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KINACCUDPUKALNA USMEHYNBOCTU MO ®AKTOPAM,
ONPEAENAIOLLVM ®EHOTUN: TPAOAVULUMNOHHDBIE B3rnaabl
N NX COBPEMEHHA{1 PEBU3UA

BBEJJEHVE

Muorue JIJaHHbIE, TOJIyYeHHbIE COBpeMeHHOﬁ I‘eHeTl/lKOﬁ7 He YKJIaJAbIBatOTCs
B paMKH KJacCHYeCKHX MpeJacTaB/IeHHI 00 H3MeHUMBOCTH. B yacTHoCTH, OKasa-
JIOCh, UTO HEKOTOpblE MOJU(PUKALIMH CTIOCOGHBI CTAOUIBHO HACJEI0BATLCS B PSLY
nokosienn#t (JKenepmon, 1970; Muponoa, 2010; Henderson et al., 2003),
a HEKOTOpbIE€ HAPYUICHHSsT CTPYKTYPbl FEHETUYECKOI0 MaTepuadJia, HalpoTuB, MpH-
BOJIAAT K HEHAC/IelyeMbIM H3MeHeHusM enotuna (Inge-Vechtomov, Repnevskaya,
1989). Takum o6pasoM, KjaaccuuecKasi KOHIEMIUS H3MEHUMBOCTH HACTOSATENBHO
Tpebyet cepbesHoro nepecmorpa (Mure-Beuromos, 2005; 2010 a).

Ml IoKasaJii, 4YTo I/iaBHbIM HEAOCTATKOM KJIaCCHYECKOU KOHUEMIUH ABJACTCHA
UCXOAHO HeBepHas ujiesd 0 TOM, 4TO HaCJAeyeMOCTb pasﬂmnﬁ, HUX MOJIEKYJIsipHAast
npuposa 1 GakTopel, JexkKallue B OCHOBE THX Pa3NHuHil, TOMKHBI OUeHb TECHO
KoppesnupoBaTh Apyr ¢ apyrom (Tuxoznees, 2012 a). Ha camom xe nene, Kaxbii
U3 NMepeynC/ICHHbIX aCllieKTOB B 3HAUUTEJbHOH CTENEeHH aBTOHOMEH OT OCTaJbHbIX
W JIOJDKEH PacCMaTpUBATLCS CTPOTO MO OTAEJbHOCTH. [/l KaXKIIOro Hy»KHa CBOSI
KJ]EICCI/ICbl/IKaLLI/IH U3MEHYUBOCTH.

B npenpinyuiem 0630pe (Tuxoznees, 2012 a) Mbl paceMoTpesiu MepBbIi U3 yIIO-
MsAHYTBIX BbIlI€ aCleKTOB. YuuTbiBast LLII/IpOKI/IIjI CHEKTP FeHEeTUYCCKHUX ﬂBJIeHI/lﬁ,
MPOMEKYTOYHBIX MEXKILY HaCﬂeﬂCTBeHHOﬁ H HeHaCJIEIlCTBeHHOﬁ HU3MEHYUBOCTbIO
H TE€M CaMbIM BbLIXOJSIIHUX 3a paMKH Tpa[LI/ILII/IOHHOfI K.}'laCCI/I(i)l/lK'éiI_Ll/lI/I7 Mbl Mpe/-
JIOXKUJIH Y€TKO pa3rpaHHUMBaTh TPU MapaMeTpa: CrocoOHOCTh H3MEHEHHUsT Hacle -
JIOBAThCS MPH OECOIOM PAa3MHOXKEHHH; CTOCOOHOCTb H3MEHEHHS HAC/eI0BaTh-
Csl TIPU MOJIOBOM PA3MHOXKEHWH; U CTEIECHb yCTO;l'—II/IBOCTI/I JJAHHOT'O M3MEHEHHUS.
Ml rnokasaJiv, 4To 3TH napamMmeTpbl aBTOHOMHbI IPYT OT Apyra. ITO9’I‘OMy7 OTTHCBI -
Basi CNOCOGHOCTh Pa3J/IHUMI HACJIEIOBATHCS, HEBO3MOXKHO YJIOXKUTHCS BCETO B JIBE
(hopMbl UBMEHUHBOCTH. MbI TpeyIoKuJH GoJiee IpoCHYIO0 KaacCH(pUKalio, 3Ha-
YUTEJIBHO JTyullle OTBEUAOLILYI0 FeHETHIECKOH (DaKTOIOTHH.

JlaHHbI# 0630p MOCBSIIEH BTOPOMY acreKTy U3MEHUHBOCTH, T.e. (hakropam,
00yCJI0BIUBAIOIIUM (DEHOTHTT. TPETHIT aCTIEKT U3MEHUHBOCTH ( MOJIEKYJISIPHBIE Me-
XaHU3MBbI ) OYJIET PACCMOTPEH B MOC/EAYIOUHX MyOAUKALIHSIX.

KAKUMW ®AKTOPAMV OBYCJIOBJIEH ®EHOTUI?

B cooTBeTcTBHH C TPAAULIHOHHON TOUKOH 3peHHs], PeHOTHIT OpPraHH3Ma oTIpe-
JeJisietcst TpeMst (haKTopaMH: FeHOTHITOM, CTaflel PA3BUTHSI U YCJOBUSIMHU CPEIbI.
B cBfi3u ¢ 3THUM NPUHSITO pa3auuaTh TPH (POPMBI H3MEHUHBOCTH: TeHOTHIHYEC-
Kyl0, OHTOT€HETHUECKYIO H MOIM(PUKALMOHHYI0. UTOOK! UeTKO BBIUJEHUTD KAXK10€
M3 MEePEeYHCACHHDBIX ABJEHHI HYy>KHO NMPHOEraTh K CrelHalbHbIM JJAOOPATOPHBIM
MCCJIEIOBAHUSIM, TI€ OfMH U3 M3yuaeMbIX (paKTOPOB BapbHpPYeT, B TO BPeMs KaK
JIBa JIPyrMX HCKYyCCTBEHHO BblpaBHeHbl. Hanpumep, uccienys npeacraButediefl
KOHKPETHOTO BMJA, NOCTHTLINX OJHOH M TOH K€ CTaAHHM PA3BUTHA IMPH CTPOTO
OIMHAKOBBIX YCJIOBUAX BHELIHEH CPE/Ibl, MOXKHO BbIYJIEHUTb T€HOTHITHUECKYIO H3-
MEHUYHBOCTb MPU3HAKA. DTOT TMPUHLMM SIBJASIETCS (PyHAAMEHTOM TeHEeTHIeCKOro
aHanmsa.
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Ecsu Takas KOHIENIUS BEPHA, CENyeT 0XKHAATh, UTO
TpPH BBIPABHEHHOCTH BCEX TPeX (PakTopoB (DeHOTHN opra-
HU3MOB JIOJKEH ObITh MPAKTHUECKH OJMHAKOBBIM. OJIHAKO
peanbHasi CHTyallMsl HaMHOTo cjoxkHee. Oxaszanoch, uTO
HEKOTOpble MPHU3HAKH CMOCOGHBI BAPHUPOBATH JaXKe B TOM
cilyuae, Korjia Bce TpH (paKTOpa CTPOTO BBIPOBHEHBI. DTO
SIBJIEHHE OTMEUEHO Y LIMPOKOTO CreKTpa BUJIOB, HaulHas
¢ Gakrepuii (Rotem et al., 2010) u 3akaHUMBas BLICIIUMH Y-
kapruoramu (Tumodpees-Pecorckuit, 1925; Acraypos, 1972;
Gartner, 1990; Vogt et al., 2008). OHo H3BeCTHO B reHETHKE
MoJL pa3HbIMU Ha3BaHUAMH: caboe MposiBJeHUe MpH3HAKa
(Tumodeen-Pecorckuii, 1925), HemosHas MEHETPAHTHOCTh
1 BapbHpylolias skcrnpeccuBHOCTS (Vogt, 1926), «TpeTbs»
WK peann3allioHHas uaMeHunBocThb ( CTpyHHUKOB, 1989),
ciydaitHas usamenuuBocth (Gartner, 1990), snureneru-
ueckasl comakJoHambHasi uamenunBocts (Kaeppler et al.,
2000), Bapuauuu pazsutusi (Vogt et al., 2008), ansrepna-
TUBHas 3Kcrpeccusi snureHoB (YUypaes, 2010). Cxoanyto
(hopMy H3MEHUMBOCTH MOXKHO OOHAPY»KHTb JIa’ke B MpeJie-
Jlax OJIHOr0 opraHuama. Peub HeT 0 ciydaiiHbIX HapylIeH!-
X JIByCTOPOHHEH CUMMETPHH, U3BECTHBIX Y MHOTHX YKHBOT-
HBIX U PACTEHUI KaK aBTOHOMHAsi K3MeHUHBOCTH (AcTaypoB,
1927) wmu daykryupytouiasi acummetpus (Ludwig, 1936;
Van Valen, 1962).

ITH SBJIEHUS HeJib3s OODBACHUTH HM pa3HoobpasveM
FeHOTHINOB (MPECTABUTENH OAHOH H TOH ke MHOpeaHOH
JIMHUK, a TeM 0oJiee CUMMETPHUHbIE CTPYKTYPbl OJHOTO
OpraHu3mMa JIOJKHbI ObITh MPAKTHUECKH WIEHTHUHBI 10 Ha-
C/IEJICTBEHHBIM 3a/laTKaM), HU BO3JEHCTBHUSIMH BHeEIIHEN
cpelibl (Bce 0coOM KYJIBTHBUPYIOTCS B CTPOTO OJIMHAKOBBIX
YCJIOBHSIX ), HH PA3JIMUMSAMHU OHTOT€HETHUECKOTO XapaKTepa
(Bce ocoOM HceeyloTest Ha OIHOH U TOH »Ke CTaJuH pa3BH-
tHst). Taknum o6pasom, CylieCcTByeT HEKHil IOTIOJHUTEbHBIH
thakTop, CoCOOHbBIH 3aMETHO BJHSATH HAa (PEHOTUIT, HO HEOX-
BaueHHBIH KJ1acCUYeCKOH KOHUEeMNIHeH n3aMeHInBocTH. Peub
WJIET O CTOXAaCTHIECKOH MPHUPOJIE MOJIEKYJISIPHBIX TTPOLIECCOB,
NpUBOAsiLIEl K cyry6o cyydaiiHbIM M3MEHeHHsIM (PeHOTHTA
(Tuxonees, Kypuna, 2004; Paldi, 2003; Pilpel, 2011). [To-
J0GHbIe COOBITHS MPUHATO HA3bIBaTh (hJIyKTyalusmMu. B cBsi-
3M C 3TUM Mbl BblujieHsieM ellle OJHy (hOpMy H3MEHUYHBOCTH
M HasbiBaeMm ee daykryauronHoil (Tuxonees, »Kypuna,
2004; Tuxoneen, 2012 6).

Wrak, roBopsi o MpuUYHHaX pasHooOpasusi peHOTHIOB,
CJIeJlyeT BbIIENATh UeTbipe (OPMbl U3BMEHUHBOCTH: TEHOTH-
MUYECKYI0, OHTOTEHETHUECKYI0, MOJU(PUKALMOHHYIO H (DJTyK-
TyalroHHyt0. KpaTko paccMOTpUM KaKIIyto W3 HUX MO OTJIe-
JILHOCTH.

FTEHOTUTNYECKAS MBMEHYBOCTb

Briosine oueBnano, 4to fmaHHas hopMa H3MEHYHBOCTH
MMeeT HEMOCPEACTBEHHOE OTHOLIEHHE K PA3HOOOPA3HIO re-
HoTUNOB. OJIHAKO OTIpe/ie/IeHHble YTOUHEHHS BCE JKe HY?KHBI.
Jles10 B TOM, YTO MOHSATHE €I€HOTHUIT» JOBOJILHO pacl/blBya-
TO M B MPHHIMIE MOXKET TPAKTOBAThCS HeofHo3HaUHO. Oc-

HOBHasi MpoOJieMa KacaeTcsi MHOTOKJIETOYHBIX OPTaHU3MOB,
y KOTOPBIX B Tipollecce (OPMUPOBAHHS TKAaHEH W OpPraHoB
MPOUCXOAAT 3aKOHOMEpHbIE H3MEHEHHs] HacJeCTBEHHBIX
3anatkoB (de Saint Phalle, Sullivan, 1996; Muller, Tobler,
2000; Xu et al., 2012). B peaysnbraTe BOSHUKAET €CTECTBEH-
HbBIH BOTMPOC: YTO B 9TOM CJlyyae MOHUMATh MOJ, TEPMHUHOM
«TEeHOTHIT» U CKOJIBKO BCEro TeHOTHIOB Y MHOTOKJIETOYHOTO
opraHusma?

Ec/iu NOJIXOANTb K T€HOTHITY C TIPUBBIYHOH TOUKH 3pe-
HUSI KaK K HEKOMY KOHKPETHOMY HaGopy HacJe[ICTBEHHbBIX
3aJ1aTKOB, MPUAETCS MPU3HATh, YTO OJHOMY M TOMY Ke Op-
raHu3my, a TouHee — pasHbIM €ro KJeTKaM, TKAHSM M T. I
MOTYT ObITh CBOHCTBEHHBI pa3Hble reHoTHIbl. Ho Toria Bo3-
HHKaeT odeHb cepbedHasi mpobJsema: Kak ornucaTb FreHOTHI
BCEro OPraHu3Ma C yUeTOM H3MEHEeHHH B KaxKI0H KOHKpeT-
HOM KJeTKe? Kpome Toro, JiloOble OHTOreHeTHuecKe coObl-
THS, TIPUBOJSALIME K H3MEHEHUIO MCXOJIHBIX HAC/IEICTBEHHbIX
3a/1aTKOB, TOXKE MPUJIETCSI OTHOCHTb K TeHOTHITUYECKOH H3-
MeHUHBOCTH. B peaysibTate Mbl He CMOXKEM MPOBECTH OTYET-
JIMBYIO FPAHMIYy MEXK/y FreHOTHITHUECKOH W OHTOTeHeTHYeC-
KOH M3MEHUYMBOCTbIO, YTO CBH/IETEJLCTBYET O HEYJIAUYHOCTH
TaKOro MNojaxoza.

Ecsn »xe paccmaTpuBaTh reHOTHIT KaK CHCTEMy 3ajaT-
KOB, MPHUCYLILyI0 HAuaJbHOH CTAAUM Pa3BUTHSI OpraHU3Ma
(HarpumMep, 3UroTe, Crope U T.1.) U CNOCOOHYI0 U3MEHSATHCH
B IIpollecce OHTOreHe3a, VIl KaxKIoro opraHuaMa Xapak-
TEPEH JIUIb OJIMH IeHOTHT. Mbl NpUAepKUBaeMCs HMEHHO
9TOH TOYKH 3peHust. COOTBETCTBEHHO, MO/ T€HOTHITHYECKOM
M3MEHYHBOCTBIO MBI MOHUMAeM 8CCOOWYI0 CROCOOHOCMb
HCUBLLX CYULECMB PABAULAMbC CBOUMI UCXOOHbIMU HA -
credemeennomu 3adamiamu. Tlpn 3TOM J10Oble MPO-
1lecchl B OHTOTeHe3e, JlakKe eCJd OHM W 3aTparMBaloT Ha-
CJIEJICTBEHHbIE 3aIaTKH, TTOANAAIOT yKe MOJ Ipyrie (hopMbl
M3MEHUHBOCTH.

Heobxomumo cenath enie oJHO BaXKHOE YTOUHEHHE.
[oBopst 0 reHoTHIIE OpraHu3mMa, Mbl HMeeM B BHIy BCIO CO-
BOKYIHOCTb MCXOJIHBIX HACJEACTBEHHbIX 33aTKOB, HE3aBH-
CHMO OT MX KOHKPETHOU MOJIeKyJIsipHO! npupoabl. [Tomumo
«OOBIYHBIX» HOCUTEJIEH FeHEeTHIECKOH UH(OPMAlUK B BHJIE
modiekys JIHK (wmn PHK), 310 MOryT ObITh CTOFIKHE KOH-
thopmatoHHble coctostHus 6ekoB (Chernoff, 2007 ), Hanu-
uHe aBTOperyJaupyembix hakTopoB TpaHckpuniuu (Hypaes,
2010), crabuabHble MomuduKauuu xpomatuHa (Richards,
2006) u r1.m. Takum o6pazoM, MOHSITHE «TEHOTHUNHUECKAST
M3MEHUYHBOCTb» HE HMEET XKECTKOH MPUBA3KH K KOHKPETHO-
MY MEXaHHU3MY.

Pasznuuusi, CBOHCTBEHHbIE JJAHHOH (hOpME M3MEHUMBOC-
TH, OOBIYHO YCTOHYMBO HACJEAYIOTCS B PSIAY MOKOJEHHH.
Opnnako ObIBAIOT M UCKJOYEHHWs W3 3TOro npasusa. Ha-
npumep, y nadHUil H3BECTHbI aHOMAaJUK Pa3BUTHSA, 00ycC-
JIOBJIEHHBIE CKYAHBIM MUTAaHHEM MaTEepPUHCKOro OpraHu3ma.
Taxkue aHoma/sMu He HACJEIYIOTCS TIOJIOBBIM MyTeM, HO CO-
XpaHsIIOTCs B HECKOJIbKHMX MOKOJEHHUSIX MPH MapTeHoreHese
(Woltereck, 1911). Oco6eHHO HHTEpPECHBI MOTOMKH BTOPO-
ro rnokosieHnusi. CaMu OHM He HCIBITbIBAJIM HEIOCTATKA MH-
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TaHHsI HU Ha OJIHOH M3 CTaJMH CBOEro OHTOTeHe3a (repBoe
MOKOJIEHHE TOfIBEPrajoch 3TOMY BO3/IEHCTBHIO, HaXoOJsCh
Ha CTaJlMK 3UrOThl B MAaTEPUHCKOM OpraHU3Me), HO TOXe
MMEIOT COOTBETCTBYIOLLYIO aHoMaJsuio. B urore nanpaiim-
BaeTCsl BIMOJHE OUEBUIHBIH BBIBOM: AaHHAs aHOMaJHsi 00ycC-
JIOBJICHA BO BTOPOM TMOKOJICHHH He BO3JICHCTBUEM BHELIHEH
Cpefibl, a HACJEACTBEHHBIMHM 3a]aTKaMH, TOJyuYeHHbIMH
OT TpeCTaBUTesel MepBoro nokosenus. Takum oGpasom,
9TO pe3y/abTaT TeHOTHIMYECKOW H3MEHYMBOCTH, TJe Ha-
CJIE/ICTBEHHOE pa3J/HuMe HeyCTOHUMBO (MOCTENeHHO yraca-
€T) W He MepeaaeTcst MOTOMCTBY MOJIOBBIM MyTeM. [Ipumepsi
MOCTENEHHO Yracalolliux HaCae/ICTBEHHbIX Pas3JIMiuni H3BeC-
THbI Uy LIEJIOr0 psifia Apyrux o0bekToB (MaxmyoBa u jip.,
2012; CsersioB, KopcakoBa, 1962; Xecun, baiikupos,
1979; Durrant, 1962; 1971; Hoffman, 1927; Jollos, 1934).

Hrak, roBopsi 0 reHOTHIMYECKOH H3MEHUHBOCTH, Mbl
MMeeM B BHY, UYTO B OCHOBE aHaJM3UPyeMbIX Pa3/nuuil Je-
JKUT pa3HooGpasne MCXOHBIX HACJEACTBEHHBIX 3a/1aTKOB,
HO He Kacaemcsl HM MX MPHUPOJIbl, HU XapaKTepa HacJse/10Ba-
HUSI.

OHTOlrEHETUHECKAS MBMEHYYBOCTb

[Ton oHTOTrE€HETHYECKOH H3MEHYHBOCTBIO Mbl TTOHUMAEM
8Ce0OUYI0 CNOCOOHOCTb HCUBBLX CYUWECINE USMEHAMbCA
8 C8A3U ¢ 3AKOHOMEPHOCMAMU UHOUBUOYANbHO20 PA3-
sumus. B nanHo# GopmMyHPOBKe OUeHb BAXKHYIO POJib T~
paeT CJIOBO «3aKOHOMEPHOCTH». Jlesio B TOM, UTO Mpoliecc
WH/IMBH/yaJIbHOTO Pa3BUTHsSI OpraHW3Ma MOYKET COTPOBOXK-
Jatbes cyry6o ciydailHbIMH COOBITHSIMU (HarpuMep, noTe-
pPSIMH OT/IEJIbHBIX XPOMOCOM, COMATHUECKHUMH MyTallUsIMHU
WM MHTOTHUECKHUM KPOCCHHTOBEPOM), He SIBJSIIOUIMMHUCS
00513aTe/IbHBIMH 3/IeMEHTAMH OHTOTeHe3a, HO CMOCOOHBIMH
3aMeTHO BJWATh Ha (enoturn. [logoGHoro poaa coGwiTus
MMEIOT OTHOLIEHHE He K OHTOTEHETHUECKOH, a K (hTyKTyally-
OHHOI M3MEHYHBOCTH U OyIyT pacCMOTPEHbI HAMHU B COOT-
BETCTBYIOILIEM pasJieJie.

CrieflyeT OTMETHTb, UTO MPOLECCHl OHTOTeHe3a Xapak-
TEpHbI HE TOJIBKO JIJIS CJIOXKHBIX MHOTOKJIETOUHBIX OpPraHu3-
MOB, 00J1a1aI011I1UX YETKO BbIpa’KEHHBIMH TKaHSIMM W opra-
HaMH, HO JiaXKe JUIsl OJJHOKJIETOUHBIX, BKJIOYasi MPOKApHOT.
[IprMepaMu TakuX MPOILECCOB HA YPOBHE KJIETKH SIBJSIIOTCS
criopoo6pasoBanue y 6atus ( Driks, 2002), hopmupoBanue
MakpoHykJeyca y ungpysopuii (Prescott, 1999), nepekntoue-
HHSI THIA CMIAPUBAHUST Y TOMOTAJIJIMUHBIX IPOACKEN -caxapo-
mutetoB (Haber, 2012), cMeHa MOBEepXHOCTHBIX aHTHTEHOB
y tpunanocom (Donelson, 2003), WHUMCTHPOBAHHE TOK-
coriagmbl (Dubey, 1997) u 1.1, Hakonel, kaxast crajus
KJIETOYHOTO 1IMKJIa — 3TO, M0 CYyTH, 3Tan UHAUBH/IYaJbHOTO
pa3BUTHS KIeTKH. TakuM 00pa3om, MOHSITHE <OHTOTEHETH-
uecKast U'3MEHYMBOCTh» MPUMEHHUMO KO BceM 6e3 HCKJiove-
HHU$1 KHBBIM CYII€CTBAM.

Mexanuambl JaHHOTO SIBJIEHHS] KpaiiHe padHOOOpasHbl.
K ux uncisy otHocATes iuddepeHiaibHas SKCnpeccus re-
HOB ¢ peryJsiiineil Ha Jlo6oM U3 3TanoB 3toro npotecca (Ko-

poukun, 1999; Jlyrosa u ap., 2010; Friml, 2010; Penalva,
Sanchez, 2003; Reik et al., 2003; Steimer et al., 2004; Wei
et al., 2006), nusbuparesbHas penankauus revoma (Gerbi,
Urnov, 1996), crneunduueckue nepecrporikn JHK (Ipu-
maHuH u ap., 2006; Haber, 2012; Haraldsen, Sonenshein,
2003; Palmer, Brayton, 2007; Xu et al., 2012), sanpor-
paMMMpOBaHHbIE MOTEPH OTAeNBHBIX XpomocoM ((Goday,
Esteban, 2001), a B HeKoTOpbIX cjydasix — 3BaKyallus
Bcero spa (Kawane et al. 2001; Nishimoto et al. 2003;
Thorsch, Esau, 1981).

Jlaxke cXotHble 10 CBOEH NMPUPOJIE OHTOrEHETHUECKHE U3+
MEHEHHsI MOTYT CHJIbHO BAPbUPOBATH MO CIIOCOGHOCTH Tepe-
JaBaTbesi motoMKam. J1yist mpumepa oGpaTUMCst K crieiudu-
uecKHUM nepecTporikam reHoma. [lepecrpoiika koaupytolleit
obsacTu rena sigK, Heobxoaumast Jisi criopooOpa3oBaHust
y Clostridium difficile, nocur HeoGpaTHMBIH XapakTep
u He Hacsenyercs (Haraldsen, Sonenshein, 2003). Ilepe-
CTPOFKH reHOMa MaKpoHyKJieyca y MH(Y30pH#i HaC/IeIyloTCst
YCTOHYMBO, HO TOJILKO GecrodibiM ryteM (Betermier, 2004 ).
To ke camoe otHocurcst K anmunyunn JHK y ackapun
(Muller, Tobler, 2000), xk aHaJOTMUHBIM COOBITHSAM y pauka
Cyclops strenuus (Ipnmanun u ap., 2006) n K nepectpoii-
KaM IJIaBHOTO KOMIJIEKCA TKAHEBOH COBMECTHMOCTH B XOJ1€
crienuanusayu JuM@oLnToB y muekonutatoux (Xu et al.,
2012). PeaysabraTel HanpaB/aeHHOl KOHBepcHn jokyca MAT
Y FOMOTaJIIIMUHBIX JIPOHIKEH -CaXapOMHUILETOB CIOCOOHbI Ha-
CJICTIOBATLCS KAK MUTOTHYECKH, TaK U MEHOTHYECKH, HO MPH
9TOM PE3KO Pas3jMyaloTcs Mo CBOCH YCTOHYMBOCTH B «OIBIT-
HBIX» H «HEOMBITHBIX» TaMJOUIHbIX KJETKaX. B «HeombIT-
HBIX» KJIETKaX OHH YCTOHUMBBI, @ B €OMbITHBIX» — HeT (Sil,
Herskowitz, 1996).

Takum 06pa3om, MOHsTHE KOHTOreHETHIECKAsT U3MEHYH -
BOCTb» HE TPUYyPOYEHO HU K KOHKPETHBIM (hOpMaMm HacJe-
JIOBAHUS, HA K KOHKPETHOH MOJIEKYJIAPHON MpUpose HabJIIo-
naembix pagsuurit. OHO yKasblBaeT TOJBLKO HA TO, YTO 3TH
pasJIMuKst HEMOCPEACTBEHHO CBS3aHbl C 3aKOHOMEPHOCTSIMH
OHTOTEHe3a.

MOONDOUKALMOHHASA MSMEHYYBOCTb

[IpencTaBiieHus o JaHHOH H3MEHUMBOCTH KpakHe MpoTH-
BopeunBbl (Mure-Beuromon, 2005; 2010 a; 2010 6). Cpe-
JIH TOTO, UTO OOBLIUHO Ha3bIBAIOT MoIUBUKALUAME (TabJ1. 1),
HaOJI0/IAeTCS HACTOJILKO LIIMPOKOE pa3HO0Opa3ue Mo ycTon-
YMBOCTH BO3HMKAIOUIMX U3MEHEHHH B OHTOreHe3e, UX ajiar-
THUBHOCTH, HarpaBJeHHOCTH, NPUYMHAM BO3HHUKHOBEHHS,
CMOCOOHOCTH MePeaBaThCsl MOTOMKAM M T.TI., YTO HCKYCCT-
BEHHOCTb TAKOT0 0ObeMHEHHST BITOJIHE OUEBH/IHA.

C OJHOH CTOpOHbBI, CUHUTAETCs, UTO B OCHOBE MOJIH-
thukauuil exxaT pasHooOpa3Hble BO3NEHCTBUS BHELIHEH
cpenbl. C apyroil CTOPOHBI, K MOAM(HUKALUAM MPUHATO
OTHOCHUTH JIt0Oble (PpeHOTHNHUEeCKHe H3MEHEeHHs HeHa-
CJIE/ICTBEHHOTO XapakTepa, BKJI0uasi i Te, 4TO BO3HUKAIOT
cyry6o crnontanto. M y Kaxkaoll U3 3THX TPaKTOBOK €CTh
cnabble MecTa.
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Tabauya 1
Pa3Hoo0Opa3sue siBj1eHHH, TPAIUIIMOHHO OTHOCHMBIX K MOAU(MKALIMSIM
CrnocoGHOCTh
Wuyun- YCTOHYHBOCTD M3MEHEHHH Anantug- | Cneuucduu- |HanpapieH-
SIBnenue [Ipumep pyroui HU3MeHeHHH nepefaBaTbCst HOCTh HOCTb HOCTb
areHT B OHTOT€He3e NOTOMKaM M3MEeHEeHHH | K3MeHeHN I | u3MeHeHHil
B MUTO3¢ | B Melo3e
3ara
P Ynerpaduoger - - - + + +
y uesioBeKa
AnanruBhble
CHHIpOM Pasnnunbie
Mo UKALMH
TEIJIOBOI0 LI0Ka CTpeccoBble - - - + - +
Y 1pO30QHJIbI BO3/IEHCTBHUS
[Tonassienue AMMHOIIHKO-
denorunuueckast .
HOHCEHC-MyTalUuu 3u/HbIE - - - - + +
cynpeccust .
Y APOAKeN AHTHOMOTHKH
Munykuyst xxkenToro
Creunduueckne YKL Coun
LBeTa TeJja + - - - + +
MOPO3bl cepebpa
Y Ip030hHITbI
AnomaJsiiu Pasnnutbie
Hecneundu-
Pa3BUTHS CTpPEeCCOBbIe + - - - - -
yeckre Mopo3bl .
Y IPO30(DHJIBL BO3/ICHCTBHSI
Passutne
Henounnas -
NPUOBIIBIX NAJbLEB + - - — - -
MeHeTPaHTHOCTD . (crionTaHHO)
y JIaliKK
Kosmuectso
Bapbupytotias -
[ISITeH Ha TeJse y + - — - — -
9KCIIPECCHBHOCTD . (crnoHTaHHo)
TnoiiHTepa
Hapyuenust
Daykrynpyioriast CHMMETpPHH - n B _ _ B B
acUMMeTpusi JINCTOBOM (cnoHTaHHO)
MJIACTHHKH Y JIUTTBI
SIpoBusatius )
JINTEJIbHbIE JIUTENbHBIN
A Y IBETKOBBIX A + + - + + +
MO UKALHH . X0JI0]1
pacTeHni
Mamenennoe
HacaencrBentble | [eHOTpodus y bHA | MUHEpaIbHOE + + + — — _
M3MCHEHHSI, NUTaHHe
WHIYLHpyeMble DJIMMUHALHS
Iyanunnn
HeMyTareHaMu [IPHOHOB + + + — + +
. THIPOXJIOPHL
Y APOAOKeEH

* — yeTKast NPUYPOYEHHOCTb H3MEHEHUH K KOHKPETHOMY MHyLIMPYIOLIEMY areHTy

Kak wu3BecTHO, MOA JAEHCTBHEM HEKOTOPbLIX BHEIIHHX
(haKTOPOB HHIYLUPYIOTCS HE CTOJILKO MOAU(UKALIMH, CKOJIb-
ko mytauuu (Hajcon, @uaunmnos, 1925; Muller, 1927,
Stadler, 1928). 9to 3nauur, 4to, NepBas TPAKTOBKA HeaeK-
BatHa. He mMeHee cepbesnble mpobsembl U co BTopo#. Jeso
B TOM, UTO OIMUCAHbI JJIHTE/IbHbIE MOJM(HUKALMH, CTIOCOOHbIE
CTaOUJIbHO HACJIEIOBATHCS OECMOJIbIM TyTeM Ha MPOTSKe-
HHM MHOTHX JIeCATKOB nokoJenuit (JKenepmon, 1970; Dix,
1977; Henderson et al., 2003). bosiee Toro, HekoTopble
M3MeHeHHsT PeHOTHIIA, BOZHUKAIOLIKE O] I€HCTBHEM HEMY-
TareHHbIX (PaKTOPOB, CTAOUIILHO TEPENAIOTCs H MUTOTHYEC-
KoMy, U MeioTuueckomy notomcty (Durrant, 1962; 1971;
Skinner, Guerrero-Bosagna, 2009). Takum o6pa3om, noHsi-
THe «MOAUMHUKALUs» TPeOyeT YTOUHEHHUSI.

ATO TIOHSATHE MMeeT CJIOXKHYI0 HCTOpHio. M3HauasnbHO
MOIM(PUKALUSIMI HAa3bIBAJIM TPUOOpETEHHbIE CBOHCTBA, HH-
JlylLMpOBaHHbIe yCJI0BUSAMY BHelHeH cpefpl (Négeli, 1865).
Oxkasasoch, 4TO TakHe CBOHCTBA, KaK MPABUJIO, He HaCIe/y-
tores (Johannsen, 1903; Weissmann, 1913). B urore npo-
M30LIJIO CMellleHHe JIBYX PasHbIX XapaKTepPUCTHK, H B 1aJb-
HeHllIeM TJIaBHOH OTJIHYHTEBHOH uepTol MoauHKalnh
CTaJI CUUTATh HECTIOCOOHOCTh MePeaBaThCs TOTOMKAM.

YT0 Ke OTHOCHTb K MOAU(UKALMSAM C COBPEMEHHOH TOU-
KM 3penusi? Jljist Toro 4To6bl Y€TKO OTBETHTB Ha STOT BOMPOC
HeoOXOIMMO HAMOMHHTB, UTO PA3HblE aCTIEKThl M3MEHUHBOCTH
B 3HAUMTEJILHON CTeMeHH aBTOHOMHBI APYT OT JIPyTa, ¥ KaxK-
JIBIFl I0/DKEH PAacCMaTPUBATHCS CTPOTO MO OTAeabHOCTH. Ta-
KMM 06pa3oM, roBopsi 0 MOAHU(HKALIMOHHOH M3MEHUYHBOCTH,
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ceyeT oOpaliaTh BHUMAHKE JIHIb HA TIPUUHHBI, HEMTOCPE/IC-
TBEHHO JieXKalllie B OCHOBE BO3HUKHOBEHHS pa3yinuuii. B naH-
HOM CJTydae JUist Hac He UMeIOT 0co00T0 3HaUeH s HU CTereHb
YCTOHYMBOCTH H3MEHEHUH B OHTOr€He3e, HU UX MOJIEKYJIsp-
Hasi TIPUPOJIA, HU WX AIaNITUBHOCTD, HU CMIOCOOHOCTh Nepena-
BaThCs MOTOMKAM, HH CHELU(MUIHOCTb. 3aTO OUeHb BayKHBIM
OKa3bIBaeTCsl TOT (haKT, BO3HUKAIOT JI 3TH U3MEHEHHS CITOH-
TAHHO WJIM OHU 00YCJIOBJICHBI BHEILIHEH CPEIOH.

Ec/in U3MeHeHHs] HOCAT CMOHTAHHBIA XapaKTep, B HX OC-
HOBE JIeXKaT He BHEIIHKUE, a BHyTPEeHHHE MPUUnHbL. [Tono6HbIe
COOBITHSI, B 3aBUCHMOCTH OT psifia HIOAHCOB, JI0JKHBI paccMaT-
pHUBaThCsT B paMKax JIMO0 OHTOreHeTHUeCKOH, b0 (hyKTya-
LIMOHHON U3MEHUYMBOCTH (cM. HUKe ). COOTBETCTBEHHO, TaKoe
siB/IeHHe Kak crioHTanuble Mopossl (Hanos v ap., 2004) k mo-
JIU(DUKALHOHHON H3MEHUWBOCTH OTHOLIIEHHS HE HMEET.

To ke camoe KacaeTcs /oObIX HeHAMPABIECHHBIX H3Me-
HEHHUH, JIa’Ke €CJIM OHYM UH/yLMPOBAHbI BHELTHUMHU BO3JIEHC-
TBUAMH. B KauecTBe npuMepa MOKHO NMPUBECTH MOP(O3bI,
BbI3bIBaeMble y apabuiorncuca WM JAPO30QUIbl BBICOKOH
TeMIepaTypoll WM aHTUHOHOTHKAMM: B pPe3yJibTaTe OIHOTO
¥ TOTO 2Ke BHEIIIHETr0 BO3/IEHCTBHS BOBHUKAIOT COBEPLIEHHO
pasuble uaMenenusi penotuna (Mitchell, Petersen, 1982;
Queitsch et al., 2002; Rutherford, Lindquist, 1998; Sollars
et al., 2003). D10 3HAUUT, UTO B OCHOBE KAXK/IOT'O TAKOTO CO-
OBITHA JIeKAT KAKHe-TO CyryOo CTOXaCTHUECKHE MPOLECCHI,
a BHelIHWe PaKTOPbl HTPAIOT JIHIIb POJib TIPOBOKALMOHHOTO
toHa. [TonoGHOTrO poaa coOBITHS ABJAIOTCS pedyJbraTamMu
He MOJM(UKALMOHHOM, a (DJIYKTYallHOHHOH M3MEHUHBOCTH.
Ta ke JloruKa BMoJiHE MPUMEHUMA U K MHIYKIHKM MyTalH.

Mexonst M3 BbIIEH3I0KEHHBIX COOOPaXKEHNH, MOJT MOJIU -
(hUKALMOHHOH M3MEHUYHBOCTBIO Mbl TIOHUMaeM B8Ce00uY0
CNOCOOHOCMb  HUBLIX CYUECME HANPABACHHO U3Me-
HAmoca nod deticmsuem greulrell cpedol. JlaHuas popma
M3MEHUHBOCTH MOXKET ObITh peasM30BaHa B BUJIE alarTHB-
HBIX MOJAM(UKALHI, (EeHOTHTHUIECKOH CyMpPecCHH, CIelH-
(bruecknx Mopo30B, IHTEIbHBIX MOAU(HUKALMI, a TaKKe
HanpaBJeHHbIX HACIEJCTBEHHBIX U3MEHEHHH (heHOTHIIA, HH-
JyLUPYEMbIX HEMYTare HHBIMH BHEITHUMH BO3JEHCTBUAMM.

HeTpysiHo 3aMeTHTb, UTO TPUBEJIEHHAS BbIllIE€ TPAKTOB-
Ka TeCHO MEepPEeK/IHKAeTCs C MOHATHEM «OMpeseseHHast U3-
MEHUYHBOCTL», MpeiIoKeHHbIM elle B cepeauHe XIX Beka
(Darwin, 1859). Mimeetcs TOJILKO OJHO CYLIECTBEHHOE OT-
JIMUKMe: onpeesieHHyl0 H3MEHUMBOCTb CUMTANM CHHOHHMOM
HEHACJICICTBEHHON, a B HAlUEeH TPAKTOBKe MOA0OHAs CBA3b
HeKoppekTHa. M JeficTBUTENbHO, pasHble THIbl MOAU(HU-
KAl pa3InyaloTes 1o CBOeH CIOCOOHOCTH MepelaBaThes
MOTOMKaM (HAalMOMHHM, YTO MPH OTMHUCAHUK TOTO CBOKCTBA
HeO0OXOJIMMO YUUTBIBATH TPH aBTOHOMHbIX aCMeKTa: Cnocob-
HOCTb M3MEHEHHsI HACIE/I0BAThCS TPH 6ECTI0N0M PA3MHOKe -
HHUH; CMOCOOHOCTb N3MEHEHHST HACTEI0BATHCS TTPH MOJOBOM
pPa3MHOXKEHHH; U CTeMeHb YCTOHUMBOCTH JIAHHOTO M3MEHe-
HUs1). AnanTHBHbIE MOJAU(UKALMK U (PEHOTHUTIHUECKAs CyTl-
peccust He HAC/EYIOTCST HU TTOJIOBBIM, HU O€CMOJBIM MyTeM
M Jierko o6paThMbl B xofie oHToreHeda. Crerudguueckie
MOp(O3bI TO’KE He CMOCOOHBI HACIEIOBAThCS, HO B OTJIHUHE

OT MPEbILYLLHX sIBJCHU, HeoO6paTUMbl. J{uTe/bHbIE MOIH-
(hUKaMK yCTOHYHBBI B OHTOTEHE3€ M COXPAHSTIOTCST XOTs Obl
B HECKOJIbKHX MHTOTHYECKHX TOKOJIEHHSIX MPH HECrmocos-
HOCTH MepelaBaThCst MOTOMCTBY MOJIOBbIM MyTeM. Hakowert,
M3BECTHbI HAMPABJICHHbIE H3MEHEHHsT PEHOTHIIA, BbI3bIBae-
Mbl€ HEMYTareHHbIMU (haKTOPAMHU CPEJibl U HAC/IEyeMble KaK
MHUTOTHUECKH, Tak U MeloTnuecku (Mure-Beutomos u ap.,
1988; Tuite et al., 1981; Wickner et al., 1999).

MexaHuambl paccMatpuBaeMoil HaMu (POPMbI U3MEHYH-
BOCTH MOJAPOOHO H3YUEHbI JIUIIIb JUIs aIaNTHBHBIX MOIU(HKA-
M. B MX OCHOBE JIEXKUT Peryisilius SKCIPECCHH IeHOB, Yallle
BCEro — Ha Tare HHULMALMN TPAHCKPHUITIMHU 33 CUeT U3Me-
HEHHsT aKTHBHOCTH TPAaHCKPUMLMOHHLIX (hakropoB (Devlin,
2002; Bertolotto, 2002; Jacob, Monod, 1961; Struhl, 1995;
Wu, 1995) unn pemonennposanust xpomaruna (Berr, 2012;
Schulze, Wallrath, 2007; Yang et al., 2009). Bmecre ¢ Tewm,
M3BECTHO JIOCTATOUHO MHOTO TIPUMEPOB, TJIe PEryJupyloTcs
6oJiee MO3HUE ITATTbI IKCTTPECCHU. DTO MOXKET MPOUCXOIUTD
MOCPEJICTBOM aTTeHalli TpaHckpuniwmu (Yanofsky, 1988),
M3MeHeHHst cTabubHOCTH onpeneneHnbx HPHK (Ambrosone
et al., 2012), peryasuun ux cospeBanus (Gassmann, 2008)
win tTpaHeasiuuu (Pain, 1994; Ramu et al., 2009), uamenenus
KoHhopmatun 3peJibix 6eskos (Volkov et al., 2008) u . 1.

Takum 06pazom, noHsiTHE «MOAM(HUKALMOHHAST U3MEH-
YHBOCTb» HE CBSI3aHO HHM C KOHKPETHBIMH MOJIEKYJISIPHBIMH
MeXaHU3MaMHU, HH C KOHKPETHBIMH (DOPMaMK HAC/I€I0BaAHHSI -
MH BO3HHUKAIOLIUX pasnunid. OHO yKa3biBAaeT TOJBKO Ha TO,
4To HabJII0/laeMble Pa3/IH4Us 00YCJIOBJICHDI IETEPMUHHUPYIO-
ILIMMH BHELIHUMH BO3JICHCTBHSIMH.

QJIYKTYAUNOHHASA USMEHYNBOCTb

JlanHnoe siBJeHHe TPUBOAUT K (DEHOTHIHYECKOMY Pa3HO-
06pasuio azke TPH CTPOTO BEIPOBHEHHBIX YCJOBUSIX CPE/Ibl,
CTAJUSIX PA3BUTHSI U MCXOHBIX HACJEICTBEHHBIX 3aaTKaX.
O ToM, uTO TaKast ~3MEeHUMBOCTb CyIIECTBYET, ObIJIO H3BECT-
Ho elile B Hauasie XX Beka (Acraypos, 1927; Tumodeen-Pe-
coBckuit, 1925; Ludwig, 1936; Vogt, 1926), Ho nosmkHOrO
BHHUMaHWUsI el He yessiin. DTOo CBSI3aHO ¢ TpauLusIMu MeH-
JIeJIEBCKOH TeHEeTHKH. B COOTBETCTBHM ¢ HUMH, B KayecTBe
POMTEIbCKHX (DOPM BBICTYMAIOT KOHTPACTHO Pa3JIMUaloly-
ecsl YHCThIe JIMHUM, H YeM YeTde OHH Pa3/InialoTes, TeM JIyd-
uie. B cBs3u ¢ 3TUM, J106bIe TIPOsIBJAeHHS (hIyKTyallHOHHOH
M3MEHUMBOCTH (HEMOJHAs TIEHETPAHTHOCTh, BapbHPYIOLILast
9KCIPECCHUBHOCTb U T.TI.) BOCTIPUHHUMAJHUCH MOAAB/SIONINM
GOJILIINHCTBOM TeHETHIeCKOTro CooO0llecTBa Kak CBHJE-
TEJNbCTBA «HEUMCTOTBI» HCMOJMb3yeMOr0 MaTtepHasia W/
«HeyllaYHOCTH» BbIOPAHHOTO MPHU3HAKA.

Tosibko Bo BTOpoi#i noJioBuHe XX BeKa OTHOLLEHHE K I1PO-
OsieMe CTaslo MOCTeNeHHO MeHsATbesl. Fsydass passiuuHble
HAC/IeICTBEHHbIE MATOJOTHH YeJI0BeKa, MeAHIMHCKas re-
HeTHKa MPHILLIA K MOHUMAHHIO TOTO, YTO HEKOTOpble MpH-
3HAKHM He HMEIOT XKeCTKOH JeTepPMHUHALUY U (POPMHUPYIOTCS
C SIBHBIM y4acTHeM BepOsITHOCTHOH KoMmnoHeHTs! (bapanos
1 1p., 2000). DToT BEIBOJ HAllleJ TOATBEPKAECHHE HA MHOTHX
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o0bekTax, Bkiatouas 6akrepuu (Rotem et al., 2010), upetko-
Bble pacrenus (bysoBkuHa u p., 1993; Lutova et al., 1997)
1 Bblclnx KUBOTHBIX (Demant, 2003; Gough, Thomas,
2010; Sang, Burnet, 1967). B peaysnbrate BO3HHKJIO HOBOE
Hay4yHOe€ HalpaBJieHHEe: TIOUCK T'eHOB, yYaCTBYIOUIHNX B KOHT-
poJie MPeIPacroNoKeHHOCTEH.

[TocKoJbKY TpaAMLMOHHBIH MHOPHI0JIOrHYECKUI aHa-
JIU3 ISl PelleHHsi JaHHOH 3ajauyd MaJIoTPUrOJIeH, MpH-
LIJ10Ch pPa3padoTaTb COBEPLIEHHO MHbIE MOJAXO/bl, TaKHe
KaK MOUCK reHeTudyeckux accouuaiuil (de Bakker et al.,
2005), ananus cuennenus (Bailey-Wilson et al., 2011),
meta-anaaud (Norman, 1999) u 1.1, YxKe cerojHsi oHu
NPUHOCAT OULYyTHUMbIE MNJOAbl B U3Yy4YEHUU TC€HETHHYECKO-
ro KOHTPOJIs MyJTle/qu)aKTOprIX MPU3HAKOB, 3HAYHUMbIX
JUISl MEJIMIIMHBI, TICUXOJIOTHH U cenekunu (bapanos u ap.,
2000; Tuxomeen, 2011; Mulley et al., 2005; Rankinen
et al., 2006; Turnbull, Rahman, 2008). Takum oGpasom,
CbJTyKTyaLLI/IOHHaﬂ U3MEHYUBOCTDL MPEACTaBJIFACT HE TOJTBKO
cyry60 TEOpPETHUECKHH, HO M COBEPLIEHHO KOHKDPETHBIH
MPUKIAIHON HHTEpeC.

Konuvecmso ocobeil

0 AKTHEROCHE
hepuenma

A. HenonHas neHeTPaHTHOCTE

Konuwecmso ocobeti

0 AKmMusHocmb

epwenma

B. Henonnasa neHeTpaHTHOCTE
H BAPEHPYIOIIAA 3KCTIPECCHBHOCTE

MexaHu3mbl 310 (HOPMbl H3MEHUHBOCTH HCCJIENI0BAHBI
cna6o. [lo-BumMomy, K HUM OTHOCATCS JitoOble COOBITHS,
NPUBOJIALIKE K CTydallHOMY BAPbHPOBAHHIO SKCITPECCHH F€HOB
(Tuxonees, YKypuna, 2004; MacNeil, Walhout, 201 1; Paldi,
2003; Pilpel, 2011). Haubonee BeposATHbIMU KaHIHAATAMH
Ha JIAHHYIO POJIb ABJISIIOTCS CydailHble U3MEHEHHs Ha YPOBHE
XpomaruHa. Bo-mepBbiX, TakWe H3MeHEHHs, NEHCTBUTEJb-
Ho, npoucxomar (Lansdorp et al., 2012; Miguel, Marum,
2011). Bo-BTOpbIX, OHH OTpaXKaloTcst Ha SKCIPECCHH TeHOB
(Kopsikos, 2006; Eden, Cedar, 1994; Razin, Kantor, 2005).
B-TpeTbux, BO3HHUKHYB Ha PaHHHX 3Tarax OHTOreHe3a, OHH
CMOCOOHBI COXPAHATLCS B PSTy MUTOTHUECKHUX JI€JIEHHI H TEM
CaMbIM BJIUAITb HA (PEHOTHIT BCErO OPTraHM3Ma WJH XOTs Obl
otaesbHbix ero vacreid (ITatkun, Cyukora, 2006; Yoder et
al., 1997). [Tono6Horo posa coObITHS MOTYT ObITh NPUUMHOMN
1 HETIOJIHOW MEeHETPAHTHOCTH, M BAPbUPYIOLLEH KCIIPECCHB-
HOCTH, ¥ PJIYKTYHpYIOLel aciMMeTpuH (puc. 1).

BripoueM, BrojiHe BepOSITHBI U JIpyrie MexaHu3Mbl. Harpu-
MeP, 3TH 2Ke SIBJIEHUS MOXKHO OOBACHSATH CJIyu4akiiHbIM BapbUPO-
BaHWEM aKTHBHOCTH TPAHCKPHITIHOHHBIX (PAKTOPOB HA KPUTH-

2

Konuyecmeo ocobi

0 aKMuUBHOCHb
Pepuenma

b. Bapeupymomas 3KCHPecCHBHOCTE

odnacmu
fhopIIposanuA npuIHAKA

©: @

OCh CHALMETNPHI
opraniIMa

I'. ©aykryHpylomas acHMMETPHA

Puc. 1. Peanusauust MoJieKyJ/ISpHOM CTOXaCTHKY B BHJE HEMOJIHON MEHETPAHTHOCTH, BAPBUPYIOLLEH SKCIIPECCHBHOCTH H (IyKTYHPYIOLLEH
acuMMmeTpuu (mozesb). Ilpenmosnoxkum, uto y oco6eli OHOrO H TOTO e FeHOTHIA HAOJIONAIOTCS ClydaiiHble Pas/IuMst 10 CTeNeHH
METHJIHPOBAHUS ONPE/IEJICHHOTO Y4aCTKa FeHOMA, B KOTOPOM HAXOJMTCS IeH, KOHTPOJIMPYIOLLMI CHHTE3 YePHOro MUrMeHTa. B pe-
3yJITaTe TOT I'€H SKCIPECCHUPYeTCsl ¢ PAa3HOl MHTEHCHBHOCTBIO, H aKTHBHOCTb COOTBETCTBYIOLLEro (pepMeHTa y pasHblX 0coOel
MOAUMHSIETCS] HOPMAJIBHOMY pacrpeesieHnio. B 3aBUCUMOCTH OT HI0AHCOB (PYHKLIMOHUPOBAHHUS JaHHOTO (DepMeHTa, HTOrOBOE pa3-
HooGpasue (heHOTHITOB MOKET ObITh CJIEAYIOLIMM: A — eCJ/IM CHHTEe3 MHIMEHTa BO3MOKEH JIMLLb MOC/Ie TOr0, Kak aKTHBHOCTb hep-
MEHTa JJOCTUIHET TOPOrOBOIo YPOBHS1, U 9TOTO yPOBHSI IOCTATOYHO /YISl TOJIHOLEHHOM OKpPACKH OpraHuama, Oy/eT JIMLLD 1B BapHaHTa
ocobeil: HeoKpallleHHble M OKpalleHHble; b — ecsii MHTEHCHBHOCTb OKpPAacKH OpraHu3Ma NpsiMo MPONopLUHOHaANbHA aKTUBHOCTH
(hepmeHTa MIPU OTCYTCTBUM KAKUX Obl TO HH ObLIO MOPOrOBbIX YPOBHEH, OyeT MHOXKECTBO BAPHAHTOB OKPACKH C PA3HOI HHTEHCHUB-
HOCTbIO; B — ec/in akTHBHOCTD (hepMeHTa XapaKTepU3yeTCst TOPOroOBbIM YPOBHEM (Kak B citydae A), HO CTeleHb OKPACKH NTPONOPLH-
OHaJ/IbHA 9TOH aKTUBHOCTH, HEKOTOpPble 0cOOH Oy/lyT HEOKPALLIEHHBIMH, a HEKOTOPble — OKpPALUEHHBIMU C PA3HOH HHTEHCHBHOCTDIO;
[’ — ecsin oKpacka CUMMETPHUUHBIX CTPYKTYp OJHOTO W TOTO K€ OpraHu3Ma KOHTPOJIMPYETCs MO JII0OOH U3 BbILLENepeuHCIeHHbIX
CXeM, HO He3aBHCHMbIM 06Pa3oM (T.e. cTereHb MeTHJIMPOBAHHS JAaHHOTO y4acTKa reHoMa B CUMMETPHUHBIX CTPYKTYpax opraHusma
MOZKET BapbHpOBaTh ), 110 IAHHOMY TIPU3HAKY OyzleT Ha0JI0AaThbCs! (PJIYKTYHPYIOLLAst aCHMMETPHST

* dKo02uHecKasa eeHemuKa

TOM XI Ned 2013

ISSN 1811-0932



MEXAHH3MbI MOIHPHKALIHOHHOH H3MEHYHBOCTH

85

UeCcKH 3HaUMMbIX 3Tanax oHToreHesa. [jlaBHoe — ciydaiinbii
XapakTep MOJIEKYJIAPHBIX COOBITHI, HEMOCPEACTBEHHO JIeXKa-
II[MX B OCHOBE aHANM3HUPyeMbIX pasinduii. COOTBETCTBEHHO,
noJ (PIyKTyallMOHHOH H3MEHYHBOCTBIO Mbl TIOHUMAEM 8¢€00 -
WYI0 CLOCOOHOCMb JCUBBLY CYULEC8 USMEHAMbCA 8 CEAA3U
CO CIMOXACMUKOL MOACKYAADHBLX NPOUECCOS.

HeoGxommmo 0co60 OTMETHTb, YTO MO 3Ty (hOPMYJTHPOBKY
MOANAIACT U LEJbIH PAL OMOJOTHUECKHX SIBJICHHH, Ka3aJloch
Obl, O4eHb JaJIeKUX OT HEMOJIHOH [eHEeTPAHTHOCTH, BapbHPYIO-
11ell SKCTIPECCUBHOCTH U (HIyKTYUpYIOLIEH acuMMeTpH. Peub
WIET O CJlydyalHbIX H3MEHEHHSIX HACJIeICTBEHHDBIX 3a/1aTKOB, Ha-
TIpUMep, O NpeaMyTaLMOHHbIX noBpexaeHusx JHK, ToukoBbix
MyTaLMsIX, KpOCCHHIoBepe U T. 1. Kak u3BecTHO, Takue coObITHs
Herpe/ckadyeMbl. FIX MOKHO UHIyLIHPOBATH HEKOTOPLIMH BHE-
LLIHKMH BO3/IEUCTBUSIMU, HO [TPEABUIETD, [JIe IMEHHO BOHUKHET
HOBast MyTaLMsi WK [Jle [IPOU30HIET OuepeiHOi KpOCCHHIOBep,
HEJIb3s1: 3TO OINPEIEeNSeTCsl HCKJIOUMTEIbHO MOJIEKYJISIPHOM
croxactukoi (Ayap6ax, 1978; Mure-Beuromos, 2010 6). B pe-
3yJIsTaTe T0Jy4aeTCs Ta yKe HETPeACKa3yeMoCThb (DEHOTHIIA, UTO
¥ B CJTydae JII0OOH HACJIEICTBEHHOH MTPePACTIONOKEHHOCTH.

Briosine oueBnaHo, 4to jgaHHasi (hopMa H3MEHYHBOCTH
BO MHOIOM HANOMHHAET JapBUHOBCKYIO HEOlpeleJIeHHYIO,
HO OTJIMYAETCS OJHOW MPHUHLMITHANBHO BAXKHOH J€TaJblo:
haykTyaluun KpaiiHe pa3dHooGpasHbl MO CMOCOGHOCTH Ha-
caenoBatbesl.  ITpopeMoHCTpUpyeM 3TO HAa  HECKOJIbKHX
npumepax. [lepeksouenns tuna cnapusanust a—a, o0yc-
JIOBJIEHHBIE Y TeTepPOTA/IMYHDIX APOXKIKEH-CcaXapoMHULIETOB
NpeAMyTAlHOHHBIMU MOBpPeXKeHusMHU Jokyca MAT, He Ha-
CJIEyIOTCS M HOCAIT JIeTKOo oOpaTumblil xapakrep (Inge-

Vechtomov, Repnevskaya, 1989). Bapuauuu denoruna, xa-
paKTepHble /sl HeIIOJHON I1€HeTPAHTHOCTH, TOXKe He MOTYT
COXPaHATBCA B Psily MOKOJEHHH, HO MIPH 3TOM HEOOPATHUMbI
B oHTOreHesde. ComaTnueckie MyTaluH CnocoGHbl HAC/e10-
BaTbCsl B MUTO3aXx, HO [10JIOBOMY [TOTOMCTBY He MepelaloTcsl.
HakoHell, cxoiHble U3MEHEHHs] MeHETHUECKOro MaTtepuala,
BO3HUKAIOLLME B KJIETKAX 3apPOJbILLEBOro MyTH, YCTOHUMBO
HaCJIelyI0TCsl HE3aBUCHMO OT €110c00a pa3MHOKEHHS.

Takum o6pasdom, nousiThe «(JIYKTyalHOHHAS M3MEHUH-
BOCTb> YKa3blBaeT TOJILKO Ha TO, UTO HAOJII0laeMble pa3yinyKst
SIBJISIIOTCST Pe3YJILTATAMU HEKOH MOJIEKYJISIPHOH CTOXACTHKH.
[Ipn 3TOM OHO He MMEET HelOCPEeICTBEHHONO OTHOLLIEHHS
HU K XapaKTepy MX Hac/Ie[0BAHHUs, HU K UX IIPUPOJIE.

SAKJIIOHEHWE

B coortBercTBHM ¢ KaIaccHUecKOH KOHIEMIHMEH H3MeH-
UMBOCTH, (DEHOTHIT OpraHu3Ma 0OyCJIOBJeH TpeMsi (PaKTo-
pamu: reHOTHIIOM, CTaauell Pa3BUTHSI U YCIOBHSIMH CPEJIbl.
MB&I Tokasaiiu, 4to 3TH npeJicTaBientst TpebyioT nepecMoTpa.
CyliiecTByeT ellle 0O/IMH pakTop — MOJIEKYJIsIpHAs CTOXACTH-
Ka, TO>Ke CMOCOGHBIN 3aMeTHO BJMATH Ha (enotur. [Tosto-
My, TOBOPSI 0 MPUUMHAX (PeHOTHITHUECKUX Pa3JIUUMEL, Crefy-
eT BBIIEJATh He TPH, KaK ObIJIO MPHHSITO paHblile, a YeThIpe
(hopMBbl H3MEHUMBOCTH: F€HOTHIHYECKYIO, OHTOreHeTHdeC-
KY10, MOIM(DUKALIHOHHYIO U (DJTYKTYal[HOHHYIO.

J1aHHBIH TTOIXO/ OTJIMYAETCST OT TPAIUIHOHHOTO HE TOMb-
Ko 106aBeHHeM HOBOH (pOPMBI H3MEHUMBOCTH, HO H KOHK-
pertusanueil «crapoix» (Taba. 2). B pesyasrate MX MOKHO

Tabauya 2
Pasnoo6pa3sue ¢opm U3MEHUMBOCTH, KIacCUULMPYEMbIX 1O (pakTOpam, onpenesiiouium GpeHoTun
TpeGoBauus ist 4eTKOro
Hel’lOCpe}lCTBeHHaﬂ MpUYrHa o [l1aBHOE OT/IHUHE
dopma H3MEHUUBOCTH o BbIUJIEHEHHsT JAHHOH POPMBbI .
CbeHOTI/lI'lH'-IeCKHX pasnaniun OT TPaJUIITHOHHOHN K.ﬂaCCl/lel/lKaLlHH
M3MEHYHBOCTH
He 3axBatbiBaet
BblpaBHEHHOCTD 110 CTajIlH pasHooOpasue eHOTHIIOB,
Pasnoo6pasue opranuamoB 1o OHTOT€He3a M yCJOBHSIM CPEJibl, 00ycJI0BIEHHOE H3MeHeHHEM
[enorunuueckas UCXOOHBLM HACIIECTBEHHDBIM OTCYTCTBHE (UIYKTYallMOHHOH HacJ/1e/ICTBEHHbIX 3a/1aTKOB B
3aJlaTKam NU3MEHUYHUBOCTH 110 UCCJIeyeMOMY paMKax OHTOFEHGTHHECKOﬁ,
MPU3HAKY MOIM(UKALIMOHHOF HJTH
(JIyKTYallMOHHON M3MEHUMBOCTH
BblpaBHEHHOCTD 110 TEHOTHITY He 3axBarbiBaet pasHooGpasue
OlToreleTiecKast 3akonomepHobLe U3MEHEHHSI B | M YCJIOBUSIM CPEJibl, OTCYTCTBHE theHOTHIIOB, OOYCIOBIEHHOE
XOJ€ UHIUBUAYaJIbHOTO PA3BUTHSA Cb.ﬂyKTyaLlHOHHOf;I HN3MEHYHUBOCTH C.Hy'-[aﬁ]—lblMH H3MEHEHUAMH B
110 HCCylelyeMOMY MTPU3HAKY OHTOreHe3e
He saxBatbiBaet pagHooGpasue
BblpaBHeHHOCTb 10 TEHOTHUITY U
(heHOTHIIOB, HHJLIUPOBAHHOE
PasHble demepmunupyrowjue | CTaguu OHTOreHe3a, OTCYTCTBHE
MonundukaunoHHast . . . HeHarpaB/IeHHbIMY BHELLIHUMH
BO3JIEUCTBUS BHELIHEN CPE/bl Cl).}]yKTyaLlI/IOHHOI/I U3MEHUYHBOCTH o
BO3/IEACTBUSIMU HJIH 0GYCJIOBJIEHHOE
10 HCClelyeMOMY [TPU3HAKY
BHYTPEHHUMH MPHIHHAMU
MHCBLIBAET pa3HooOpasne
0] 6
CToXacTHKa MOJIEKYJISIPHBIX BblpaBHeHHOCTD MO TEHOTHITY,
(1)EHOTI/II'IOBY He OXBaTbIBaemMoe
DykTyaunoHHast NpoLEeCCoB (KaK CMOHTAHHbIX, TAK | CTaHH OHTOreHe3a U YCJIOBHSIM . .
H HHIYIHPOBAHHBIX) cperp! TPAAULIMOHHON KOHLIETTIUEeH
Y H3MEHYHUBOCTH
* — JKupHBIM KypCcHBOM BblIeJIEHbI 3JIeMeHTbl (POPMYJIMPOBOK, YTOUHSIOLIHE CYTh KOHKPETHOH (hOPMbI M3MEHUMBOCTH 110 CPAaBHEHHIO
C TPAIMLIMOHHOM KJ1acCH(pUKaLeH
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JOCTaTOYHO YETKO pa3rpaHUunThb. TpaMLIMOHHASA CXeMa 9TO-
ro He M03BOJIs/IA, YTO B KOHEUHOM HUTOre H PUBEJIO K [y6o-
KHM TPOTHBOPEUHSIM.

OnHo U3 MPeIoKEHHBIX HAMH YyTOUHEHHH KacaeTcs CyTH
TOHSITHST «T€HOTHIT». MBI TPaKTOBa/IM JaHHOE MOHSITHE KaK
COBOKYIHOCTb MCXOJHbIX HACJIe[CTBEHHbIX 3aaTKOB Opra-
HU3Ma, YTO HAMHOTO ylauHee KJIacCHUeCKOH (pOpMyJTHPOBKH.
Ho torna HenzGexKHO BCTAeT ellle OAMH BOMPOC: KaK Ha3bl-
BaTb COBOKYIHOCTH HACJIEACTBEHHBIX 3a/laTKOB, Xapakrep-
Hble JYIsl OJIHOTO M TOrO K€ OpPraHu3Ma, HO OTJIMYaloLLuecs
OT MCXOIHbLIX (T.e. FeHOTHUNA) B pe3yJ/ibTaTe COMAaTHUECKHX
MyTaLMi, TeHOMHBIX [epecTpoeK, MoTepb XPOMOCOM, MO-
Jqunonuu ¥ T. 1.2 [Toaxonsiero TepMuHa B reHeTHUECKOM
JIEKCUKOHE HeT. B cBsi3u ¢ 3TUM, Mbl BBOIMM HOBOE I1OHSI-
THE — «A10KaabHble depusamol eeHomuna». OHO IpUMe-
HUMO He TOJIbKO K CJIO2KHbIM MHOTOKJIETOYHLIM OPraHu3MaM,
HO U K 11eJIOMY PSIly OTHOKJIETOUHBIX, HAaTpuMep, K HH(y30-
pusiM (B TaHHOM CJlydae B KauecTBe JIOKaJbHOTO JepHBaTa
reHOTHIIA BLICTYIIAET COBOKYITHOCTb HAC/1€CTBEHHBIX 3a/1aT-
KOB MaKpOHyKJieyca).

MHorue JoKajbHble AepPUBAThl JOCTATOYHO CTAOUJIbLHD,
HO HEKOTOpble OKa3blBAIOTCSl KpaiHe HeJ0JrOBEYHbIMH.
Onna ns npuunn — KpaTtkoBpeMenHsle uamenenust JJHK,
CBsI3aHHble C BO3HHKHOBEHHMEM MHPHUMHAMHOBBIX JTHMEPOB,
BbIMaJeHHEM OT/E/bHBIX a30THCTHIX OCHOBAHHH U T. 1. O6bIU-
HO TaKKe H3MEHEeHHs yCIeLHO PaCo3HaloTest i ObICTPO YCT-
PaHAITCA CUCTEMAMH penapauun 0e3 Kakux Obl TO HUA ObLIO
nocaeacTBui ana opranusma (Coiidpep, 1997), Ho uHOr-
Jla ycreBaloT oTpasuthest Ha genorune (Inge-Vechtomov,
Repnevskaya, 1989). CooTBETCTBEHHO, MOHATHE «JIOKAJb-
HBIE JIepUBAThl FeHOTHIA» TIPUMEHUMO JIayKe K rarIonIHOMY
OJIHOKJICTOYHOMY OPraHU3MY C TE€M JIMLLb HIOAHCOM, YTO peyb
HJIET O JIOKAJIbHOCTH BO BPEMEHH.

OueBnaHO, UTO B CBETE MPEAI0KEHHONH HAMH KOHIEMIHH
TpeOyeT YTOYHEHHs U [OHATHE «HOpMa peakuun». Ho sra
TeMa BLIXOJUT 3@ PAMKH JJaHHOM cTaTbk 1 GyleT paccMoTpe-
Ha B NOCJEYIOLHX MTyOJHKALUAX.

YToO6bl BEIUJIEHUTD OTTPEeeHHYI0 POPMY H3MEHUHBOCTH
HeoOXOIMMO UCKYCCTBEHHO BBIPOBHSITH TPH (haKkTopa U U3y-
4aTb Pa3JiMuus, BbI3BaHHbIE BapbHpPOBAHHEM YETBEPTOrO.
Onnako Takast CHTyalust He BCerja A0CTHxKUMa. B yacTHoc-
TH, KOJIMYECTBO MATEH HA TeJle Y MOAHTepa KOHTPOJHpPYeT-
sl a/IeNISIMU TeHa S, SKCIPECCHBHOCTb KOTOPBIX I0BOJBHO
cuneto Bapeupyet (Little, 1957). Mbl nabmonaem 3nech
covyetanue JByX (hOPM M3MEHUHBOCTH (T€HOTHIMHUYECKOH
1 JyKTyalHOHHOMN ), U KaK pa3rpaHUINTb HX — HEOUEeBHJIHO,
Be/lb HEM3BECTHO, CKOJIBLKO I51TeH Y KOHKPETHOI0 OpraHu3ma
00YCJIOBJIEHO CJYYAUHBIMU COOBITHSIMHU, @ CKOJIbKO — T'€HO-
tunoM. TeM He MeHee HOBast KOHLIEMNLUS cpabaTbIBAeT U TYT.
KoJsinuectBo nsTeH Ha Tesle KOHKPETHOH 0COOM siBJIsleTCs
IPSIMBIM PE3YJILTATOM MOJIEKYJISIPHON CTOXaCTHUKH, a POJlb
reHOTHIIA Peasi3yeTcsl COBEPLUEHHO MHAue: OHA 3aMeTHa
HE Ha YpPOBHE OTJEJIbHOIO OpPraHHu3Ma, a TOJIbKO Ha ypOBHe
KPYITHBIX COMOCTaBJSIEMBIX BBIOOPOK B BHJI€ CTATHCTHUECKHX
pazanunil Mmexxay HuMH. baaronaps 6osbiomy o6beMy Hc-

MoJIb3yeMbIX BbIGOPOK MPOUCXOUT HEKOe «ypaBHUBAHHE»
CJly4aliHbIX COOBITHH, U B UTOre BBIYJICHSAETCS MUMEHHO Tre-
HOTHUTHYEeCKasi U3MeHUMBOCTb. [losyqyaemble naHHblE, KO-
HEYHO, JIOBOJILHO pacCIl/IbIBYaTLl, HO O0Jiee YETKHI aHa/n3
31eCh HeBO3MOXKeH. CXOIHbBIH MPUHIIMIT BIOJHE NMPUMEHHM
M B JIPyTHX CHUTyalMsiX, TJle COBMECTHO MpOSIBJSIIOTCS JIBE
pasHbie (hOpMbl UIBMEHUHBOCTH, OJIHA U3 KOTOPBIX — (DJIyK-
TyalHoHHasl.

Oco6oro BHUMaHUSI 3aCJyKUBAeT TO OOCTOSITE/IbC-
TBO, 4TO (aKTOPHI, OMpesensionine (GeHOTHI OpraHu3Ma,
HEe MMEIOT KECTKOH NPUBS3KH K MOJICKYJISPHOH MPUPOJE
WIH K XapakTepy Hac/eL0BaHUA BO3HHUKAIOLIMX PA3JIHUHHL.
DTOT BBIBOJL MOJIHOCTBIO COTJIACYETCsl ¢ Halllel KOHLIENIUeH,
B COOTBETCTBHH C KOTOPOH pa3Hble acreKThbl M3MEHUMBOCTH
ABTOHOMHBI JIPYT OT JIpyra 1 TpeOYIOT OTAe/bHBIX K1acCuhH-
kauu# (Tuxonees, 2012 a). Takum o6pazom, MoJyueHo ele
OJIHO BarKHOE MOATBEPXKJICHHE CITPABEJIMBOCTH MTPEIOKEH -
HOM HAMH KOHIEMUMH H3MEHYHBOCTH.
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% SUMMARY: Phenotype determining factors are critically ana-
lyzed. It is shown that these factors are four: initial hereditary ma-
terial of an organism, ontogenetic regularities, directional envi-
ronmental influences, and molecular stochastics. As a result, four
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