOro 3dekra pacecMaTpuBalOTCs Kak MyTallMH, a ¢ TOYKH
3pEHHUst KOHKPETHBIX MEXaHH3MOB — KaK peKoMOHHAUMK. B 1aHHoil TabJiniie Mbl OTTaJIKMBAEMCsl OT MEXaHU3MOB.
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1988). HetpyaHo 3aMeTHTb, YTO H3MEHEHHS TMOCJEIHETO
pozia BIMOJIHE COOTBETCTBYIOT MTUTENbHBIM MOAU(PUKALIHSIM.

MsBectnbl v 6GoJsiee cjaoxkHble NMpuMepbl. B uacTHoc-
TH, pe3Koe H3MeHeHHe MHHEPAJIbHOTO MUTAHUS BbI3BIBAET
y TIPOPOCTKOB JIbHA HATIPaBJEHHbIE AHOMAJIHH, CMIOCOOHBIE
COXPAHSTBLCS B HECKOJIBKUX TOJIOBBIX MTOKOJEHHUsIX. B aJb-
HelllIeM MoJydeHHble aHOMaJIMH, KaK MPaBHJIO, 3aTyXaloT
¥ B KOHEUHOM HMTOTe MOTYT HCUe3HYTb MOJIHOCThIO. [JlaH-
Hoe siBJienye 6b1J10 Ha3BaHo renorpodueit (Durrant, 1962;
1971; Evans et al., 1966). Cxontble 3¢hheKThl, BbI3BaHHbBIE
TEeMIEePaTYPHBIM CTPECCOM WM HEMYTAreHHbIMH XHMHYEC-
KHMU CO€JMHEHUsIMU, OGHApyKeHbl Y apo3odubl (CBeT-
JoB, Kopcakosa, 1962; Xecun, Bauikupos, 1979; Jollos,
1934) u HeKoTOpBHIX LBETKOBBIX pacTenuil (MaxmymnoBa
u 1p., 2012; Hoffman, 1927).

Y MHOTHX KHBOTHBIX OMMCAHbl COMATHUECKHE MYyTallUH.
C ofHOH CTOPOHEI, TI0 CBOEH MOJIEKYJISIPHOH MPHUPOJe OHH
OTHOCSTCST K UMCJYy KJIACCHUECKMX HAC/IEeCTBEHHBIX H3Me-
HEHUIl W, B TIPUHLIUIE, MOTYT COXPAHAThCS HEOTPAHHUEHHO
JIOJITO KaK B KJIETOUHbIX, TaK H B KJIOHAJbHBIX TTIOKOJEHHUSX.
C npyroil CTOPOHBI, Te K& CaMble COMaTHUECKHE MyTaluH
SIBJSIOTCA THITMUHBIMM MPUMEPAMH HEHACEACTBEHHBIX W3-
MeHEeHHH, MOCKOJIbKY MOJIOBOMY MOTOMCTBY He TMepealoT-
cst (y XKUBOTHBIX COMATHUECKHE KJIETKH YeTKO 060COB/eHbI
OT KJIETOK 3apOJIbIILIEBOTO MyTH ).

OueBHIHO, UTO B KaXKJIOM H3 MEePEUUCIEHHbBIX BbIIIE SB-
JIEHUH COUeTaloTCsl 3JeMEHThl U HACJIeCTBEHHOH, U HeHa-
CJI[ICTBEHHO! U3MEHYHBOCTH. TakuM 06pasoM, Bce OHH HO-
CSAT MPOMEXKYTOUHBIH XapakTep. Tem He MeHee, 10 CHX MOp
B FreHETHUECKOH JIMTepaType HX PACCMaTPHUBAIOT B KauecTBe
MPHUMEPOB HEHAC/EICTBEHHON H3MEHUYMBOCTH. BoaHuKaeT
BIOJIHE €CTeCTBEHHBIN Bompoc: mouemy? Takast Tpaauiius
obycsioBseHa Tpemst TNpuuHHAMHU. Bo-mepBbiX, aeseHue
M3MEHUMBOCTH HA HACJEICTBEHHYIO M HEHACJEACTBEHHYIO
CUYHTAIOCh HACTOJILKO OOLIENPH3HAHHBIM H HECOMHEHHBIM,
uTO JI0ObIE SIBJEHHUS, MMEIOLIHe MPOMEKYTOUHBIH Xapak-

Tep, MOATOHSIIH, XOTSI U C TPYAOM, TOJT 3TY KJIaCCH(HUKALHIO.
BO-BTOprX, MHOTHE FBJCHUsST TIPOMEXKYTOUHOI'O XapaKTe-
pa BO3HHKAIOT MOJ JeficTBHeM (PaKTOPOB BHEIUIHeH cpe-
Jbl U TTOTOMY BOCIPUHHUMAIOTCsA KakK HEKHE Mozmo})nxaunn,
a OHH, M0 KJIACCUYECKUM IPE/CTaBJIeHHSIM, HAc/Ae10BaThCs
He JIOMKHBL. M1 B-TpeThHX, BCe 3aKOHOMEPHOCTH (hopMaJb-
HOH FeHeTHKH U3HAYaJIbHO OblJIN BbISIBJEHDI Y 9YKapHuoT 1pu
aHaJiM3e [I0TOMCTBA, [10JIy4eHHOr0 110JI0BbIM NyTeM. 1To3To-
My BOMPOC O HACJIELYEMOCTH JIIOOBIX H3MEHEHUH ObIJI0 NPH-
HSITO pellaTb UMEHHO FTHOPUL0JI0rHUecKUM MeTo1oM. M ecau
OKasbIBaJOCh, YTO T€ WJIKX UHbIC U3MEHEHHUs HE TepelatoTCs
Mpu CKpeUIMBAHUH TTI0JI0OBOMY IMOTOMCTBY, HUX C MOJIHOH yBe-
PEHHOCTBIO KBAJTH(PUIHPOBAIH KaK HeHACAeyeMble.

Ceropust mogoGHbIH MOAXOA y2Ke HerpreMieM. O6cy:xast
BOIPOC O HACJIeAYyeMOCTH KOHKPETHOIO U3MEHEHHUS], He06XO0-
JIMMO OTYETJIMBO Pa3rpaHHUMBATL TPU MapameTpa:

l. crnocoGHOCTb M3MEHEHMsT NepeaaBaThbesl MOJ0BOMY IO-

TOMCTBY;,

2. crnocoOGHOCTb U3MEHEHHUs TlepelaBaThest GECToNoMy T10-

TOMCTBY;,

3. crernenb CTaGUILHOCTH IAHHOTO H3MEHEHHSI.

Takum o6pa3oM, ¢ TOUKH 3peHHsT HAC/IELYEMOCTH PasJIt-
Ui MOXKHO BBIIENTB, MO MeHblIIel Mepe, 6 popM H3MeHUH-
BOCTH (TabJ1. 3). KpaTKo paccMOTPUM Kax<Iyto U3 HUX I10 OT-
JIeJILHOCTH.

CmaburbHo-HacAOCMBEHHAS USMEHHUUBOCTTb. Pa3-
JIM4Usl, XapakKTepHbie [Jisd 3TON Cl')OprI HU3MEHYUBOCTH,
HE3aBUCHMO OT HX KOHKPETHOH MOJIEKYJNAPHOH TPHUPO/IDI,
CTMOCOOHBI CTAOU/IBHO HAC/IENOBATLCSA B PALY MTOKOJICHHH KaK
npu 6ecrnoJjioM, TaK U MpH MoJ0BOM pasMHoxkeHuH. Jlannoe
sIBJIEHHE MO CBOeH ()eHOMEHOJIOTHH TOJHOCTBIO COBMAAAET
C KJIaCCUYECKON HAC/1eACTBEHHON H3MEHYUBOCTBIO H IOTOMY
He TpebyeT 6oJiee MoAPOoGHOro omucanusi. OTMETHM JIHIIb,
4TO B COOTBETCTBHHU C COBPEMEHHLIMU TMPEACTABJICHUAMH,
B OCHOBE TaKOH U3MEHYHMBOCTH MOXKET JieXKaTb OY€Hb LIH-
POKHI CTIEKTP MOJIEKYJISIPHBIX COOBITHH, OT pPa3HOOOPa3HbIX

Tabauya 3
PasHooGpa3sue Gpopm U3MEHUUBOCTH, KNACCU(DULIUPYEMBIX O HACTENYEMOCTH Pa3anumii
CriocoGHOCTb Pas/IMuKil MePEeIaBaThCsi TOTOMCTBY MPH MOJOBOM Pa3MHOKEHHH
+ —
[TapameTpnbt " "
HAC/IEIYeMOCTH CriocoGHOCTD pas/HuHii TlepeaBaThest CriocoGHOCTD pas/HuHii epeaBaThesi NOTOMCTBY
MIOTOMCTBY MPH GECTI0JIOM Pa3MHOKEHHH 1pH GeCroNoM pa3MHOKEHHH
+ — + —
CrabuiIbHO-HACIeACTBEHHAS] AcexcyasbHast cTabUIIbHO-Ha- Heo6parumas nena-
M3MEHUYNBOCTb™ (KJIaccHuec- CJleICTBEHHAs] H3MEHUMBOCTD CJIeACTBEHHAs U3MEH-
KHe PUMepbl HaCJ/IeACTBEH- coMaruyecKue MyTaLuH, CTOM- 4MBOCTb (MOP(O3bI
Bricokast IpUMEp Hewunsgectna ( YTatlH, (Mopdose,
HOIl U3MEHUMBOCTH He3a- KHe JUIMTe/IbHble MOAN(HKALIIH, HEKOTOpbIe BUJIbI
CTa6uIbHOCTD BHCHMO OT MX KOHKPETHBIX HEKOTOpbIe NIPUMEPbl COMAK/O- | TepMHHAJIBHOH Audde-
pasuupi MOJIEKYJISIPHBIX MEXaHU3MOB ) HaJIbHOH H3MEHUHBOCTH ) PEHLIMPOBKH )
HecrabumibHo-HacJien- AcexcyasbHast HecTabuibHO- | OOGpartumast HeHaces-
CTBeHHast M3MEHUMBOCTD HacJleICTBeHHAsl H3MEHUMBOCTL | CTBEHHAs! HK3MEHYHBOCTh
Huskas HewussecTHa
(reHOTPOGHS U CXOIHBIE (TocTenenHo yracatouye JUiM- | (Kiaccuueckue aaanThuB-
C Hell sIBJIeHMS ) TeJIbHble MOJH(UKALMH ) Hble MOJU(UKALNH )
* B ckoGKkax npeactaBiieHbl TPUMePhl COOTBETCTBYIOLIUX SBAEHUI
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TOUKOBBIX MYyTalMil 10 CTOHKHX M3MeHEeHHI KoH(opMaluu
6eskoB (Ayspbax, 1978; Muponosa 2010; Uypaes, 2010;
Richards, 2006; Walbot, 2000).

Hecmabuavro-racaiedcmBeHHas U3MEHUUBOCM.
[1aBHast oT/iMYUTE/NbHAST OCOOEHHOCTL ITOTO SIBJECHUS —
CpaBHUTEJIbHO HEBbLICOKAas CTaOUIBHOCTD BO3HHUKAIOUIUX U3-
MEHEHHH MPH UX MOTEHIHAIBHON CITOCOOHOCTH TepeaBaTh-
Cd IMMOTOMKaM Kak I10JIOBbIM, TaK U 6ecrnoJbm IMyTEM. 3Il€Cb
HEOOXOJIMMO CIelMaNbHO OCTAHOBUTCSI HAa TOM, YTO MMOHH-
MaTh MOJ «CPABHUTEJNbHO HEBBICOKOH CTAGHJILHOCTBIOY.
33 peAKUMHU UCKJ/IIOUYEHHUTAMU, TAKUMH KaK MPOTSKEHHbIC
JleJIelMU, Hac/iellyeMble U3MeHeHUsT He ObIBAlOT abCOJIOTHO
CT86I/I.HbeIMI/I, [MOCKOJIbKY BO3MO2KHbI PE€BEPCHH, XOTsl Obl
v enuHuyHble. MHorna BeposiTHOCTH peBepcHil BechbMa Be-
auka. Hampumep, nncepuun JIHK-Tpancrosona Ac pe-
BEPTHPYIOT Y KYKYPYy3bl B KJIETKAX IHJOCIEPMa C YaCTOTOH
JI0 HECKOJIbKHMX MPOLIEHTOB 3a 0j1HO jiesieHne (Kunze et al.,
1997; Walbot, 2000). Tem He MeHee, 1aXke uepe3 MHOTO Jie-
CSITKOB MOKOJIEHH UCXOoAHast MHCEPLUs COXPaHSIETCsAy HEKO-
TOPBIX TOTOMKOB B CBOEM H3HAYa/JbHOM, CTPOrO HEU3MEHHOM
BHUJIE. TaKy}o M3MEHYUBOCTb MOXKHO CUMTATh CTAOUJIbHO-Ha-
caeacTBeHHOH. B ciyyae HecTabuIbHO-HAC/EICTBEHHON
U3MEHYHUBOCTH BO3HHUKIICE H3MEHEHHE COXPaHsIeTCs JIUIIb
B HECKOJIbKHX IMOKOJIEHHAX, a 3aTe€M HAYUHAET IMOCTEIEeHHO
ocsabeBaTh M B KOHEYHOM MTOTE YTPAUMBAETCS MOJHOCTbIO.

Jlannoe siBjieHue uecaeoBano Kpaiite cnabo. B yacr-
HOCTH, 10 CHUX TOP OCTACTCH HEsACHBIM, KaKhe MEXaHU3Mbl
JIeXKaT B ero ocHoBe. Bo3MoxkHO, 3TO HeKHe oGpaTHMble
nepectpoiiku renoma. [lesio B Tom, uto Hanbosiee cTabUIIb-
HbIE I‘QHOTpOCbe JibHA OTJIMYAIOTCSl OT HOPMbI KOJTUHECTBOM
sneproit JIHK, B Tom uncie — KOMUAHOCTBIO MHOTHX MOB-
Topsitoluxcs nocaenoparebHocteit (Cullis, 1973; 2005).
KaK MOKa3bIBAIOT HCCJACN0BAHUA Ha pPa3HbIX MOJEJIbHBIX
00beKTax, NojoOHble W3MEHEHHUS, JNEUCTBUTEJbHO, HHJLY-
uupytotes crpeccom (PartHep, Bacunbera, 2000; Bassi,
1991; DeBolt, 2010; Fogel, Welch, 1982; Grandbastien,
1998; Hastings et al., 2000; 2009; Johnston, 1996; Natali
etal., 1995; Tani et al., 2008) u, B npuHIMMEe, MOTYT COXpa-
HATbCS B psifly rokoJsieHuil. Ho o6bluHO OoHM He 00/1a4at0T
BLICOKOH CTAOWJILHOCTBIO, M MOCJE NPeKpalleHHus JeHc-
TBHUS CTPECCOBOTO (PAKTOPa CTPYKTypa reHoMa TOCTeNeHHO
HopMaJsiuayetcs. BriosiHe BeposiTHO, UTO UMEHHO TaKHe CO-
ObITHSI U SIBJISIIOTCSI OCHOBOH HeCTAaOWJIbHO-HACJ/E/ICTBEH -
HOW M3MEHYHBOCTH. BnqueM, HEJIb3s1 UCKJIOYATb U Ipyrue
MEXaHHU3Mbl, HANIpUMEpP, HEKWE HAlIPABJICHHbIC SMTUTCHETH -
UeCKHe U3MeHEeHHs!, BO3HUKAIOIIUE MOJl IeHCTBHEM CTpec-
COBOTO (DaKTOpa W 3aTeM MOCTENEHHO 3aTyXalollue B psjLy
MOKOJICHUH.

Acekcyaroras cmadburbHO - HACAEOCMBEHHASL UBMEH -
yusocmo. JIns 3Tol (HOpPMBI H3MEHUMBOCTH XapaKTepHbI
pasJjndusi, 10CTATO4YHO cTabu/IbHbIE B psity MUTOTHYECKHUX
MOKOJIEHUH, HO He CINOCOOHbIE HAC/EOBATLCS MOJIOBLIM
nyteM. [Togo6HOro poga H3MEHUMBOCTL MOXKET ObITb 00YyC-
JIOBJIEHA JIByMsl COBEpIIEHHO pa3HbIMH TpuuvHamu. Tak,
coMaTudeCKne MyTalkru Yy BbBICHIUX 2KUBOTHBLIX TIO0JIOBOMY

MOTOMCTBY He MepealnTcsi, MOCKOJbKY 3aTParuBaioT CoMy,
a He 3apOJIbILIEBBIH MyTh, U TEM CAMbBIM (DU3UUECKH HE MOTYT
0KazaThCsl B ramerax. B JlaHHOM c/lyuae BaxKHa He MPUPOJA
M3ydaeMbIX H3MEHEHHH, a Creln(UKa KIeTOK, B KOTOPBIX
OHM BO3HMKaIOT. CXOIHOE SIBJIEHHE OMKUCAHO Y HH(Y30PHi.
HecmoTps Ha CBOIO OJIHOK/IETOUHYIO OPTaHH3ALMI0, 3TH MTPO-
TUCTBI HMEIOT ¥ COMY, M 3aPOJIbILIEBLIH MyTh (MAKPOHYKJIEYC
1 MUKPOHYKJIEYC, COOTBETCTBEHHO). VI3MeHeHusi, Bo3HHKa-
IOlIHe B TeHETHUECKOM MaTepuaJjie MaKpOHYyKJIeyca, Crnocot-
Hbl CTAOWJILHO COXPAHSITHCST B MUTOTHUECKHUX MOKOJIEHHUSIX,
HO He MOTYT HaCJIeIOBAThCs MPH MOJIOBOM Tpoliecce (Mak-
POHYKJIEyC MojIBepraeTcsi B Meio3e MoJIHOMY paspyllieHHIo;
cm. Betermier, 2004).

CoBepliIeHHO MHas TPUUKMHA JIEXKHT B OCHOBE aceKcyalb-
HOM cTaOUJIbHO-HACAEACTBEHHOH U3MEHYMBOCTH, HAOJII0/A -
eMOl MPH CTORKHX JJIUTEJIbHBIX MOAU(DUKALIMSIX WK CPEIH
pacTeHuii-pereHepaHToB. BeposiTHee Bcero, 3To HEKHe MU -
FEeHETHYECKUE H3MEHEHHsI, CTaOU/IbHBIE B MUTO3€, HO MOJI-
HOCTbIO yTpaunBaembie B Metio3e (Dix, 1977; Kaeppleret al.,
2000; Miguel, Marum, 2011; Paszkowski, Grossniklaus,
2011). OnrH 13 BOBMOXHBIX MEXAHU3MOB — METHUJIHPOBA-
HHe THCTOHOB. Takas runoresa onupaeTcs Ha CJeayiolIHe
(hakThbl. ¥ MHOIHX LBETKOBBIX PACTEHHI YMEPEHHOrO Mosica
MPOJIOJKUTENBHOE JIEHCTBHE X0J10/1a HA CEMeHa, JIYKOBHIIbI,
KJyOHH, TPOPOCTKH H T. IT. CMIOCOOCTBYET O0JIee PAHHEMY I1e-
pexony k usetenuio (Henderson et al., 2003). Tot heroTn-
MUYeCcKuil 3PPeKT COXPaHsIeTCs1 y MPUBHUBOK, BEreTATHBHBIX
MOTOMKOB W JIaXKe PaCTEeHWi-PEreHepaHTOB, HO TMOJOBOMY
notoMcTBy He nepenaercsi. Cyas 1o pesyJibTaTaM HCCJIeN0-
BAHUHA Ha apaOMJIOTICUCe, TVIABHYIO POJIb B PEryJIsilUHU OT-
BeTa Ha XoJsiofl urpatot renbl FRI w FLC (Burn et al., 1993;
Henderson et al., 2003). B kieTKax, noJBe pruyThiX AJIHTEb-
HOMY BO3JIEHCTBHIO X0JI0/1a, TIPOMCXOJUT TPOHHOE METHJ/IU-
poBaHue TUcTOHa H3, uTo BesleT K MojIaBleHNI0 SKCIPECCHH
reta FLC v B uTOre — K YCKOPEHHOMY 3aMyCKy LIBETEHHS
(Bastow et al., 2004). TpumeTHIMPOBAHHOE COCTOSIHUE JIaH -
HOTO THCTOHA CTAOMJILHO BOCIPOU3BOIUTCS B Psijly MUTOTH-
yecKHX MoKoJeHui Osaronaps 6eaxkoBomy kKommekey PRC2
(Crevillen, Dean, 2010; Kim et al., 2009), Ho noJHocTbiO
YTPAuUBAETCST U B XKEHCKHX, U B MYKCKHX rameTo(urax,
MOCKOJIbKY B MeH03€ 3TOT KOMILIEKC He (DyHKIHOHHPYET
(Choi et al., 2009; Sheldon, 2008). beayc/10BHO, BO3MOXKHbI
U JIPyrue SMUreHeTHYCCKHe MeXaHU3Mbl, PUBOJISIIHE MPH-
MEPHO K TaKo# »Ke PeHOMEHOJIOTHH.

Acekcyaronas HecmabUuAbHO-HACAEOCMBEHHAS US-
MeHuusocmo. JlaHHas gopMa M3MEHUHBOCTH OJIM3Ka K
NpeAbIIYIIeH, HO OTJIHUAETCS OT Hee OJIHUM CYlleCTBEH-
HBIM HIOAHCOM — CPAaBHUTEJbHO HEBBICOKOH CTAOUJIBHOC-
TbIO BO3HUKAWOIIMX H3MeHeHHH. COOTBETCTBYIOLIHE pa3-
JIMUUS HACJIEIYIOTCS JIUILb GECMOJIBLIM MyTeM, NOCTENEeHHO
yracaroT U B HTOT€ yTPAUMBAIOTCS MOJHOCTHIO. TUMHUHbI
MpUMep — HECTONKHE JJIUTEeJbHbIe MOAH(pUKALMH, HH-
JyUHpyemMble CKYAHbIM nuTanuem y nacduuii (Woltereck,
1911). MexaHu3mbl MoJOGHBIX SABJECHUH MOKA HEM3BECT-
uol. [Ipeanosaraior, 4to 3TO HANpaBJjeHHbIE H3MEHEHHUSI
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uuronyasmbl (Jollos, 1935), He cnocoGHbIe MeperaBaThes
MOTOMKaM Yepe3 MeH03 U MeJJIEHHO yracarollue B psiy
MUTOTHYECKHX TTOKOJICHUH.

Heobpamumas HeHacaeOcmsenHas UMEHYUBOCHTb.
Jlnst 3Toro ABeHHs1 XapaKTepHbl (heHOTHITHUECKHE H3Me-
HEHHS, CITOCOOHbIE CTAOU/IBHO COXPAHATLCS B OHTOreHese,
HO He HacJie[lyeMble HHU TOJIOBbIM, HH O€CMOJIbIM TyTeM.
Slpkuii mpumep — pasHooGpasHble MOpo3bl (CTaOUb-
Hble HeaJanTHBHble HeHac/elayeMble HaMeHeHus). [lo-
J0GHbIe COOBITHS MOTYT BO3HMKATh crioHTaHHo (YamoB
u gp., 2004), Ho 0ObIYHO OHM MHIYLHMPOBAHbI KAKMM-JIH-
060 CTpeccoM, HampuMmep, BBLICOKOH TeMnepaTypod WJH
antuouorrkamu (Breugel et al., 1975; Goldschmidt,
1945; Hoenigsberg, 1968; Queitsch et al., 2002).
[IpunATO CUMTATh, UTO B YCIOBHUSX KECTKOTO CTpecca Mpo-
MCXOJIUT KPATKOBPEMEHHDIH COOM B KCMPECCHH F'€HOB, MPH-
HUMAIOLIMX y4acTHe B KOHTPOJe pa3BuTHs opranuama. Of-
HaKO OH MPHUBOJUT K MOP(O3y TOJIBKO B TOM CJydae, Korja
3axBaueHa omnpeJiesieHHasi CTaJusl OHTOTeHe3a, KpUTHUeCKast
JJ1si (hOPMUPOBAHUS JIAHHOTO MpHU3HaKa. Tak, reHOTHNH-
UeCKM HOpMaJibHble JIMUMHKK JPO30(HUIIbI, MOTPEOJISIONINE
nuuly ¢ 106aBKOK HUTpaTa cepeOpa, pa3BUBAIOTCA B HMArO
C 2KEJITBIM 1IBETOM TeJ1a, U 3aTeM 3TOT MPU3HAK OT MHILH yXKe
He 3aBucut (Panonoprt, 1939; Di Stefano, 1943). Ho ecsn
JIMUUHKH MTOJTyYat0T OOBIUHYIO MUILLY, BET TeJla OKa3bIBAETCS
HOPMaJIbHBIM, T.€. CepPbIM HE3aBUCHUMO OT XapaKTepa MuTa-
HUsl UMaro. B JaHHOM c/yuae 4yBCTBHTEJIbHA TOJILKO JH-
UMHOUHAS CTA[Ms, 8 HUMEHHO — TepBbIH W HAYa/Jl0 BTOPOTO
Bogpacra suunHKkH (Hemat, Seminani, 2003).

Hexotopble cTpeccoBbie (hakTOpPBI IEHCTBYIOT HAMTPABJIEH -
HO, BbI3bIBAsi OJIMH U TOT K€ THIT MOP(O30B C OY€Hb BHICOKOH
yacrotoit, 1o 100 % (Di Stefano, 1943). Hekotopble npuso-
JAT K ILIMPOKOMY CMIEKTPY MOP(O30B 1 HMEIOT MPH 3TOM CpaB-
HUTEJIbHO HHU3KYI0 3ddekTnBHOCTL (Queitsch et al., 2002).
Takum oOpasom, HeCcMOTPsi Ha OOLIHOCTb (DEHOMEHOJIOTHH,
pasHble MOP(O3bl OTJIUUAIOTCS CBOMMH MEXaHU3MaMH.

[ToHsTre «MOP(03» 0OBIYHO HCMOJBL3YIOT MO OTHOIIEHHIO
K 2KUBOTHBIM. OJIHAKO TIOX02KHE COOBITHS HETPYJHO OOHApY-
JKUTb U Y IPYTHX 00BEKTOB, BKJIOUasi MUKpoOpraHuambl. Ha-
NPUMEP, Y HEKOTOPBIX MYTAHTOB JIPOXKIKEH-CAXapOMHUIIETOB
OCMOTHUECKHI CTpecc 3aryckaeT Mporpammy CriapUBaHHs:
KJIETKA 3aMETHO OKPYTJISETCS, TIPEKpAaLIlaeT ISTUTHCS U B HTO-
re ocranasiupaetcst Ha craauu G, (O’Rourke, Herskowitz,
1998). EauHCTBEHHBIN BO3MOXKHBIN BBIXOJ, U3 9TOIO COCTOSI-
HUS — THOPUAM3ALMS C KJIETKOH MPOTHBOMOJIOXKHOTO THIA
cnapuBannsi. B pesynsrate oOpasyeTcsi oObluHas 3Urora,
Jlalolast Haualo HOBBbIM TOKOJIEHHSIM KjeToK. Ee motomku
KaK MUTOTHUECKHE, TaK ¥ MEHOTHUECKHE TOXKe JEMOHCTPH-
PYIOT HOPMaJIbHYIO CMIOCOOHOCTD K JIEJIEHHIO, UTO YKa3bIBAET
Ha HEHACJIE/ICTBEHHbIH XapaKTep HHIYIIHPOBAHHOTO CTPECCOM
cocrostnust. [ lono6GHbIe COOBITHS BIOJIHE COOTBETCTBYIOT MOP-
(ho3am: BO3HMKAIOLIHE U3MEHEHUS CTAOUJIbHBI B OHTOT€He3e,
MMEIOT HeaJlanTHBHbBIH XapaKTep U He HACJIeIyI0TCS.

HexoTopble BHABI TepMHMHAIBHOH AH((EpeHIHPOBKH
(B 4aCTHOCTH, CO3PEBAHNE SPUTPOLIUTOB Y MIECKOMUTAIOIIMX

W (POPMHPOBAHHE COCY/IOB Y 1IBETKOBBIX PACTEHHIH) TOXKE
COTIPOBOJKIIAIOTCST HEOOPATHMBIMH HEHACJ/EIyeMbIMH  U3-
MeHeHusiMU. TakuM 06pasom, MposiBJEHUsT AAHHOH (OPMBI
M3MEHYHBOCTH M MEXaHH3MBI €€ peajin3allii BecbMa pagHo-
00pasHbI.

Obpamumas HEHACACOCMBEHHAS USMEHUUBOCMb.
Paznuuusi, o6ycioBieHHble 3TOH (OPMOH M3MEHUHBOCTH,
He CrOCOOHBI TepeiaBaThesl CAEIYIOUIUM MOKOJNEHHUIM H,
K TOMYy »Ke, JIeTKo o6paTuMbl B OHToreHese. Yaiie Bcero
B OCHOBE NMOAOOHBIX PA3/IHUUH JIeXKAT HeCTaOUJIbHbIE U3Me-
HEHHUsT SKCTMPECCHH TeHOB, He 3aTparuBalolliie CTPYKTypy
reHeTHUeCKOro MaTepuana. OxHako Berpedaiotest U 6ojee
CJI0XKHbIe cuTyallnd. Hanpumep, o-THIT ciapuBaHus y 1poK-
JKell-CaxapOMHIIETOB MOXKeT KPaTKOBPEMEHHO MEHSIThCS
Ha MTPOTHBOMOJIOXKHBIN B Pe3ysbTaTe YCIElHo pernapupye-
mbix nospexaenuit JIHK (Crenuenkosa u ap., 2009). Tou-
HO TaKHe >Ke MOBPEXKIeHHs], He TO/BEPTILINecs penaparuH,
CTOCOGHBI TIPUBOJIMTL K CTAOUJIbHBIM H3MEHEHHSIM TeHOTH-
Ma U TeM CaMbiM — K KapJHHaJbHO HHOH (PeHOMEHOJIOTHH.
Takum 006pa3om, paccMOTpeHHas HaMH KJaaccHdUKalUs
M3MEHYHBOCTH OTpaXKaeT JIMIIb Cyry60 BHEILIHHE aCMeKThl
SIBJICHUS U HE CBSI3aHa HU C UCXOJIHBIMH MOJIEKYJITPHBIMH CO-
ObITHAMM, HU C (PAKTOPAMH, HETOCPEACTBEHHO JIEXKAIIUMH
B OCHOBE PasJIMyMil.

SAKJIIOHEHVE

Kpusuc TpamiuUMOHHBIX NpelcTaBjieHuil 06 H3MeHUM-
BOCTH 00YCJIOBJIEH M3HAYAJbHO HEBEPHOH HIeEH O TOM, UTO
HACJ/IElyeMOCTb Pa3/IMUUil, UX MOJIEKYJSIpHble MeXaHH3Mbl
1 (DaKTOpBI, JexKallne B OCHOBE 3THX Pa3jHuMil, TOJIKHbI
o4eHb TECHO KOppesaupoBath Mexay coboi. Ha camom ke
JieJie, KeCTKOH Koppessiiny HeT. COOTBETCTBEHHO, KaXK/IbIH
U3 MePEeYUCICHHDbIX aCleKTOB M3MEHYHBOCTH HEeOOXOAUMO
paccMaTpuBaTh CTPOro 10 OTAEJNBLHOCTH, W JUll KaxKIoro
13 HUX HY2KHA CBOS KJ1acCU(HUKALIHUS.

B nacrosilefl cratbe Mbl [1POBeJsH 1OAPOOHDLIH aHaIu3
JIMLD OJHOTO M3 HCIOJIb3YyeMbIX B FeHETHKE aclleKTOB H3-
MEHUMBOCTH, 8 HMEHHO — HACJIeLyeMOCTH (PeHOTUITHIECKHX
pasnuuuii. Mbl 1okasanu, yTo 3TOT aCHEKT HEOJHOPOJEH.
On oxBaTbIBaeT Kak MHHUMYM TPH aBTOHOMHBIX MTapaMeTpa:
CI10COOHOCTL U3MEHEHUH MepeiaBaThCsl 0JI0BOMY 10TOMC-
TBY, CIIOCOOHOCTb HM3MEHEHHH TMepelaBathess OeCrnosoMy
[I0TOMCTBY, a TakxKe CTeleHb CTaOUJILHOCTH BO3HHKAIOLINX
uamenenuii. Takum oGpazom, OoJiee yeM CTOJIETHsS Tpa-
JULKST NOJpasfiessiTh U3MEHUYMBOCTb HA HACJEACTBEHHYIO
Y HEHACJ/ICACTBEHHYIO HYK/IAeTCsl CErOfiHs B CYLLECTBEHHON
Jletajuzatuu (Tabi. 3).

Hasozkenne pasubIx kaaccHHKalHUi APYr Ha Apyra LIH-
POKO IIPUMEHSIIOT [TPH ONUCAHHU MeHETHYECKHUX s1BJIeHH . SIp-
KUM [TPUMEPOM MOTYT CJIyKUTb Pa3/iMuHble MyTauuu. Kak ns-
BECTHO, CYIIECTBYET MHOXKECTBO KJIaCCH(UKALMI MyTallHil:
110 MOJIEKYJISIPHOI IPUPOJIE, 110 MTPOSIBJICHUIO B FeTEPO3UTOTe,
10 CLEMJIEHHIO C TTOJIOM, MO TPOU3BOAUMOMY 3(DDEKTY U T. 1.
(OKumyse, 2002; Wure-Beuromor, 2010 6; Jlo6Gaiios,
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1964; Ayala, Kiger, 1984). M1 Bce 0HH MpaKTHUECKH TTOJHO-
CTbIO He3aBHCHUMBI ApyT oT Apyra. [TosTomy, naBas onucanue
KOHKPETHOH MyTalluM, TeHEeTHK KOMOMHHMPYeT HEeCKOJbKO
pasHbIX KAaccudukaiyi. Buacrtnocty, B rene quakingy mol-
1eil HyKJIeOTH IHAsT 3aMeHa gk ™ siBjisieTcst TOUKOBOH periec-
CUBHOU ayTOCOMHO# JieTasnbHol MyTatdei (Chen, Richard,
1998). CxonHbiM 06pa3oM HY»KHO OTIHCHIBATH M M3MEHUM-
BOCTb. Hampumep, y apoxkei-caxapoMULETOB 3JUMHUHA-
uus [PSI]-akropa noj edcTBUEM I'yaHHIHH THAPOXJI0pHIA
(Mure-Beutomos u 1ip., 1988) siBnsieTcs pesy/braToM cra-
GUIILHO-HAC/IEACTBEHHOH MOAM(HKALIHOHHON H3MEHUMBOCTH
MOCPE/ICTBOM M3MEHEHHsT KOH(popMalln OesikoB. A cozpeBa-
HHE PUTPOLIUTOB Y MJIEKOTUTAIONINX — pe3yJbTaT Heobpa-
TUMOH HEHACJIEACTBEHHOH OHTOMCHETHYECKON H3MEHYHBOCTH
I0CPECTBOM 3BaKyaLH sipa.

BesycsioBHo, 6b110 Obl OLIMOKOH YyTBEPKIaTh, UTO pas-
Hble KJIACCH(PHUKAIMY H3MEHUMBOCTH a0COIOTHO HE3aBUCH-
Mbl. MKy HEKOTOPBIMH U3 HUX CYLLIECTBYIOT OTpeie/IeHHbIe
Koppesisityi. B uacTHOoCTH, reHOTHTHYeCKas H3MEHYMBOCTh
JIOCTaTOYHO TECHO KOppeJ/IHpyeT CO CTaOWJIbHO-HaCJe/C-
TBEHHOH, a MOAH(HUKALMOHHAsT — C 0OPaTHMOH HeHAC/Ie/C-
TBeHHOH. OJIHAKO BCE 3TH KOPPEJSLHU He aOCOMIOTHBI, YTO
CBUJIETEJILCTBYET 00 aBTOHOMHOCTH Pa3HbIX KjacCH(HUKa-
1Mi (aBTOHOMHOCTb He 03HAuyaeT MOJIHOH He3aBUCHMOCTH ).
Mmenno B TakoM Mojxoje K OMMCAHMIO M3MEHUMBOCTH 3a-
KouaeTcst (pyHAaMEHT HOBOH MapajurMbl, MO3BOJSIONIEH
YHTH OT HEOCTATKOB TPAJUIIMOHHON KOHLICTILIHH.
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CRISIS OF THE TRADITIONAL VARIABILITY CONCEPT:
ON THE WAY TO A NEW PARADIGM

Tikhodeyev O.N.

% SUMMARY: The traditional concept of variability meets a lot of
contradictions. These contradictions could be successfully overcome,
when such variability aspects as a molecular nature of varieties, their
heritability, and the factors directly determining organism pheno-
type, are clearly distinguished. The partition between hereditary and
non-hereditary variability also needs correction since multiple inter-
mediate phenomena are known. A more detailed classification is sug-
gested, which reflects three autonomous aspects of heritability. This
approach could be used as a basis for a new paradigm in the notion of
variability.

% KEY WORDS: variability classification; new paradigm; dauermodifica-
tions; genotrophs; terminal differentiation; somatic mutations; morphoses.
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