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deHOTUTTHYECKAS TUTACTUYHOCTh (CITOCOOHOCTh OJHOTO TEHOTHUIIA MPOU3BOANTh pa3HbIe
(GeHOTHUITBI B 3aBUCHMOCTH OT YCJIOBUIA) UTPAeT B 3BOJIOLMM BaXKHYIO, HO IO CUX TIOp CJ1abo
M3YYEHHYIO 1 YaCcTO HeJooleHBaeMylo posib. Kak aganTuBHas, Tak M HeananTUBHAsK (heHOTH -
MUYecKast TIaCTUYHOCTD BJUSIET Ha CUJIy M HANPaBJIeHHOCTh 0TOOpA, AeMCTBYIOIIETO Ha MOIMy-
JISIUUIO0, U MOXET, B 3aBUCUMOCTU OT CUTYyalluU, YCKOPSITh WY 3aMEIATh aJalITUBHYIO BOJIIO-
1110, TUBEPTeHIINI0 U BUAooOpa3oBaHue. DeHOTUIMYECKAS TIJIACTUYHOCTh TaKXKe BJIMSIET Ha
HarpaBJIeHHOCTh 3BOJIIOIIMU, TTPUYEM HaIpaBJieHUE TIaCTUYECKUX U 3BOJTIOLIMOHHBIX U3MEHE-
HUI MOXET COBMamaTh (TeHeTUIeCcKast aCCUMWIISIIINS), a MOXKET ObITh MPOTUBOTIOJIOXHEIM (Te-
HeThdecKast KomrieHcanus). Oco6oit ¢opMoil (peHOTUIMMIECKON TIJIaCTUYHOCTHU SIBIISIIOTCS M3-
MeHeHUus1 (heHOTUIa OpraHU3Ma-X03s1Ha, OOYCIOBJIEHHbIE U3MEHEHUSIMU CUMOUOTHYECKOM
MHUKpoOUOTHI. B 0030pe paccMoTpeHbl OCHOBHbBIE (hOpMbl (DEHOTUTMYECKON MIACTUYHOCTU U
COBpEMEHHBIE JaHHbIe 00 MX BIMSHMM Ha HaMNpaBJIEHHOCTb M CKOPOCThb 3Bojiouu. Ocoboe
BHUMaHUE yIeJeHO HOBbIM 3KCIIEPUMEHTAIbHBIM TAHHBIM, BKJTIOYAsl pe3yJIbTaThl, MOJTy4YeHHbIS
B XOZIe TOJITOCPOYHOTO 3BOIIOIIMOHHOTO 3KcTIiepuMeHTa Ha Drosophila melanogaster, TipoBoIu-

MOT0 Ha Kadeape OMOJIOrnuecKou 3BOIIONNM Oroiorndeckoro ¢akynsrera MI'Y.

KioueBble ci10Ba: heHomunuueckas nAACMUMHOCHb, MOOUDUKAUUOHHAS UBMEHYUBOCb, 360~
AUUA, adanmayus, ousepeeHyus, 2eHemu4ecKkas AcCUMUNSYUSL, FIKCNEPUMEHMAAbHAS F60NH0ULSL,

0030p.

®eHoTunMUecKoi ImacTUIHOCThIO (DIT) Ha3wI-
BalOT CIIOCOOHOCTb OJHOTO U TOTO K& FeHOTUIIa MPO-
U3BOJUTH pa3Hble PEHOTUIBI B 3aBUCUMOCTH OT yCJIO-
Buit cpenbl. PI1 B TOIT MM WHOM Mepe TTOABEPKEHEI
MPaKTUYECKNU BCE MPU3HAKU, IMOCKOJbKY (HEHOTUI
B LI€JIOM M BCE€ €ro KOMITOHEHThI Pa3BUBAIOTCS B XOJIe
OHTOTE€HE3a B Pe3yJibTaTe CJI0XHOTO B3aUMOIECTBUS
TeHETUYECKMX U CpeloBhIX (hakTopoB [1], a Takxke
“OHTOreHeTu4ecKoro iyma” [2].

Baxnast sBomonmonHast ponb ®@I1 nomuepkuBa-
Jlach paHHMMHU DBBOJIIOLIMOHMCTaMU [3—35], omHaKo
B JaJIbHENIIIEM OHA YacTo HeJ0oleHUBaIach. [TocKob-
Ky (peHOTUNMYeCK1E UBMEHEHUSI, BbI3bIBa€MbIe CPEOi,
He CKa3bIBaIOTCsl HETOCPEACTBEHHO Ha MepeaaBacMbIX
MOTOMKAM I'€HaX XU HE MOTIYT ObITh HAIPSIMYIO “BIIM-
CcaHbl” B T€HOM, TEOPETUYECKUE PAOOThl U yUEOHUKU
Mo 3BoJifoluu Hepeako He yaensuii PIT moykHOro
BHUMaHus [1]. B nocnenHee Bpems cpeay 3BOJIOLIMO-
HUCTOB HaMETWJIOCh Bo3poxkiaeHue uHTepeca K PII
[1, 6—9], B TOM uicC/ie B paMKaxX HOBOI AMCLIMILIMHBI —
9KOJIOTMYECKOI OMOJIOTMM Pa3BUTUSI (3KO-IEBO), U3yda-
Io11Iei BIMsSIHUE cpelibl Ha oHToreHes [10—11].

DKCIepUMEeHTATbHOE N3yYeHKEe 9BOTIOIMU — OBbICT-
PO pa3BUBAIOILIEECS HAIIPABJIEHUE, CIIOCOOHOE MPOJIUTD
CBET Ha MHOTHE CITIOPHbIE BOMIPOCHI, BKJIIOUasi 3BOJIIO-
myoHHYI0 poib PIT [12]. OnHako 3KcnepuMeHTaIbHO
TTOATBEPKAEHHBIX cirydaeB BaussHus ®I1 Ha ckopocTh

W HaIIPaBJICHHOCTH 3BOJIIOIIMU IO CUX IOP M3BECTHO
HeMHoro. B nanHoM 0030pe MBI PaCCMOTPUM OCHOB-
Hele (hopMbI DPI1, KOTophle MOXKHO KITaCCU(DHUIMPOBATH
0 WX BJIMSIHMIO Ha IIPUCIIOCOOJIEHHOCTh M OOIIMIA
YpOBeHb (DEHOTUITMYECKON U3MEHYMBOCTU, U 0OCYAUM
WX 3BOJIOLIMOHHYIO POJIb, YIS 0c000e BHUMaHUE
HOBBIM 3KCIIEPUMEHTAIbHBIM JaHHBIM.

1. O1oop u PII

EcrecTBeHHEBII OTOOD SIB/ISIETCS TJIaBHBIM (haKTO-
POM, OIpEAEISIONIMM 3BOJIOLMIO MOIMYJSIIIUA 1 BUIOB.
ITon ero Bo3aelicTBMEM MEHSIETCSI TEHHBIM COCTaB TO-
MyJSLUA, YTO SBJSETCS KJIIOYEBBIM MOMEHTOM 3BO-
JIIOUMOHHBIX U3MEHEHUI. DTU TpeJACTaBAeHUs ObLIU
JIETAJIbHO pa3pabOTaHbI ellle B paMKax KJIACCUYECKOMN
CUHTETUYECKO! (UM TeHETUYECKOI) TEOPUM 3BOTIOLIUN
(CTD), cioxusiieiics K cepeanHe XX BeKa B pe3yiib-
TaTe CMHTe3a FTeHEeTUKU U JapBUHK3Ma. B mpocTeiimmx
9BOJIIOLIIMOHHO-TEHETUUECKUX MOJENSIX OTOOp Hero-
CPEICTBEHHO BO3IEMCTBYET Ha T€HBI, U3MEHSS UX Yac-
TOTHI B nonyJsiiuu. OJHAKO cieayeT YUYUThIBaTh, YTO
B ICHCTBUTETLHOCTH (DEHOTHII pa3BUBACTCS B PE3YiTh-
TaTe CJIOXHOIO B3aMMOJAEMCTBUS T'€HOB U Cpelbl, a
OIIEHKa OTOOPOM TEHOTHIIOB OOBIYHO ITPOVCXOIUT
B XOJI¢ B3aMMOJIEHCTBUS 0COOEH, T.6 OTOOP MJIM DJIU-
MUWHalKs TeHOB ompene/isieTcsl B3auMOoIecTBUEM (de-
HotumoB. [Ipocreiimne Momean MPUMEHUMBI JIUIIbH
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TOrAa, Koraa IposiBJIEHUE MPU3HAKOB, T.€. (heHOTHUII,
3aIa€TCSI MCKITIOYMTEIEHO TEHOTUITOM, a BHEIIIHSISI Cpea
M OHTOTEeHE3 HE CKa3bIBAIOTCS HAa UX U3MEHUYMBOCTHU.
DOTOMY TPEOOBAHUIO YAOBIETBOPSIOT JIUIIIb TAaK Ha3bl-
BaeMble “MeHIIeNeBCKUe” TPU3HAKU, IS KOTOPBIX Xa-
pakTepHO IPaKTUYECKU OJHO3HAYHOE COOTBETCTBUE
MEXIy TeHOTUIIOM U (eHOTHIIOM. B mpupone takue
MPU3HAKU BCTPeYaroTCs KpaliHe peako. B momasisiio-
1IeM OOJIBIIIMHCTBE CJIydyaeB Ha IPOSBICHUE MPU3HAKA
MOMMMO TE€HOTHUIIA BJIUSICT BHEIIHSISI cpefia U OCOOEeH-
HOCTU OHTOIeHe3a.

Hx crporoe cooTHOIIEHUE OMUCHIBAETCSI B OCHOB-
HOIT MOJIeJIM T€eHETUKMU KOJIMYECTBEHHbBIX NTPU3HAKOB,
KOTOpas IpeanojaraeT, YTo KOHKPETHOE BhIpaxKeHUE
(3HayeHUe) MpU3HAKa 0COOM 3aaeTCsl €€ TEHOTUIIOM,
HO MpU 3TOM BO3IEUCTBUE HET€HETUYECKUX (haKTOPOB,
BIMSIIOIIMX HA XOJ OHTOTeHe3a, CMEeIlaeT 3TO 3Have-
Hue. Taknx (pakTopoB, KaK BHEIIHUX, TaK 1 COOCTBEH-
HO OHTOI€HETMYECKMUX, MOXET OBITb MHOXECTBO, U
TOra BKJIAA KaXXIOro U3 HUX OKa3bIBACTCS CIyYallHbIM
1 He3HAYUTEeJIbHBIM. B pesynbraTe pacmpeneiacHue
(beHOTUIIOB MpHU 3aJaHHOM T'€HOTHUIE JOJKHO UMETh
BUJ HOPMAJIbHOTO pacIIpele/IeHUsI C OMIpeacIeHHOMN
mucriepcueir [13]. Dra nucnepcus u OyIeT SIBASIThCS
mepoii PI1, NoCKOIbKY OTpaXkaeT CTereHb YKIOHEHUSI
(¢eHOTHUIA TIpM 3aJJaHHOM T'€HOTHUIIE.

M3 reHeTUKN KOJWYECTBEHHBIX MTPU3HAKOB TaKXkKe
M3BECTHO, UYTO BeJIMYMHA OTBETA Ha OTOOP, T.€. CeleK-
LIMOHHBIN CABUT, OMPEAe/seTCS OTHOILICHUEM alIUTUB-
HOW T€HETUYECKON M3MEHUYMBOCTU K HETEHETUYECKOMN
n3MeH4YMBOCTU. IlocaemHsiss, Mo CYIIEeCTBY, 1 MOXET
paccMmaTpuBaThes B KauecTBe Mepbl DI1. Eciim PIT o
JTaHHOMY IIPU3HAKY OTCYTCTBYET, TO OTOOP HEIIOCpe/I-
CTBEHHO BO3JCICTBYET Ha TEHOTUIIbI, U CEJCKIIMOHHBIN
cIBUT OyneT OOJIbIIMM. DTOMY YCJIOBUIO COOTBETCTBY-
IOT YIIOMSIHYThIE BBIIIE “MEHJEIEeBCKUE” IIPU3HAKU.
Ho B GosbIIMHCTBE clydyaeB Ha MpOsIBJICHHE TTpU3HAaKa
OKa3bIBaIOT BIIMSIHIE KaK TeHETUIECKIE, TaK I HETEHEe -
TUYeCKHUE (DaKTOPhI, TTOATOMY B MOMYJISILIMU HaOJIO-
JlaeTCsI KaK TeHeTUYecKasl, TaK 1 HereHeTu4YecKasl 13-
meHunBOCTh (PI1). B pesynbrare B 0611eM cirydae OI1
YMEHBbIIIAeT OTBET Ha OTOOP, MPUYEM HE3aBHCUMO OT
HarpaBJIeHUs IEUCTBUS ero BeKTopa.

IIpuBeneHHas BbIllIE MOIE/b IIPEAIOJaraeT OaHO
BaXKHOE JOITYIIICHNE: HereHeTnIeCKre (DaKTOPhI, BO3IEH-
CTBYIOLLIME HA TIPU3HAK, MOJYMHSIIOTCSI HOPMAJIbHOMY
pacrpeneieHuo. B pe3yibrare cuibHbIE OTKJIOHEHUS
MpU3HaKa MpyY 3aJaHHOM FeHOTHUIIE BCTPEYaroTCs 3Ha-
YUTEJIbHO pexXe, YeM Majible OTKJIOHEHUS, a HallpaBJie-
HUS OTKJIOHEHUI CUMMETPUIHBI OTHOCUTEIIFHO Cpel-
HEro 3HaYeHUs1, KOTOpoe 3aJaeT reHoTur ocodu. 1o atoit
OpUYMHE CYMMapHO CMjIa BO3ACUCTBUS (DaKTOPOB,
YBEJIMUYMBAIOIIUX 3HAUCHWE MPU3HaKa, JOJIKHA OBbITh
paBHOI cuJie BO3AEMCTBUSI (DAKTOPOB, YMEHBIIAIOIINX
ero 3HaueHue. Mojenb Takxke IoApa3ymMeBaeT, 4TO
y 0co0eii ¢ pa3HBIMU T€HOTUIIAMM JOJKHBI OBITh OJIN-
HAKOBBIE OTKJIOHEHUSI IIPY OAMHAKOBOM BO3ACHCTBUU
Ha UX OHTOTeHe3 BHEITHUX (haKTOPOB, T.€. Y HUX JOJIK-
Ha GBITh oguHakoBast OI1.

B peanbHBIX TOMyJSILIUSAX HaOIIOJAIOTCS CYIIE-
CTBEHHbIE OTKJIOHEHMSI OT JaHHOTO OOIlero ciyyas.
Bo-niepBbIX, pasHble T€HOTUIIBI MOTYT MO-pa3HOMY
pearupoBaTh Ha BHEILIHUE BO3IEHCTBUSI, T.€. pa3HbIC
reHOTUITbI 00magaT pasHoii AI1. Bo-BTophIX, Xapak-
TE€pP BO3NEUCTBUS HETEHETUYECKUX (DAKTOPOB MOXET
He TOAYMHATLCS HOpMaJIbHOMY pacmpeneieHuto. Ha-
MpuMep, MOy MOXET 3aHUMAaTh JIBE WU OoJiee
CWJIBHO pa3INyarolInecst 5KoJorMueckre HUIIM, a HUALIU
C TIPOMEXYTOYHBIMU YCIOBUSIMU MOTYT OTCYTCTBOBATb.
B pesynbrarte pacnpeneneHue MpU3HAKOB y ocoleil npu
33JaHHOM T€HOTUIIE MOXKET MPUOIMKAThCS K JUCKPET-
HOMY, a HE HOPMaJbHOMY THIIY, ITOCKOJbKY Ha (op-
MUpOBaHUE MPU3HAKa OyIyT BO3/1ECTBOBATh TOJbKO
CUJIbHO pazjuyaroliuecs JUCKPETHbIe (DaKTOpbl BHEIII-
Heli cpenbl. Eciu peuyb uueT o mpoluecce aganTtaiuu
K HOBBIM YCJIOBUSIM OOWMTaHUS, TO HarpaBiieHUe ¢e-
HOTUITMYECKOTO CIBUTa B Pa3HbIX YCJIOBMUSIX MOXET
COBIIaJaTh WM HE COBIaAaTh C HaMpaBjJieHUEM O0TOOpa
B HOBOIi HUIIIE WJIM OHO BOOOIIIE HE OYAEeT C HUM CBSI-
3aHo. [1pu Takom momxome poib PIT nmpeacrasisieTcs
HE TaKOM OJHO3HAYHOM, KaK 3TO ObLIO paHee OIMCAHO.
Huxe OynyT 6osiee moapoOHO pacCMOTPEHBI pa3iny-
Hble BapUaHTbl COOTHOIIEHUs MEXAy HampaBjieHUEM
®IT u BekTOpaMK OTOOpA B XOJIe amanTalliy K pa3jiu-
YaloIIMMCS YCIIOBUSIM OOUTAHMUSI.

Poinb ot6opa B popmupoBanuu DI usyyeHa He-
JIOCTaTOYHO, a CYLIECTBYIOLIUE JaHHbIC UMEIOT OTPHI-
BOUHBIU xapaktep. Hanpumep, Obl10 moKa3aHo, 4TO
rojoBacTUKu Rana sylvatica, BOCTIUTaHHbBIE B MIPUCYT-
CTBUM JIMUMHOK CTPEKO3, JIEMOHCTPUPYIOT CABUT TEX
Ke (DEHOTUTTUYECKUX TPU3HAKOB U B TOM XK€ Harpas-
JICHUM, B KOTOPOM TIPOMCXOAWUT CIABMUT B pe3yJibTare
IuddepeHInaIbHON IMMUHALMY, €CJIM JIMYMHKAM
CTPEeKO3 MpeaocTaBlIeHa BO3BMOXHOCTb IMUTAThCS TOJI0-
BacTukamu [14]. T.e. oTOOpPY oKa3anmnch IMOABEPKEHBI
HauOoJee TUIAaCTUYHBIE TPU3HAKU. ABTOPHI JIeNaloT
BBIBOJI, YTO TUIACTUYHOCTb MPU3HAKOB OMpeaessieTcs
HaJIMYMEM WIM OTCYTCTBUEM XHUIIHUKOB B BOJOEME,
MOCKOJIbKY TOJIOBACTMKM, BOCITUTHIBABIIMECS B TPU-
CYTCTBUM JIMYMHOK CTPEKO3, UMEIOT 0oJjiee HU3KUE TO-
Ka3aTesu KU3HECTIOCOOHOCTH, YEM TOJIOBACTUKHU, pa3-
BUBaBLIMECS U30JMPOBAHHO OT 3TUX XUII[THUKOB.

Db heKTUBHOCTD BIMSIHUS 0OTOOpa Ha YMEHBIIICHUE
®I1 6bI1a TPOAEMOHCTPUPOBAHA B CEPUU DKCIICPHU-
MEHTOB C pacTeHussMu Arabidopsis thaliana, KoTopbie
BBIPAIIMBAJIM B PA3TMYHBIX YCIOBUSIX 3aTeHEeHU [15].
OnbIT ObLT MOCTaB/IeH B YEThIpeX BapUaHTax: pa3BUTUE
pacTeHus MpU NOCTOSIHHOM 3aT€HEHWU, pa3BUTHE O€3
3aTeHEHMsI, 3aTeHeHUE 0 BbIXOJa PAaCTeHUsI B CTPEJIKY
C TMOC/EAYIONIMM pa3BUTHEM Oe3 3aTeHEeHUs, pa3BUTHE
0e3 3aTeHEeHMSsI O BbIXO/Aa B CTPENIKY C MOCAEAYIOIINM
3aTeHeHueM. OKas3ajioch, UYTO y ONHUX MPU3HAKOB MO-
JIOXUTEJIbHBIN CEJIEKIIMOHHBINM CIBUT COMPOBOXIAJICS
ymenbeHueM @I, a y Apyrux oTpUIaTeIbHBIN CeleK-
LIMOHHBIN CABUT He compoBoXKaaics uameHeHueM @I1.

B HEKOTOPBIX BOJIIOIIMOHHBIX SKCIIEPUMEHTaX Ha
JIpo3o(uiie 1 MbIlIax ObUIO ITOKAa3aHO, YTO B XOI€ OT-
0opa npoucxonuT noseieHre PI1 o orébupaeMomy
Mpu3HaKy [16]. ABTOpHI IIpeAIIoaaralT, 4YTO B 3TOM
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cliyyae oTOOpY MOTYT IOABEprarhesl ajljiejiu, odecrne-
yyBatonue Boicokyio OII.

HakoHen, MaTremMaTuyeckre MOJEIU MPEACKa3bi-
BaloT coxpaHeHue PI1 Ha HU3KOM ypOBHE IO TIPU-
3HaKaM, CBSI3aHHBIM C TIOJIOBBIM OTOOPOM, KOTOPBIi
o0ecreunBaeT COOTBETCTBUE MOJIOBBIX MApPTHEPOB TP
criapuBanuu [17].

K coxaneHuto, HeJoCcTaTOK (paKTUYECKUX JaH-
HBIX B HACTOSIIIIEe BpeMsI He MO3BOJISIET OMUCATh 3aK0-
HoMepHocTU popmupoBanust PI1 nmox neiicTBUEM OT-
00opa M MHBIX 3BOJIIOLIMOHHBIX (PAKTOPOB.

2. BausiHue cpebl HA YCTOWYMBOCTb OHTOrEHE3a
1 U3MEeHYHBOCTh. CTAOMIM3HPYIOIIAs
u nectadmmsupyomas OII

Konebanust ycmoBuii cpeibl MOTYT BAMSITh Ha YCTOM-
YUBOCTb OHTOTeHE3a U M3MEHSITh MaciluTad HabIoaa-
emoit PI1. DT M3MEeHEeHUsT MOXHO TPaKTOBaTh Kak
CTAOMIM3UPYIOLIYIO (KaHATU3UPYIOIIYIO) UK AecTaOu-
Jnm3upymollyio (auBepcudunmpyomryo) OI1. YMepeH-
HbIE CTPECCOBBIE BO3ACICTBUSI CPEeAbl MOTYT CHUXATh
uaMeHYrMBoCTb. Hanpumep, y Caenorhabditis elegans
TEIUIOBOi 110K, TOBBIIIASl YPOBEHb 3KCIPECCUU IlIa-
MePOHOB, MOJABISIET (EHOTUIIUYECKOE MPOSIBICHUE
(CHMXXaeT MeHeTPaHTHOCTh) psiia BPEIHBIX MYyTalluid,
TeM CaMbIM NOBBIIIAs YCTOMYMBOCThL pa3Butus [18].
BT0 cayyail CTaOUIM3UPYIOIIETO CPEIOBOrO BO3MICH-
CTBUS Ha OHTOTeHe3 U (peHOTUI. CTaOMIM3UPYIOIIAs
®IT (kak u apantuBHasg PII, cM. HIKE) CITOCOOCTBYET
HaKOIUIEHUIO CKPBITOI FeHETUYEeCKON M3MEHUMBOCTH,
KOTOpasi MOXET MPOSIBUTLCS TIPU CMEHE YCIOBUM U
MOBBIIIATH IIAHCHI MOMYJISILAM Ha YCIICIIHYIO aJanTa-
LMI0. DKCIePUMEHTaTbHOE TTOATBEPXKICHUE MOJTOXKM-
TEJbHOTO BJIWSIHUSI CKPBITOM M3MEHYMBOCTU Ha MPU-
CHoco0JIeMOCTh OBbLIO TMOJYYEHO B 3BOJIOLIMOHHOM
9KCIMEPUMEHTE Ha UCKYCCTBEHHBIX peIuIMKaTopax —
pubo3MMax, CIIOCOOHBIX K JAPBUHOBCKOM 3BOJIIOLIMU
in vitro [19].

CpenoBble BO3IECTBUS, Hapyllaloliue padoTy
CTaOUJIM3UPYIOLINX MEXaHU3MOB U OOpaTHBIX CBS3EH
B XOJIe¢ OHTOTeHe3a, MOT'YT IPUBOJUTH K IeCTaOMIn3a-
LIMY pa3BUTUsI, YTO MPOSIBIISIETCSI B pocTe (DIYKTYUPY-
foneil acummerpuu [20, 21] MM Bo B3pBIBHOM IPO-
SIBIGHUU CKPBITOM M3MEHYMBOCTH, KOTOpAasi IIPU 3TOM
CTaHOBUTCSI MaTepuajioM st otoopa [22, 23]. Ha-
MpUMeEDp, Y PhIO Astyanax mexicanus, IpeACTaBICHHbBIX
CJITIBIMU TICILEPHBIMU U 3PSTYUMU TTOBEPXHOCTHBIMU
MOMYJISIIUSIMU, TIEPEXO]T U3 MOBEPXHOCTHBIX BOIOEMOB
B IMeElIepHble MPUBOIUT K CHIDKEHUIO SKCIIPEeCcCUu
manepoHa Hsp90. IMoka3zaHo, 4TO KJIIOYEBYIO POJIb
B 3TOM UTpaeT MOHWXEHHAasI 3JIeKTpruUecKasi MpOBOIM-
MOCTb MELIEPHBIX BOJ, XOTSI KOHKPETHbIE MEXaHU3MbI
BIMSIHUS BJIEKTPOIIPOBOAMMOCTU BOJBI Ha 3KCIIpec-
cuio Hsp90 ocranuch HeBbIICHeHHbIMU. CHIUXKEHUE
akcnpeccun Hsp90 BegeT K MposIBICHUIO CKPBITOM 13-
MEHYMBOCTH TI0 pa3Mepy IJ1a3: MOSIBISIIOTCS 0COOU KakK
C Pe3KO YBEIMYEHHBIMU, TaK U C PeaylpOBaHHBIMU
rnasamu (ipumep gectabunusupytomeit AIT). HoBble
(GEHOTUNBI MOTYT OBITh OBICTPO CTAOMIM3UPOBAHBI

PV TIOMOIIIY CKPEIMBaHUI U 0TOOpA: Tak, TOTOMCTBO
OT CKpellMBaHUs 0cobeli ¢ MUHUMATbHBIM pa3MepoM
IJ1a3 JEMOHCTPUPYET 3TOT MPU3HAK Jaxe P HeHapy-
meHHoi akcrnpeccun Hsp90. B nmemiepHbix Bogoemax
0Cco0M ¢ peaylIMpOBaHHBIMU TJa3aMHU MMEIOT CeJleK-
TUBHOE IpeumylnecTBo. [lo-Buammomy, mecTaOuIm-
supytomas @I1 ceirpana KIroueBylo pojib B peIyKIIMU
m1a3 y MellepHbIX TOmyssunii [24].

3. AnantuBnas ®@II kak dakrop,
3aMeJISIOUIMIA IBOTIONHUIO

Ecnu paccMatpuBaTh He YPOBEHb UBMEHUMBOCTHU
B LIEJIOM, 2 KOHKPETHbIE U3MEHEHMSI, C TOU WM UHOMN
BEPOSITHOCTBIO BBI3BIBAEMbBIE CPEIOBBIM BO3JIEHCTBUEM,
To ciayyau @I ymobHO KiaccuduLMpoBaTh MO UX
BJIMSIHWIO Ha MPUCITOCO0JIeHHOCTh. COOTBETCTBEHHO,
®I1 moxeT ObITh HeamaNTUBHOM, HEUTPATLHON WIN
aJanTUBHON (B ITOCJIEAHEM ClIydae TOBOpPST 00 “amamn-
TUBHBIX Moaudukalusax”). Hanpumep, eciu B yciio-
BUSIX IeULINTA TTUIIU MEJIKME OCOOU Pa3MHOXKAIOTCS
a¢deKTUBHEe, YeM KpyIHbIe, TO 3aMeIeHUe pocTa
B OTBET Ha rojiogaHne — 370 amantuBHasg ®I1. Ecou
Xe 0ocobu, CyMeBIlMe, HeB3upas Ha CKYJIHOE IMUTa-
HUE, BBIPACTU OOJIBIIMMU, Pa3MHOXKAIOTCS JTy4llle Me-
KHX, TO XK€ CAMO HEHAacJeICTBEHHOE U3MEHEHUE Clie-
IyeT KiaccuduupoBaTh Kak HeaganTusHyto OI1.

AnantuHast @I1 MoxkeT TOpMO3UTH aAaNITUBHYIO
9BoIoLMI0. EciM MpuU3HaK B HOBBIX YCJIOBUSIX aBTO-
MaTUYECKM CMEIAeTCs B “BBITOAHYIO” CTOPOHY, IIpH-
Omxast (peHOTUI K ONTUMYMY IPU HEU3MEHHOM Te-
HOME, TO BJMSIHUE T€HETUYECKOTO MoJnMopdu3Ma Ha
MpU3HaK OyJeT 3aMacCKMpPOBAaHO afanNTUBHOU Monubu-
Kalue, a JeicTBue oTOOpa Ha ajulesiv, BIUSIOIIME
Ha npu3Hak, oyaer ocnadyneHo. Takum obpazoM, agam-
tiBHast PI1 MoXeT MOIMEHAThL CO0O0I “OOBIUHYIO”,
reHeTUYeCKU OOYCIOBIeHHYI0, aganTanumo [1, 9, 25],
B TOM YMCJI€ B 9BOJIOLIMOHHBIX 9KcniepuMeHTax [16].

CnocoOHOCTD K afalTUBHBIM MOIUMUKAIUSM BO
MHOTUX CJTy4asiX sIBJISIETCSI pe3yJIbTaTOM IMpeAIIeCTBY-
folllel amanTUBHOM 3BojonK [26]. s opraHn3MoB,
0o0UTAIOIIMX B TETEPOreHHON cpefie, CIIOCOOHOCTh TpU
HEM3MEHHOM TeHOMe (QOpMUPOBaTh ONTUMAJIbHBIN
(eHOTUIT B JIOOBIX YCIOBMSIX MOIJIa ObI CTaThb “ujie-
anpHOM anmanTtaiueir”. [ToaToMy oTHOCUTENIbHAS pel-
kocTb agantuBHoit PI1 B mpupone HEKOTOPHIMU aB-
TOpaMM paccMaTpUBaeTCs KaK Mmapanokc, TpeOyomuii
o0bsicHeHus [27]. MoaenupoBaHue MoKa3blBaeT, YTO
MyTh, 110 KOTOPOMY ITOMAET 3BOIIOLMS B T€TEPOTreHHOMN
cpele — B CTOPOHY F€HETUYECKOU nuBepcudUKalum
1 (HOPMUPOBAHUSI MHOXKECTBA CNIEIUATIM3UPOBAHHBIX
¢opm ¢ Hu3koil PII uau B CTOPOHY pacIIMPeHMUsI
HOPMBI peaKIK 1 pa3BuTust amantusHoi DI ripm Mu-
HUMAaJIbHOW T€HETUYECKON NMBEPreHLMU — 3aBUCUT
OT MHOTMX MapaMeTPOB, TAKUX KaK XapaKTep MpoCcTpaH-
CTBEHHO-BPEMEHHOM reTeporeHHOCTU CpeJibl, MOABUXK-
HOCTb M CITIOCOOHOCTh K PacCeJIeHWI0 OPTaHU3MOB, a
TaKKe TeHEeTUYeCcKasl apXUTeKTypa MPU3HAKOB, BIIMSI-
IOIIMX Ha MMPUCIOCO0IeHHOCTS [27, 28].
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4. AnantusHas @II kak dakrop, HANPaBIAIOMIMI
1 YCKOpSIIoImii 3Bosiionmio. [eHeTHyeckas acCUMIISIIMSA

AmantusHass ®I1 MoxeT He TOJIBKO TOPMO3UTH
aZanTUBHYIO 3BOJIIOLMIO, HO U YCKOPSITh W HampaB-
JIITh €€ 3a CYET TAKUX MEXaHU3MOB, KaK TeHeThYecKasi
accumusiuus u 3¢ dext bonaynna [4, 5, 29]. Tenetu-
yeckasi aCCUMUJISILIMS aJanTUBHOIO IJIaCTUYECKOIo
U3MEHEHUsI MOXET MPOM30UTHU IO JeWCTBUEM OTOO-
pa, eciid B MOMYJISILIMU UCXOMHO CYIIECTBYET Hacen-
CTBEHHasl U3MEHYMBOCTb MO CIOCOOHOCTU K TaKoi
Moaudukauuu [30, 31]. YckopeHue ananTMBHO 3BO-
JIIOLMU TIPU 3TOM obOecrieyrBaeTcsl 3a CYET TOro, 4To
HE HYXHO IOXUAAThCs, MTOKAa MPOM30MIET MyTalus,
cMmenaromas peHOTUI B CTOpOoHy onTumyma [1, 32].

[IpennoxeHa ocHOBaHHAasi HA OHTOTEHETUYECKOM
IJIACTUYHOCTU MOJIeJib BUA000pa3oBaHusl, COIIACHO
KOTOpPOI HOBbBI€ aJanTHMBHbIE MPU3HAKM BO3HUKAIOT
CHayvaJla Kak MoIuduKaluu, a 3aTeM MOIBepralTcs
TeHETUYECKOM aCCUMUJISILIMM B MECTaX OOUTAHUSI C ajlb-
TEPHATUBHBIMU YCJIOBUSIMU, YTO MOXET TMPUBECTU K
pacnaay IJacTUYHOIO MPEeaKOBOro Buaa Ha ABa (Uau
0oJiee) crielMaIM3MpPOBaHHbBIX U HETIJIACTUYHBIX BUIA-
noromka [8, 9, 33]. BoaMoxHo, Mo 3Toit cxeme Iijia
BBOJIIOLIMS cajlaMaHAp pona Ambystoma, y KOTOPbIX He
BBIXOJSIIME Ha cylry mneaoMopdHbie (GopMbl U Ha-
3eMHbIe METaMOP(MbI UCXOTHO ObUIU IBYMSI ajJbTepHA-
TUBHBIMU (DEHOTUIIAMM, ONPeAeIsIEMbIMU Cpeoit (pa3-
MEpOM BOJ0OE€Ma); B HaJbHEHIIEM HEKOTOPbIE BUJbI
cTaju obJUraTHbIMU TegomMopdamu, a Apyrue — oo-
JIMraTHBIMUA MeTaMopdamu [34].

Kpome Toro, ®I1 MOXeT ciocoGCTBOBATL BUIO-
00pa30BaHUIO, YCKOPSIS pa3BUTHUE TMPEe3UTrOTUYECKON
PENPOAYKTUBHON M3OJISILMU, €CIU 3aTparuBaeT Mpu-
3HAKM, MPSIMO WJIM KOCBEHHO CBSI3aHHBIE C MTOMCKOM
¥ BLIOOpPOM IT0JI0BOTO TapTHepa [1, 35, 36].

B xone nmpoBoAMMOro HaMu 3BOJTIOLIMOHHOIO 3KC-
nepumeHTa Ha Drosophila melanogaster noaTepauaach
BO3MOXHOCTb OBICTPOI T€HETUYECKON acCUMWISILIMN
aZanTUBHBIX MoAM(pUKaAIM B mpoliecce amanTaluuu
K HeOJIaronpusiTHbIM ycaoBUsIM. [1omOMNbITHBIE TUHUN
KyJBTUBUPYIOTCSl Ha pa3HbIX KOPMOBBIX CpefiaX, B TOM
YlcJie Ha HopMaJibHOM (OaronpusitHoii) cpene H (-
HUsT MH) 1 00eTHEHHOI cpelle Ha OCHOBE KpaxMmalia
K (muaus Mk). Ilepexon HeananTUPOBaHHBIX MyX Ha
cpeny K ctumynupyeT MHTEHCUBHYIO OTKJIAAKY SIMII
MOJIOIBIMUA CaMKaMH, a TaKXKe YCKOPEHHOE PEerpoayK-
TUBHOE CTapeHUe, MOBBIILIEHHYIO CMEPTHOCTb U COKpa-
LIEHUE CpeIHEeN MPOoaOIKUTEIbHOCTH KU3HU. M3 3THX
TUIACTUYECKUX UBMEHEHUI TIepBOe SIBJISIETCS alalTUB-
HBIM, TTIOCKOJIbKY MPU BbICOKOI CMEPTHOCTHU CENEKTHUB-
HOe TMPEeuMYILEeCTBO IMOJy4aloT 0COOM, yCreBarolre
3P @PEKTUBHO Pa3MHOXUTLCSI B MOJIOJOCTH. 3a TOJ
ajanTaluu K odegHeHHoi cpeae (20—25 mokoeHuin)
B JMHUMKU MK mpou3oliljla TeHeTU4ecKasi acCCUMUJIS-
LIUSI TOBBILIEHHOW paHHEH MIOJOBUTOCTU. DTOT MpHU-
3HAaK CTajJl HACJEeACTBEHHBIM U TPOSIBJISIETCS Terepb
Ha 00enX KOPMOBBIX cpefax y MyX MK, B TOM 4ucje
BbIpallleHHbIX Ha cpeae H, a Takke y rubpuimoB oT
ckpeuBaHusg Mk ¢ MH [37].

Crabmm3upyiomii 0T00p, MOBBILIAOIINAMN YCTOM-
YHUBOCTb peajn3aliuy ONTUMAaJIbLHOTO B JaHHBIX YCJIO0-
BUSIX (DEHOTMIIA — HE €IMHCTBEHHBIM BO3MOXKHBIN
MEXaHM3M TeHEeTMYEeCKON acCCUMUISILIUU. ACCUMMIIS-
1ST MOXET MPOMCXOAUTh “IIAaCCUBHBIM” IYTEM B pe-
3yJIbTaTe MYTAallMOHHOM Herpagaliy peryasTOpHbIX
MEXaHU3MOB, TePeKJII0YaloIINX OHTOIeHe3 Ha ajibTep-
HATUBHBIA MyTh (HAIlpUMep, €CJIM OHU JOJITO HE MC-
MOJIB3YIOTCS U3-3a CTAOMJIBHOCTU cpenbl). Moneaupo-
BaHUE 3BOJIIOIIMM OHTOTEHE3a, MPEICTaBIIIeMOTO KakK
CJIOXKHAasl CeThb PETYSITOPHBIX B3aMMOIEHCTBUH, MO-
Ka3ajio, 9YTO BO3MOXKEH IOIOTHUTEIbLHBIN MEXaHU3M,
B OCHOBE KOTOPOTO JIEKUT OTOOpP Ha YCTOHYMBOCTH
(KaHAIM3a1MI0) OHTOTeHE3a KaK TaKOBOro, 0e3 IpHu-
BSI3KM K TOMY, HaCKOJIBKO OJIM30K K ONITUMYMY TTOJTY-
yaroluiicss B urore (eHorun [38]. DTOT MexaHU3M
JOITyCKaeT TEHETMUYECKYIO aCCUMIISIIIAIO HENTpaTbHBIX
MoaudUKaIuii, T.e. BADPMAHTOB IJIACTUMHOTO MPU3HAKa,
KOTOpblE HUYEM He€ JIyylle APYTrUX ero BapuaHTOB U
caMHu I1o ceOe He Jal0T CeJISKTUBHOTO IpermyiiiecTna [31].

HeamanTuBHble MoaucpuKauuuW MOTYT TMOJABEp-
raTbCsl TEHETUIECKOM aCCUMIUISIIIUM, TTO-BUINMOMY,
JIMIIIb 32 CYET “XUTYXaKUHIra”, eCIM OHU CKOPPEIU-
pOBaHBI C TIOJE3HBIMM Ipu3HaKamu. OTHAKO ecTh
OIMH OCOOBIN Ccllyyaii: BOJIIOLIMS YCKOPEHHOIO CTa-
peHusl 1o AeiCTBMEM BBICOKOUW HeuzoupaTelbHON
CMEPTHOCTHU (HarpuMep, Mpy IonagaHuMu B HeOJIaro-
npusatHbele yciaoBus). CokpalligHue MpOAOIKUTEIb-
HOCTH XW3HU B HEOJIATONPUATHBIX YCIIOBHSIX — TIPH-
Mep HeamantuBHOW PII. OgHaKO >BOMIOLMOHHBIN
3P PEKT 3TOTrO MIACTUIECKOTO NM3MEHEHUS HEOOBIUCH:
OHO BBIBOJUT TMO3NHUE CTAAUM XU3HEHHOTO IIMKJIa
WU3-I0J, AEWCTBUS OTOOpA M MO3BOJISIET CBOOOJHO Ha-
KaIlJTMBAaThCS MYTALMSM C TIO3IHO TIPOSBIISIOITUMHUCS
BpeAHBIMU 3¢ deKTamMu (B TOM YKCIie MIEHOTPOITHBIM
aJUTeJISIM, TIOBBIIIIAIOIINM TTPUCIIOCOOIEHHOCTh B MO-
JIOIOCTH 1LIEHO! CHWDKEHUST TIPUCIIOCOOIEHHOCTH B CTap-
IIeM Bo3pacTe). B ycnoBMSIX BBICOKOII CMEPTHOCTHU
BpeIHble 3(P@EKTh TaKMX MyTalWil IIPOCTO HE YCIIe-
BalOT MPOSIBUTLCS B (PEHOTUIIE U MTOITOMY OTOOpP HE
MOXKET ITOMeIIaTh UX HakoruieHuIo |39, 40]. B pe3ynb-
TaTe MPOMCXOIUT IFeHeTHYecKasl aCCUMUJISILIMS Heanar-
TUBHOTO TIJIACTUYECKOTO M3MEHEHUS — COKpAIleHUS
MPOIOKUTETbHOCTH XKU3HHU, KOTOPOE CTAHOBUTCS Ha-
CJIEICTBEHHBIM, TOCJIE Yero OyAeT MpOosBISTbCS Jaxe
B OJIarONpUSTHBIX YCIOBUSIX. B HallleM 3BOTIOLIMOHHOM
BKCIEPUMEHTE 3TO MPOM3OIILIO ¢ MyXxaMu MK, agar-
THPOBABIINMUCS K 00eTHEHHONW KOPMOBOI cpele Ha
OCHOBE KpaxmMaJjia: pe3yJbTaTOM BbICOKOI CMEPTHOCTH
CTaJIo HacJieyeMoe COKpallleHUe TTPOI0KUTETbHOCTH
*ku3Hu [37]. BopoueM, eciii CMEPTHOCTh M30MpaTesibHa
U CYLIECTBYET HACJAEACTBEHHAsI U3MEHUMBOCTD T10 YCTOM-
YUBOCTH K (haKTOPY, BBI3BIBAIOIIEMY CMEPTHOCTD, TO
yCUJIEHUE TOoCeNHel MOXeT MPUBECTU K 0OpaTHOMY
3(deKTy — yBEeIMIESHHIO TTPOIOKUTEIFHOCTH KIN3HI
[41, 42], 4TO MOXHO MHTEPHPETUPOBATh KaK IMPUMEDP
TeHEeTUYeCKOU KoMIIeHCaluu (CM. HUXeE).

HexkoTtopsle poccuiickue 3BOJIOLMOHUCTHI ac00-
JIIOTU3UPYIOT POJIb AECTAOMIU3UPYIOIIEH U afaNTUBHOMU
®I1, monarasi, 9To HOBBIC amaNTallud U BUIBI 6ce2da
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BO3HMKAIOT I10 cxeMe “U3MEeHEHHUEe cpelibl — JecTadu-
JIN3aldsl OHTOTeHe3a — TMOSIBJIEHWE HOBBIX, B TOM
yucse aganTUBHBIX PEeHOTUOB MPU HEM3MEHHOM Te-
HOMe — TreHeThdecKas accuMuisius”. Tak, B padote
IIumkuHa Ha cTp. 181 yTBepkaaercs, 4To “sgoawyu-
OHHble UBMEHEeHUS! HAYUHAIOMCA ¢ (heHomuna u pacnpo-
CMPAHAIOMCS NO Mepe UX cmadusu3ayuy 6 HanpaeaeHuu
2eHoma, a He Haobopom” [43]. DT B3MISIABI TO3ULINO-
HUPYIOTCSI KaK ocobast “3MuUreHeTuyeckas Teopus
9BOJIIOLIMHA” , MPUHIIAIMAIbHO HECOBMECTMMAsI C Kjlac-
CUYECKMMM TIPEACTABICHUSIMU, COINIACHO KOTOPHIM
SBOIIOLIMOHHBIE U3MEHEHMST HAYMHAIOTCS ¢ TEHOTUIA
[43—46]. Ha nHam B3misad, IJ1s1 aOCOMIOTU3ALUU JaH-
HOTO ClIcHapHsl HET OCHOBAHUIA, TIOCKOJIbKY CYILIECTBYET
MHOXECTBO IIPUMEPOB XOPOIIO M3YyYEHHBIX 3BOJIIO-
LIMOHHBIX COOBITUI, KOTOPBIC SIBHO ILIIJIM HE IO 3TOM
cxeMe [47]. Bpsin i ornpaBaaHO M CTOJIb Pe3Koe Mpo-
TUBOITOCTaBJICHNE “AIUTeHETUYECKON Teopun” oOliIe-
MPUHSTHIM B3IJIsi1aM. B aHMIosI3pIUHON JUTEpatype
OYeHb OJIM3KME UAEU M MOAKpEerIsionine nux (pakThbl
00CYXIal0TC B KOHCTPYKTUBHOM KJIIOU€ KaK pa3BU-
BalOILlIKe, HO BOBCE HE OTMEHSIOIIME KJIACCUYECKUE
B3rJIsAabI [1, 8, 9, 48].

5. Heapantusnaa ®II kak ¢akrop,
3aMeIAI0NIUIA 3BOIIOIUI0

IMopooHo amantuBHOM PII, HeamanTuBHasgs @I
TOXe MOXET KaK 3aMeJUISITh, TAK U YCKOPSITh DBOJIIO-
LIMIO B 3aBUCUMOCTHU OT 00CTOSITeNbCTB. [IpocTeiimmii
npumep HeagantuBHoil DI — cHUXXeHUE MIOJOBU-
TOCTHU, CEKCYaJbHOI MPUBJIEKATEbHOCTU, YPOBHS
MMMYHHO} 3aIlUThI WIKA APYTUX BIMSAIOLUIMX Ha TIpU-
CMOCOOJICHHOCTh MTapaMeTpoB (PeHOTUIIA ITPU U3MEHE-
HUU cpeabl. Takue TMIacTUYECKUE U3MEHEHUS] MOTYT
OJIOKMpOBaTh afalTalllio, CTaBs IO YTPO3y CaMO Bbl-
>KMBaHUE TIOMYJISILIMY B HOBBIX YCIIOBUSIX.

Haxe ecliv TIOMyISILMSI BBDKMBET M HAUHET afarl-
TUPOBAThCS K HEeOJAaronpusiTHOM cpene, (GopMUpYO-
mMecs ajanTaldu ToHavaly OyayT 3aMacKMpPOBaHbI
HeaganTtuBHOi PI1. DTO MOXET MPUBECTU K TOMY, UTO
MUTPaHThl U3 OJArOoNpUSTHBIX MECTOOOUTAHUM, HE
UMeIoIIMe TeHETUYECKUX aJanTalluil K JaHHOU cpee,
TeM He MeHee, OyayT mobOexaaTh B KOHKYpPEHLHMU U
BBITECHSITh aAaNTUPOBAaHHBIX aO0OpUreHOB. Mest o Bo3-
MOXHOCTHU TaKOTO MeXaHU3Ma HEraTUBHOI'O BIUSHMUS
HeagantuBHoi Il Ha aganTalyio U IUBEPreHLIUIO
BbICKa3bIBaJIach paHee [9], omHaKO, HACKOJBKO HaM
WU3BECTHO, HE MMeJIa 9KCIIEPUMEHTAJIbHBIX TTOATBEPXK-
neHuii. Ham ynanoch uX MOJyYuTh B paMKax YIIOMSI-
HYTOTO BBIIIIE 3BOJIIOLIMOHHOrO 3KcIepuMeHTa [49].
IMTocne 10 mokojeHUiT 3KCIIEPUMEHTAIBHON 3BOJIO-
LMY JUHUM MH 1 MK NpoAeMOHCTPUPOBAIN Pa3in-
YUl TI0 TIPUCTIOCOOJIEHHOCTH K KOPMOBBIM cpeaam H
u K, kaxymuecs nmapagokcajJbHbIMU: OHU MPOUTPHI-
BalOT B KOHKYPEHLMM 4YyKaKaM Ha “cBoeil” cpene U
nodexaaloT Ha “dyxoil”. MBI NpeaInoaoXuiad, 4To
HU3Kasl TIPUCITOCO0IEHHOCTh MyX MK K cpeae K oObsic-
HsieTcsl MaTepuHCKUM 3ddekToM (“addekToM romomn-
HOIl MaTepu”), TPEACTABISIONIMM COO0OM BapUaHT

HeamgantuBHoi DI1. Bo3amoxHo, Myxu MK B IeiiCTBU-
TeJIbHOCTHU BblpaOoTanu aganTaluu K cpeae K, koro-
pble, OIHAKO, MAaCKUPYIOTCS TEM, YTO CaMKU, BbIpa-
IIeHHbIE HAa OOEIHEHHOU cpene, IPOM3BOMST sidlia
C MEHbIIUM 3aracoM Ie(pULUUTHBIX BELIECTB. Boilea-
IIME M3 TaKUX SUILl JUYMHKU YCIEIIHO Pa3BUBaIOTCS
Ha Ooratoii cpeae H, Ho oTcTaloT B pa3BUTUM Ha 00eI-
HeHHoi1 cpene K. JIist mpoBepKU rumoTe3bl ObLia Olie-
HEHa TPUCHOCODJEHHOCTb MYX, B TEUEHUE OJHOIO
MOKOJIEHUSI BbIpalllMBaBUIMXCS Ha cpeae H c uenbio
ycrpaHeHus: HeagantuBHoil PII. B cooTBeTcTBUU
C OXWIaHUSIMM, IOCIe 3TOW mpoleaypbl Myxu MK
MPOJEMOHCTPUPOBAIM MOBBIIEHHYIO TPUCTIOCOOJIEH-
HOCTb K cpene K mo cpaBHeHHI0 ¢ MH. OTOT pe3yiib-
TaT corjlacyercs ¢ UJeeid 0 TOM, YTO HeaJalTUBHas
®IT mMoxeT MacKMpPOBaTh aJanTalldi0 K HeOJaronpu-
SITHOM cpejie ¥ MPENSITCTBOBATh AUBEPreHIIMU, TTO3BO-
JIsie MUTpaHTaM U3 OJIarOoNMpUSITHBIX MECTOOOMTaHUM
BBIMTPbIBATh B KOHKYPEHLIMU Ha HEOJaronpusTHbIX
cyOcTpaTax y pe3uJeHTHBIX 0COOei, YK€ MMEIOLIUX
ajganTtaiuu K Hum [49].

6. Heaganrusaasa PI1 kak dakTop, yeKopsronmii
apoonuI0. eHeTHyeckas KoMneHcanus

HeapantusHast @I1 MoxXeT He TOJBKO 3aMeISITh
aJanTUBHYIO 3BOJIIOLMIO, HO U YCKOPSTH €€; HallpaB-
JICHHOCTb IJIaCTUYECKUX U 3BOJIOLIMOHHBIX U3MEHEHUI
B 9TOM cJIy4yae OyaeT nmpoTuBornojoxHoi. ITpeanona-
raeMbiif MeXaHW3M OCHOBaH Ha TOM, YTO HeadaNnTUB-
Hast ®II cMmelnaer nMpu3HaK B CTOPOHY, MTPOTUBOIO-
JIOKHYIO ONITUMYMY, TEM CaMbIM YCHJIMBasl ACHCTBUE
otbopa Ha nmpu3Hak. Takoit oTbop Ha3bIBalOT “0OTOO-
pOM TIPOTUB IpaaueHTa cpeabl” (countergradient se-
lection). Hanmpumep, 111 MHOTMX HOMKWUIOTEPMHBIX
>KMBOTHBIX XapaKTepHO 3aMeJIeHrue pa3BUTUSI IIPU I10-
HIDKEHUHU TeMIlepaTyphbl. DTO He CITIOCOOCTBYET aiarTa-
LIMM K BBICOKMM IIAPOTaM, TIe U3-3a KOPOTKOTO JieTa
BBITOTHO, HA00OPOT, pa3BuUBaThcs ObIcTpee. B Takoit
cutyauuu HeagantuBHasg PII crmocoOcTByeT ycuiie-
HUIO OTOOpa Ha YCKOpeHHOe pa3BuTHe. B pesynbraTe
MPOUCXOIUT “TeHeTHUYecKasi KoOMIIeHcalus’: HeaJar-
TUBHBIC TJTACTUYECKUE U3MEHEHMSI KOMITIEHCUPYIOTCS
aJanTUBHBIMM HacJieAcTBeHHBIMU [50]. Tak MOXeT ciio-
SKUTHCSI CUTYallYsl, KOra MOIY/ISILIUKI, analTHpOBaHHbIE
K XXW3HU B XOJIOAHBIX M TEIUIBIX pailoHaX, AEMOHCTPU-
PYIOT CXOIHBIN TEMIT pa3BUTHUS B CBOMX €CTECTBEHHBIX
MECTOOOUTAHMSIX, HO B OJMHAKOBBIX TeMIIEPATypPHBIX
YCJIOBUSIX aaliTUPOBaHHBIE K XOJIOAY OCOOU OYyIyT pa3-
BUBAThCS ObICTpee. DTO SIBJICHME HA3bIBAIOT “KPUIITH-
YEeCKOM 3BOJIIOLIUEN”, TTOCKOJbKY TeHETHYECKU pa3-
JIMYaIIecs MOMyJIsSUUU AEMOHCTPUPYIOT CXOMHbIN
(beHOTUIT B €CTECTBEHHBIX /IS HUX YCIOBUSX. JlaHHBINM
TePMUH MPUIOXKUM U K OMMCAHHOM BBIIIE CUTyallUH,
Korja ajanTauus K HeOJarornpusiTHOM KOPMOBOM
cpene Mackupyetcs HeagantuBHoi OIT.

YoenurtenpHOE TIOATBEPXKISHUE TOTO, YTO Heaaar-
tuBHas1 PI1 MoXeT HanpaBJIsATh SBOJIOLNIO B CTOPOHY,
MPOTUBOMNOJIOXKHYIO HaIllpaBIeHHOCTU TUIACTUYECKIX W3-
MEHEHMI, MOJIYYEHO B XO/€ U3YYCHUST TPUHUIAICKUX



BECTH. MOCK. YH-TA. CEP. 16. BUOJIOT M. 2016. Ne 4

rynmu (Poecilia reticulata), cTaBIIMX KIaCCUYECKUM
00BEKTOM 2BOIIOLIMOHHBIX MCCAeAOBaHUI Oarogapst
pabortam /1. Oumnepa u JI. Peanuka. HampaBneHHOCTH
oTOopa, JelcTBymollero Ha P. reticulata, 3aBUCUT OT
HaJIMYUS WA OTCYTCTBUSI XWUINHUKOB (umxiup Cre-
nicichla frenata). XMIIIHUKY OCYIIECTBIISIIOT OTOOp Ha
YCKOPEHHOE TT0JIOBOE CO3peBaHNe U MOKPOBUTEIbCTBEH-
HYyI0 OKpacKy. Eciu XUIIIHMKOB HET, INIaBHBIM (paKkTo-
POM 0TOOpPA CTAHOBUTCSI BHYTPUBUIOBAsI KOHKYPEHLIMS,
U TOTJA MPEUMYILIECTBO MTOIYYaloT MO3IHO CO3peBalo-
11e 0coOM 1 SIPKO OKpallleHHbIe caMIbl [51, 52]. Dt
pa3IM4Msl OCHOBaHBI HA MU3MEHEHUM DKCIIPECCUN MHO-
JKecTBa reHoB. bruto BeIgBIEHO 135 reHoB, 3KcHpec-
CHSI KOTOPBIX CXOTHBIM 00pa3oM M3MEHWIACH Y Pa3HbBIX
MOIYJIALNIA, HE3aBUCUMO APYr OT Apyra OCBOMBILIUX
BOJOEMEI 0€3 XUIIHUKOB. DTU TeHETUYECKN O0YCIOB-
JICHHBIE W, TO-BUIAMMOMY, aJallTUBHbIE WU3MEHEHMUS
ObLIM COMNOCTABJIEHBI C TUIACTUYECKUMM M3MEHEHUSMU
BKCITPECCUU TEX K€ TEHOB, KOTOPhIE POUCXOAST Y PhIO,
afanTUPOBAHHBIX K TMPUCYTCTBUIO XUIIHUKOB, €CIU
TIOMECTUTh MX B BOJY, [Jle 3amaxX XUIIHUKA OTCYTCTBYET.
Oka3zajoch, uTo y 6onbinHCTBa (89%) paccMmaTpuBa-
€MbIX TEHOB IIJIAaCTUYECKOe M3MEHEHME SKCIIPECCHU
HAaIIpaBJIEHO B CTOPOHY, ITPOTUBOIOJIOXHYIO 3BOJIIO-
LIMOHHO BbIronHOM [53]. TakuM 00Opa3oM, IMOYTHU BCs
BeisiBiaeHHasT DI1 okazanach HeaganTUBHOM. Pasyme-
€TCsl, 9TO He 3HAYUT, YTO HeaJanTUBHOCTb BHYTPEHHE
npucyma ®I1. HampaBlleHHOCTh TJIACTUYECKMX W3-
MEHEHUI 3KCIIPEeCCUM, CKOpee BCero, ciaydaiiHa (He
3aBUCHUT OT COOCTBEHHOIO BJIMSIHMSI Ha IIPUCIIOCO0-
JICHHOCTb). Iynmu B IpuUpolie PeaKo MepecesiioTcs
B HOBBII BOAOEM, Ile KOJUUECTBO XUIIIHUKOB CUIBHO
OTJIMYaeTCsl OT MpuBbIYHOTrO. IToaTOMYy 0TGOP HE MoOT
00€eCITeYUTh TYIITU HAAeXKHBIM MEXaHU3MOM aJanThB-
Hoit ®I1. OgHaKo OT HAPaBIEHHOCTH ILIACTUYECKUX
M3MEHEHMI 3aBUCUT JaJIbHENIINIA x0o1 3Bomouy. Ecim
MJIaCTUYECKOe M3MEHEHNEe 0Ka3ajoCh HeadanTUBHbBIM,
OTOOp CUJIbHEe OEMCTBYET Ha INMPU3HAK, CMeEIlasl ero
B CTOPOHY onTUMyMa. JlaHHasi UHTepIIpeTalusl coria-
cyeTcss ¢ TeM, 4YTO Yy TIOMYJSLIUIA, agalTUPOBAHHBIX
K OTCYTCTBUIO XMWIIHMKOB, IIJIACTUYHOCTh YPOBHS
SKCIIPECCUU U3YUYEHHBIX TeHOB MOHMKeHa. [10CcKobKY
9Ta IJIACTUYHOCTh HeaJanTUBHA, 0TOOp paboTaeT Impo-
THB Hee, cyxKast HopMy peakium [53].

8. 3mMeHeHHs: CHMOMOTHYECKOi MUKPOOHOTBI
Kak ocooblii cryyaii OI1

BaxHyto pojib B XKU3HM MHOTOKJIETOYHBIX Opra-
HM3MOB UTpaeT CUMOMOTUYECKasi MUKPOOMOTa, KOTO-
pasi MOXeT MepelaBaThCs OT POAUTENIEH K MOTOMKAM,
HO MOXET U OTHOCUTEJIbHO OBICTPO MEHSIThCSI IPY CMEHE
ycioBuii [54]. B yactHocTH, MUKpoOuom D. melano-
gaster BIVISIET HAa CKOPOCTh POCTa TMIMHOK, WX BBIKH-
BacMOCTbh B HEOJIATONIPUSITHBIX YCIIOBUSIX, IIPOJOJIKM -
TEJILHOCTD KU3HU UMaro 1 3¢p@GeKTUBHOCTh UCITOIB30-
BaHUSI KOPMOBBIX cyOCTpaToB [55—57]. Myxu nepeHocsIT
OakTepuajabHble U IPOXKEBbIE KJIETKU B KUILIEUHUKE
1 Ha TIOBEPXHOCTH TeJIa, a IToeJaHne IMIYMHKAMU Cy0-

CTpaTa, Ha KOTOPOM XWJIM UX POAUTENU, o0ecieuBaeT
nepegayy MUKpoOHoMa B psIay TTOKoIeHu [56, 57].

B xo1e 3BOMIOLIMOHHOTO 3KCcepruMeHTa Ha D. me-
lanogaster HaMu TOJNlydeHBI JaHHbIe, YKa3bIBalolllue
Ha BaXKHBIN BKJIAJ M3MEHEHUII MUKpOOMOMa B amanTa-
LIMI0 MyX K KOPMOBOIi cpefie ¢ BhiIcOKUM (4%) comep-
xkaHueM NaCl. Insa nukux D. melanogaster KoHUEHTpa-
LM COM B KOpMe, IpeBbimnaiomias 2%, sSBiIsIeTcs
HeOJIaronpusaTHBIM (haKTOPOM, BbI3bIBAIOILIMM 3a1ePXK-
KY Pa3BUTHS JUYMHOK W TTOBBIIIEHHYIO CMEPTHOCTb.
OnHako 3a HECKOJIbKO JeCSITKOB MOKOJEeHUI J1abopa-
TopHBIe TUHUU D. melanogaster MOTYT TIPUCITOCOOMTHCS
K koHueHTtpauuam NaCl go 6-8% [5, 58]. Dror pe-
3yJIbTaT TOATBEPAUIICS B XO/I€ HAIlIeTO 3KCIIEpMMeHTa
[59]. st mpoBepKU rMmnoTe3bl O BKJIaie MUKPOOUOTHI
B aJanTalyio Mbl CpaBHUIN 3((HEKTUBHOCTh pa3MHO-
JKEHUS U CKOPOCTh pa3Butusi D. melanogaster Ha cone-
HOIl KOPMOBOI cpele, Ha KOTOPYI ObLT IpeaBapu-
TeJTbHO HaHeCeH TOMOTEeHAT MyX M3 aZalTHPOBAHHBIX
K Heil 1abopaTopHbIX JUHUK (Mc) 1100 U3 KOHTPOJIb-
HbIX JInHUI (MH). OKa3anock, YTO IPUCYTCTBUE TOMO-
reHata Myx Mc noBbiiaer 3¢p¢GeKTUBHOCTh Pa3MHO-
>KEHUsI MyX Ha COJIEHOM KOPME U YCKOpSIET pa3BUTHE
JIMYUHOK. DTOT Pe3yJIbTaT COTJIACYeTCS C TIPEATIoNo-
>KEHUEM O BKJIaJie MUKPOOUOTHI B agantauuio D. me-
lanogaster X coa€HOMY KOPMY.

Ananraiu, o0yca0BA€HHbIE U3BMEHEHUSIMU MUK-
pOOMOTHI, MOXXKHO paccMaTpUBaTh KaK OCOOBIN Cydai
agantuBHO DI (IMOCKONBLKY (PeHOTUN OpraHuU3Ma-
X03IMHA MEHSIETCSl TPYM HEM3MEHHOM TeHOME TOj
BIMSTHAEM cpenbl). OHU JOJDKHBI OTIMYAThCS OT “O0bIY-
HbIX” T€eHETUYECKUX afdalTaluid ITOH>KEHHOM Hace-
JYyEMOCTbIO M HEYCTOMYMBOCTBIO. XOTSI MUKPOOMOTA
D. melanogaster iepegaeTcst OT poaAUTeeil K IIOTOMKaM
Osiaromapsi MUTaHUIO JTUUYMHOK CYyOCTpPaTOM, Ha KOTO-
POM XWJIM POIUTENIH, €€ COCTaB MEHSIETCS IIPU CMEHE
KopMoBoro cyocrpara [56]. Ilomo6HO o6bruHOI DI,
Takue aganTalyy MOTYT BIMSITh Ha 3BOJIOLMIO Opra-
HM3Ma-X03siMHA. BBICTphle amanTUBHBIE M3MEHEHUS
MUKpoOMOMa, obJjeryaroiiue BbIKMBAHUE XO3SIMHA
B HEOJIATOMPUSITHBIX YCIOBUSIX, MOTYT CIYXXUTh “3BO-
JIIOLIMOHHBIM OydepoM”, ociabiisis neiicTBue oTOOpa
¥ 3aMeIJISISI BOJTIOINIO XO3SIMHA.

MoxeT 1oka3aTbCsl, YTO OObIYHBIE AIaNTUBHBIE
MoAUMUKALIMY MPUHIUMITUAIBHO OTJIMYAI0TCS OT “afar-
Talui 3a cyeT MUKpoOKroMa” TeM, YTO IepBbie HE Ha-
CJIENYIOTCSI, a BTOpble MOTYT HACJIeq0BaThCsl MyTeM
BEPTUKAIBHON Tiepemayn CMMOMOHTOB. MHTepecHO,
YTO afanTalliu, HacaeayeMble TAKUM CIIOCOOOM, CIO-
COOHBI K “KBa3uJlaMapKOBCKOMN” 3BOJIIOLIMU: MUKPO-
OMOM, U3MEHMBIIIUICS B TeYCHUE XXU3HU POIUTENS,
MOKET OBITh HEMTOCPEACTBEHHO NepeaaH MOTOMKY [60].
OpnHako B psife cliydaeB BCE 3TO CIIPaBEIJIUBO U IS
oobuHO#t DII, He cBsIzaHHOI ¢ MUKpobuomom. Ha-
TpUMep, TIPKU3HEHHBIE MOTNMUKAIINY TTOBEIeHYC-
CKUX TIPM3HAKOB, COCTABJISIONIMX BAXXHYIO YacTb de-
HOTUIIA BBICIIMX >XMBOTHBIX, MOTYT HacjeIoBaThCsl
MOCPENCTBOM COLIMATILHOrO obydeHus [61], ¢ BO3MOX-
HOCTbBIO TEHETUUECKOM aCCUMWJISILIAM 3a CUET 3pdeKTa
bonayuna [29]. dns psina miacTUYeCKUX U3MEHEHUM



BECTH. MOCK. YH-TA. CEP. 16. BUOJIOT M. 2016. Ne 4

MoKa3aHa BO3MOXKHOCTb HacJaelOBaHUS 3a CUET MaTe-
puHCKUX 3 GEeKTOB [62] WM 3MUTEHETHYECKUX MO-
nudukanuii reHomMa [63].

®I1, ocHoBaHHAasg Ha U3MEHEHUSIX MUKPOOHOMa,
MOXeT OBITh M HEaNalTUBHOM, CO BCEMM BBITEKAIOIIIM-
MM CJAENCTBUSAMU. SpKuUil IpuMep — BIUSIHUE KUIlIed-
HBIX OaKTepHrii Ha COLMATLHOE TTOBEIEHNE MJICKOITHTA-
fomux. IS MOTOMCTBA CaMOK MBIIIEH, MUTaBIIUXCS
JKVPHOU MUIIENA, XapaKTEPHO HAPYLIEHHOE COLMAlIb-
Hoe TIoBefieHue. [IpnunHa — B CHMDKEHMH YUCIIEHHO-
ctu 6aktepun Lactobacillus reuteri B XVIIIEYHUKE ca-
MOK, KOTOpBIE TIepemaroT M3MEHEHHYI0 MUKPOOHOTY
IMOTOMCTBY BO BpeMsl BckapmimBaHus. HemocraTok
L. reuteri BemeT K HETOPa3BUTUIO OKCUTOIIMHIPTIYEC-
CKMX HEMpOHOB TUIIOTAJIaMyca Y MBIIIIAT; 3TO CHUXKAeT
peakunio 10paMUHIPTUIIECKNX HEMPOHOB BEHTPATb-
Hoii obyacTu nokpheiiku (VIA) Ha collanabHbIE CTH-
MyJIbI; KaK CJIEICTBUE, Y XXMBOTHBIX MTPOManaeT uHTe-
pec K 00IIeHN10. DTHU MaTOJIOTUIECKIEe CUMITTOMEI He
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EVOLUTIONARY ROLE OF PHENOTYPIC PLASTICITY
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Phenotypic plasticity, i.e., the ability of a genotype to produce various phenotypes in re-
sponse to changes in the environment, plays an important, although poorly understood and of-
ten underestimated, role in evolution. Both adaptive and non-adaptive phenotypic plasticity
modulate the strength and direction of selection acting on population and can, depending on con-
ditions, either accelerate or inhibit adaptation, divergence and speciation. Phenotypic plasticity
also affects the direction of evolutionary change which can either coincide with the direction of
plastic changes (genetic assimilation) or be the opposite (genetic compensation). A special case
of phenotypic plasticity is phenotypic change of the host caused by changes in its symbiotic micro-
biota. In the current review, we discuss the main forms of phenotypic plasticity and the current
data on their impact on the rate and direction of evolutionary change. Special attention is paid to
the results of recent experimental work, including the long-term evolutionary experiment on
Drosophila melanogaster which is being held at the Department of Evolutionary Biology, School
of Biology, Moscow State University.

Keywords: phenotypic plasticity, evolution, adaptation, divergence, genetic assimilation, experi-
mental evolution, review.
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