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T'EHETHYECKASA TOKCHKOJIOTHA
HT'EHETHYECKH AKTHBHBIE PAKTOPbDI CPE/Ib]

© 0. A. Kynaesa' 2, B. E. Lipiranos!

'THY BHMH cesibekoxo3siicTBEHHOI
muKpoonosornn PACXH

? Cankr-IlerepOyprekuii
rOCY/IapPCTBEHHbII YHUBEPCHTET

% Kaamuii (Cd) siBasiercs oqHum us
HauboJee LMPOKO pacnpocTpaHeHHbIX

¥ OMACHBIX 3arPsA3HSIIOLIMX 31€MEHTOB
IS BCEX XKUBbIX OPraHU3MOB, BKJIIOUYast
pactenusi. B HacTosiee Bpems

BEJIyTCSl HHTEHCHBHbIE UCC/IE0BAHHUSI
mMexaHu3MoB Hakorienust Cd B TKaHsix
pacTeHuit U X yCTOWUMBOCTH K €ro
TOKCUUHOMY ieHCTBHIO. Bblin nosyyeHbl
JIaHHblE O BapbUPOBAHWUU MPU3HAKOB
ycToinunBoCTH 1 Hakorienusi Cd B
NPUPOHBIX MOMYJISILMAX KAK BUI0B-
rUMEePaKKyMyJIITOPOB, TaK M LEEHHbIX
CeJIbCKOXO035IUCTBEHHBIX KYJbTYP.
[MostyueH psig MyTaHTOB ¢ U3MEHEHHOM
YYBCTBUTEJILHOCTBIO K JAHHOMY TSKEJIOMY
metasty. B nocientee necsatunerne
BbISIBJIEHO HECKOJIbKO KJIacCoB O€JIKOB,
YYACTBYIOILMX B OTBETAX KJIETKH HA
nencreue nonos Cd. HenaBHo Oblna
nokaszaHa BaxkHast posib MukpoPHK B
ananrtauuu pacrenuii K Cd. Uccienosanus
MOJIEKYJISIPHO-TeHEeTHUEeCKUX MEXaHU3MOB
akkymy.isiuun Cd u yeroitumBoctu K

HeMy PacTeHHHl CIyXKaT TeOPeTHUYECKOii
6a30ii 151 pa3pabOTKH METO/I0B
(puropemenuanyu nous, 3arpsi3HEHHbIX
TSDKEJIbIMU METAIAMH, a TAKXKe CeJIeKLIUH
COPTOB CeJIbCKOXO3SIUCTBEHHbIX pacTeHUH
¢ NOHWXKeHHOU akkymyasiiueii Cd.

% KintoueBble cioBa: reHeTHYECKUI
aHaJ/In3 yCTOHYHBOCTH K KaIMHUIO;
THIEPAKKYMYJISILIHS; TTEPEHOCUMKH
METaJlJIOB; METAJIJIOTHOHEHHDI;
turoxenarutsl; MUKpoPHK;
(huropemeualus; TPAHCKPUIITOMHBbII
aHaJsua; cBepxskcnpeccus rena; PHK-
HHTeP(EepeHLIHS.

[Tocrynuna B penaxuuio 09.12.2009.
[Ipunsra k ny6aukaunu 12.05.2010.

VIIK 575.1/.2:574.2

MONEKYNAPHO-NEHETUMECKWE OCHOBbDI YCTON4YNBOCTU
BbICLWWNX PACTEHUN K KAAMUIO N EIFO AKKYMVYIALUNA

TsixKesble MeTaJIJIbl SBJSIOTCS OJJHHUMH U3 OCHOBHbIX 33Fpﬂ3Hl/lTe.ﬂeﬁ OKpYy-
ma;omeﬁ Cpebl, MPpUYEM OHU MOCTYMAIOT B MOYBY, BOLOEMbI U aTMOC(i)epy KakK
B pe3yJibTaTe €CTECTBEHHbIX MPOILECCOB (BbIBeTpl/IBaHHQ FOPHbBIX TTIOPOM, BYJI-
KaHHu4yeckKas ILEHTEJ'leOCTb), TaK U B pe3yJibTaTe XO35IUCTBEHHOH JEeATEJbHOCTH
yeJioBeKa (ropHOA0ObIBAIOLIAsT, METAJITY PrUYeCKast, XHMUYECKast TPOMbILIJIEH-
HOCTb, TPAHCMOPT, BHECeHHe MUHepanbHbIX yro6pennit) (Tutos u ap., 2007).
Cd stBasieTcst OTHUM U3 HAanbOJIee OMACHBIX U IKPOKO PACTIPOCTPAHEHHbBIX 3a-
rPA3HAIOIINX 2JeMeHTOB. 3a nocaeanue 50 JeT B oOKpyKalolilyto cpeiy Oblio
BoiOpoteno 22000 toun Cd (Singh et al., 2003). [Tepenaua Cd no nuuieBbM
HETsIM MO2KET BbI3bIBATH CEPbE3HbIC HAPYUICHUS 2 KUSHEAECATECJIbHOCTH Y MHOTHX
»KuBbIX opranusmos (Sanita di Toppi et al., 1999).

Y pacTUTeJIbHBIX OPraHU3MOB BbIIEJISIIOT BA BHA YCTOHYMBOCTH: OCHOBHAA
YCTOHYHBOCTh, MpHUCyLIasi OOJbIIMHCTBY pacTeHUil, U eunepycmoldusocms K
onpeneneHHbiM Metasnam (Clemens, 2001). [unepycrofiunBocTh MOXKeET ObITH
OmoCpeIoBaHa, Kak 3a cueT MeXaHH3MOB uckitodeHust Cd, Tak u 3a cuet rure-
PaKKyMyJISILIMM METaJIIOB B HazeMHo# uacTu pacrenus (Baker, 1981; Clemens,
2006). K pacreHusiM-runepakKyMyasTopaM MpUHATO OTHOCHThL PACTHTEJIbHbBIE OP-
raHU3Mbl, crnocobOHble HaKalJuBaTh METaJJbl B Ha[LSeMHOﬁ 4acCTH B KOHUEHTpalluu
B 100—1000 pa3s npeBbilatolieil TakoByto y 00bluHbIX pacteHn# (Brooks, 1998).
Tunepakkymyssiinsi Cd u runepycroiunBoctb K Cd OblIM OMUcaHbl TOJBKO /IS
ueTblpex BUAOB pacrenuil (Thlaspi caerulescens, Thlaspi praecox, Arabidopsis
halleri u Sedum alfredii), KoTopble TaK:Ke SBJAIOTCA THIEPAKKYMYJIATOPAMH
HUHKa, HEKOTOpPbIE HUCC/IEI0BATE/IM OTHOCAT K THIIEPAKKYyMYJsITOpam Cd TaK>Ke
v Brassica juncea (Verbruggen et al., 2009). MccnenoBanne MexaHU3MOB THIIe-
pycroitunBocTd K Cd 1 ero runepakkyMyJisiliiy BbI3bIBAET OTPOMHbIH HHTEPEC KaK
OCHOBA /ISl pa3paboTKK TEXHOJMOTHIH (hUTOpEMeHALMH TT0UB, 3arpsI3HEHHBIX Ts-
x)eJibimu Metasiiamu (Peer et al., 2005).

MHorue acrekTbl ycToHunBOCTH pacteHnit K Cd 6bi Mopo6HO OCBELIEHbI B
psne 063opoB (Ceperun, 2001; Tutos u np., 2007; Sanita di Toppi et al., 1999;
Clemens, 2006; DalCorso et al., 2008; Grant et al., 2008; Verbruggen et al.,
2009). B nauiem 0630pe Mbl yeJiMM 0c000€ BHUMAaHHE TOCJEHUM JIOCTHKEHHUSAM
B 06JIaCTH UCCJIEIOBAHKI MOJIEKYJISIPHO-T€HETHUECKUX MEXaHH3MOB YCTOMYHBOC-
T pactennii k Cd.

BJIMISAHWE Cd HA PACTUTEJIbHBIE OPIAHV3MbI

Cd He s1BJIsI€TCS 971€MEHTOM, HEOOXOAMMBIM /7151 POCTa GOMBIIMHCTBA PACTEHHIT
¥ >KHBOTHBIX H He Y4acTBYeT B KaKHX-JHOO Mpoleccax KJIeTOUHOro MeTabo/n3-
Ma 3a PeJKUM HCKJIIOUEHHEM JMaToMOBOH Bofopocsu Thalassiosira weissflogii,
y KOTOPOH OH MPUCYTCTBYET B MOJICKyJle KApOOHOBOH aHIMpa3bl BMECTO LIMHKA
(Lane et al., 2005). JIpyrum BO3MOXKHbBIM HCKJIIOUEHHEM SIBJISIOTCSH HEKOTOPbIE
nonyssitmu 7. caerulescens ¢ 1ora @panipn, B KoTopbix Cd Tpebyercst pacTeHHsIM
JJ1st onTuMalsibHoro pocta (Roosens et al., 2003; Liu et al., 2008).

® dKo102UHeCKaA eeHemuKa
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4 TEHETHYECKAST TOKCHKOJIOTHS H TEHETHYECKH AKTHBHBIE ®AKTOPbBI CPE/IbI

Cd moctynaer B KHBble OpPraHM3Mbl Uepe3 MepeHOCUHKH
MeTasioB (ILMHKa, »KeJjie3a) U KajblieBble KaHasbl. JIOBOJILHO
HHU3KHe KoHueHTpatmy Cd HHrHGHPYIOT OCHOBHBIE (PU3HOMIOTH-
UecKHe TPOLECChl PACTeHHH, TaKhe KaK: POCT, pasBuTHe, (hOTO-
CHHTE3, JIbIXaHH1e, BOJIHbIH 0OMeH, MUHEpPaJIbHOE TUTAHHE H MTPO-
JyktuBHOCT (TutoB 1 jip., 2007).

[Tokazano, uto 60sbloe cpoacTBO Cd K THOJILHBIM TpyT-
nam 6eJikoB, 3aMmeHa HoHoM Cd HOHA LIMHKA U JIPYTHX HOHOB
B CBfI3BbIBAIOLIUX caliTax O€JIKOB MOXKET BbI3bIBATH HHTHOU-
pOBaHMe WJH H3MEHEHHe AaKTHBHOCTH PAa3JIMUHbIX OEJIKOB,
BOBJICUEHHBIX B Pa3HOOOpAasHbIe MPOLECChl MeTaboIn3Ma,
¥ TaK:ke nHruouposars penapauuto JTHK (Clemens, 2006).
Konkypeniusi Cd 3a caiiThl CBA3bIBAHHS C KAJIbLIUEM MOXKET
M3MEHATb HEKOTOPblE KaJbLHi-KAJbMOIYJIHH 3aBUCHUMbIE
nyTH nepenadn curnaga (Rivetta et al., 1997). Cd Takxke He-
FaTUBHO BJIHSIET HA (DYHKIMOHUPOBAHHE 3JIEMEHTOB LIUTOC-
kesiera (Fusconi et al., 2007).

Tak>ke Oblji0 onucaHo HeraTuBHoe BjausiHne Cd Ha
pa3BUTHE W PYHKIHOHUPOBaHUE CUMOUOTHUECKHUX CHC-
TeMm 6060BbIX pacTenuil. Tak, Hanpumep, nccaenoBanme
BJHSHUS cepuM KonueHTpauu# Cd na pasBuTHe CUM-
OMOTHUYECKUX KJYOEHbKOB M a30T(HUKCUPYIOLLYI0 aK-
THBHOCTb y COH MOKA3aJ10, YTO XOTS YMCJ0 KJAYOEHbKOB
CHUM2KaJI0Ch Y2Ke MPH caMblX HU3KHUX KoHIeHTpauusax Cd
(2 Mr/Kr mouBHI), B TO e BpeMs Ha6/101a1ach HEKOTO-
pas CTUMYJSLUA a30TPUKCHPYIOLLEH aKTHBHOCTH TPH
KOHLEHTpanusix 10 5 mr/kr noussl (Chen et al., 2003).
Crumyssiusa a3oThUKCUPYIOLIEH aKTHBHOCTH MPH OTl-
penesieHHbIX HeBBICOKMX KoHueHTpauusx Cd nabmio-
Jajach HaMU JJisi KJAyOEHbKOB MOJeJbHOro 6060BOTO
Lotus japonicus (Lbiranos u ap., 2010).

B psine ucenenosanuii Gpliia nokasana poJsib MHKOPHU3bI
B yBesIMueHuH yctoitunBocth pacteHuit k Cd. Tak, npu usy-
UEHHM HECKOJIbKUX TEHOTHIOB ropoxa Obl10 MOKA3aHo, U4To
MHOKYJISLMA MUKOPU3HBIM rpuboMm Glomus intraradices
yBeJIMUMBaeT yetonunBocThb pacrenuii k Cd (Rivera-Becerril
etal., 2002). Tem He MeHee, MEXaHU3MbI TAKOH YCTOHUMBOC -
TH JI0 KOH11a He udydenbl (Rivera-Becerril et al., 2005).

MEXAHU3MbI YCTONYNBOCTU PACTEHUN
K Cd U1 EFO AKKYMYJISLUN

O06e3BpeKUBAHHE TMOIJIOUIEHHBIX METAJIJIOB MOXKET
BKJIIOYATh B ce0s1 pa3HOOOPA3HbIe MPOLECChI, CPeJIH KOTO-
PbIX HMMOOHMJ/IM3A1lUs B KJIETOUHOH CTeHKe, 00pa3oBaHue
KOMILJIEKCOB C XeJlaTOpaMH, CHHTE3 CTPECCOBbLIX O€JIKOB,
CUHTE3 METaJJIOTHOHEHNHOB H Cbl/l’I‘OXe.}TaTI/IHOB, AKTHBHOE
BbIB€JJ€HHUE HOHOB THA2KEJIbIX METaJlJIOB U3 KJIETKH, KOM-
mapTMEHTaJu3alusi. CﬂeﬂyeT OTMETHUTb, YTO B OCHOBHOM
JaHHble MEXaHU3Mbl BOBJICHEHbBI B ITPOSIBJCHHE KAK OCHOB-
HOM, Tak u runepycroiunBoctv K Cd. Tem He meHee, Hme-
10TCs onpejiesieHHble pasdinuns. OCHOBHAS YCTOHUHBOCTD
BO3HUKAET B pedy/brare KomnaptMmeHTtaausauuu Cd, cBs-
3aHHOTO C (IlDI/ITOXG.HaTI/IHaMI/I WJu IPYruMu xeJjatopamMmu, B
BaKyoJsiu. [Ipu aTom 60/1b111asT €ro YacTh OCTAETCs B KOPHE,

W JIHIb He3HauKuTe bHas yacTb Cd noctynaet B Ha3eMHble
opraHbl. B BO3HHKHOBEHHH THIEPYCTONYHBOCTH CHHTE3
(buTOXETATHHOB He UrpaeT cyllecTBeHHol posu (Ebbs et
al., 2002), B To e BpeMs 3HAUUTEBHO YCHJIEH TPAHCTIOPT
Cd B KcHJieMy, O KOTOPO# OH MOCTYMAeT B HA3EMHbIE Op-
raHbl, B KOTOPbIX TPOUCXOJUT €r0 KOMIapTMEHTa13all1sl
(Hanikenne et al., 2008). B ocHoBHOM HaMu GynyT pac-
CMOTPEHbI MeXaHU3Mbl, BOBJIEUEHHbIE B MPOsIBJICHHE pac-
TeHHEM OCHOBHOH YCTOHUHBOCTH, Ha ipuMepe Arabidopsis
thaliana (puc. 1).

Nmmobunusaunsa

Mmmoo6uansaiys noHoB Cd B KIE€TOYHOH CTEHKE MPOUC-
XOJIUT KaK 3a cueT HeoOPaTUMOTO CBSA3bIBAHHUS C OFPAaHHUEH -
HBIM YHCJIOM YYaCTKOB Ha MOBEPXHOCTH KJIETOUHOH CTEHKH,
Tak U ¢ 06pa30BaHUEM KOMIIIEKCOB C IKCTPAKIETOUHBIMH
yrjeBoJaMu (Kasiosa), THCTHANILHBIMA TPYNnamMmu 6eJKoB,
a TakkKe ¢ KapOOKCUIBLHBIMU TPYNNaMu, pa3MellleHHbIMH Ha
MOBEPXHOCTH MeKTHHOB (puc. 1) (Zornoza et al., 2002).

XenatupoBaHue opraHM4eCKMMM KNCnoTamm
M aMUHOKUCIOTamMm

Oprannveckue KHCJOTH (LIUTPAT, MaJaT) MPUCYTCTBYIOT
B BBICOKHX KOHLIEHTPALHAX B PACTEHUSIX-THITEPAKKYMYJISITO-
pax (Ueno et al., 2005), xoTs ux poJib B heHOMEHE THITEPYC-
TOHUMBOCTH OTBEPraeTcst U3-3a HX HU3KUX KOHCTAHT aCCOLIH-
auun ¢ Metasiamu (Callahan et al., 2000).

HenaBHo 6bl1a nokasaHa BaxkHast posib TpMNTOhaHa B po-
SIBJIEHHM OCHOBHO# ycToiunBoCTH pactennii k Cd (Sanjaya et
al., 2008). Myrant A. thaliana trp5- 1, xapakre pusyroiu#cs
CBEpPXIMPOyKIHel TpunTodaHa, TaKKe XapaKTepH30BasCs
TMOBBIIIEHHOH yCTOHUHBOCTBIO K Cd, B TO Bpems Kak ayKco-
TPOHBII 10 TpUMTOaHy MyTaHT {rp2-1, HAMPOTHB, — MO-
HWKeHHOH. Takke Oblaa TokKaszaHa HMHIYKIHS IKCTPECCHH
rena A{TSBI, kopupytoliero 6eta-cyObeMHULLy TPUNTOhaH-
cuHTasbl, B oTBeT Ha BozzelicTBre Cd. TpaHcreHHble pacre-
HUs1 co cBepxaKcnpeccreil AfTSB1 1 NOBbIIEHHBIM YPOBHEM
TpUNTO(aHa MPOSIBJISIN MOBBILIEHHYIO ycToHuMBOCTb K Cd,
HO He ero akkymyJsiuio. [Ipenrnosnaraercsi, uro Tpunrodan
MOXKET BBITIONHAThL XeJAaTHPYIOLIYI0 (DyHKIHIO MO OTHOLIe-
nuto K nonam Cd (puc. 1). Kpome Toro, 66110 nokasaHo, uto
YBEJIMUEHHbIH yPOBEHb TPUNTO(AHA B TPAHCTEHHBIX PACTEHH-
sx A. thaliana moxet cynpeccupoBaTh IKCIPECCHIO T€HOB,
KOJMPYIOLIMX MepeHoCUnKH MeTaoB. [ToydeHHble pesyiib-
TaThl OTKPBIBAIOT MHTEPECHbIE MEPCMEKTUBBI IS CeJIeKINHU
CeNIbCKOXO3AUCTBEHHDBIX PACTEHUH C MOBLILIEHHOH YCTOHYH-
BocTbIO K Cd, CHHYKEHHBIM €ro HAKOTIIEHHEeM H MOBbILIEHHBIM
cofiepxKaHueM Tpunrtodana (Sanjaya et al., 2008).

CuHTe3 cTpeccoBbiXx 6eN1KoB

Bbljio ycTaHOBJIEHO, UTO y pasjnuHbix pactenuil Cd
WUHAYLUPYET CHHTE3 psja CTPECCOBLIX O€JKOB, B TOM
uncsie, 6eqkoB Tengosoro woka (BTHI) u maneponos
(Clemens, 2001). ¥ A. thaliana 6bl1 BbIIBJIEH METaJJIO-
mwanepon CdI19, npeacrasasitomuii co6ott 6e0K Maccon
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Puc. 1. [ytn TpaHcnopta KaamMusi B pacTUTesIbHOH KJieTKe Ha npumepe A. thaliana. IpencraBieno cxeMaTHuHoe H300parKeHHe KJIETKH

1 KcusieMbl KopHsl. CTpesikaMu T0Ka3aHo HarpaBjieHHe repeHoca KaaMusi. K3 okpyzkatolieil cpeibl KaMHil MOonajaeT B KJAETKY
uepes repeHOCYHKH 2KeJjie3a WK IIMHKa, oTHocsIIrecs K ZIP cemeiicTBy, a TakxkKe yepes KaJjibliMeBble KaHa/bl. acTb HOHOB Kajl-
MHsI CBSI3bIBAETCS C JIEMEHTAMU KJIETOUHON CTEHKH KJIETOK KOPHSI U KOpoTKUMHU nenTtuiamu cemeiicta CDTL. [1pu nonananuu
B LIUTOIJIA3My KaJIMUE cBs3biBaeTcs ¢ puroxenatnamu (PX) ¢ o6pazoBanreM HU3KOMOJIEKYIIpHLIX KommiekcoB (HMK), ko-
TOpbIE MePEHOCTCS B BaKyoJIb uepe3 HenaeHTuduurposannbiit ABC nepeHocuuk, rie npoucxoauT hopMHUpoBaHHe BLICOKOMOJIE -
KyJsisipHbIX Komriekcos (BMK). Takyke HOHbI KaiMHst MOTYT TPAHCIIOPTHPOBATHCS B BAKYOJIb MOCPEACTBOM repeHocunkoB HMA3
u MHX. YacTb KaamMust MOXKeT TPaHCTIOPTHPOBATLCS U3 BaKyoJi 06paTHO B 1IUTOIIa3My uepe3 neperocunk Nramp3. B keunemy
KaaMuil monanaet 6aaronapsi padote 6esikoB HMA2 1 HMA4, 1o KoTopoit oH TpaHCIOPTHPYETCsl B HaI3eMHbIE OpraHbl [epeHoc-
urkoM Nramp. [Ipearosiaraerest, 4To B UUTON/Ia3Me YaCTh KaJMHUsl MOKET ObITh TepeBe/ieHa B HeaKTHBHYIO (hOpPMy MOCPEICTBOM
cBsizbiBanus ¢ TpuntodanoM (Trp). Merannomaneponst (CdI19) urpator BaxHyto poJib B oJjie prKaHW| KOHIIEHTPALHH MeTaJsJIoB
B KJIETKE Ha COOTBETCTBYIOLIEM YPOBHE, CBSI3bIBAsI M IOCTABJISIS X XeJIaTOPaM METaJIOB, Harpumep, putoxenatniam. PDRS, si-
Jstiotiniicst npezicrasutesieM ABC nepeHoCYHKOB, HrpaeT KJI0YeBYIo pPoJib B BLIOPOCe KaaMHUst U3 KIeTKH. Jpyroil npeicraButeb
ABC nepenocunkos ATM3 BosJsieuen B noaiep:kanue romeocrtaza Cd B mutoxonapusix. [Tepenocunk DTXI, sokanuzoBanHbiii
Ha rIa3MaTHIECKOl MeMOpaHe, OCYLIECTBJISIET TPAHCIIOPT Pa3JIHYHbIX TOKCHUHDBIX BELECTB (aJKaJOHI0B, aHTHOMOTHKOB ), B TOM

yuesie 1 Cd, U3 LUTOMJIAa3Mbl KJIETKH.

42,2 kJla ¢ JByMsi MeTaJlJi-CBSI3bIBAIOIIMMHU MOTHBAMU
CXXC, B KOTOpbBIX JIBa OCTaTKa LIMCTEHHA OTBETCTBEH-
Hbl 33 CBsI3bIBaHKE C TsiKeJbIM MeTaJiioM (Suzuki et al.,
2002). Hapsiny ¢ Cd, naHHblii 610K criocoOeH cBsi3bIBaTh
pTyTh 1 Meab. Jlas CdI19 xapakTepHo nocTTpaHCASIIHOH-
Hoe npucoeiiHeHne K ero C-KOHILy U30TIpeHoun1a, obec-
NMeYnBAIOLLEro NpUKpenaeHre 6eJKa K Maa3MaTHuecKon
mem6pate (puc. 1). Tpancrenusle pacTeHus co CBepX3IKC-
npeccueit CdI19 nposiBasan 6OJbIIYI0 YCTORUHBOCTD K
Cd o cpaBHeHHIO ¢ HCXOAHBIMU pacTeHusimMu. [Ipennona-
raeTcs, UTO MeTaJJollanepoHbl HIPalOT BaXKHYIO POJIb B
NoJIePXKaHUH KOHIEHTPAIlUH METAJJIOB B KJIETKE HA CO-
OTBETCTBYIOLIEM YPOBHE, CBA3bIBAS M JIOCTABJAST UX Xe-
JlaTopaM MeTaJlJoB, HarpuMep, gputoxenatunam (Suzuki
et al., 2002).

LinctenH-6oraTtbie nenTupbl U 6enkKu

B o/11H 13 OCHOBHBIX MEXaHH3MOB MPOSIBJIEHHS OCHOBHOM
yctoiuuBoct K Cd BOBJIEUEHBI TeHbl, KOHTPOJUPYIOLIHE
YPOBEHb CHHTE3a LIUCTEHHA, a TaKKe KOAMPYIOLIHe PasHo-
obpasHble ceMercTBa 6EJKOB U MeNTHIOB, OTJIMUHTEbHON
0COGEHHOCTBIO KOTOPBIX SIBJISIETCSI BBICOKOE COJIeprKaHHe
[MCTENHA B MX COCTABE.

Baxuas posib B ycroituuBocTH pacrenust A. thaliana
Oblna nokasaHa g rena Afcys-3A, koaupytoiero gep-
MeHT O-alleTHJICepHH( THOJ )IHa3y, KOTOPbIH KaTaJlu3upyeT
(puHanbHBI AT B cuHTe3de 1ncterHa (Dominguez—Solis
et al., 2001). Hozepu-6aortunr nokasas, uro Cd yepes 18
YaCOB BbI3bIBAET MAKCHMyM HHYKIMH SKCTIPECCHH JTaHHO-
ro rema. /n situ rubpuansains BeisiBUIa OBICTPYIO aKKyMY -
asiuuto MPHK B sincToBoii niacTuike, Kope KOpHs U cTe6-
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JIT 1 MPOBOASILINX TKaHsX crebust mocie obpaborku Cd.
Bblyio mokasano, 4To TpaHCTeHHbIE pacTeHust ¢ 9-KpaTHOH
cBepxsKcnpeccueil reHa Afcys-3A xapakTepusyloTcs Mo-
BBILIEHHOH ycTOHUHBOCTBIO K Cd, MoATBe pKaas, 4To JaHHast
YCTOMYUBOCTb OOYCJIOBJIEHA YBEJIMYEHHOH JIOCTYMHOCTBIO
nucrenna. Papmaxosornieckuil MOAX0OA TaKKe ToKasal,
UTO SK30T€HHBIH [IUCTEHMH MOXKET YACTHUHO YJIyullIaTh POCT
pacrenuii Ha cpene, copepxaiuit Cd (Dominguez—Solis
etal., 2001).

Y A. thaliana 6w110 BbisiBaeHo cemeiictBo AtPer, cocrosi-
iee u3 10 mucrenn-6oraTeix 6€1KOB, 4 U3 KOTOPBIX obecre-
UMBAIOT YCTONYHBOCTB pacTennii K Cd, uameHnsis MeMOpaHHbIit
tpaHcnopt Cd 1 cHUKas ero nocTyriieHue B KaeTky (Song et
al., 2004). Bce 6esku 3TOr0 ceMeHCTBa XapaKTe pU3yIOTCsl Ha-
JureM Ha N-KoHIe ruIpooGHOTro JoMeHa, hOpMUPYIOLILETO
2 tpancmemOpanHble crupamy U ruapoduasHoro C-KoHLA.
[Ipn stom rumpodobuei N-Konely oforaieH OCTaTKaMH
LMCTENHA U COJAEPXKUT KOHCEPBATHUBHBIN /151 BCEX UJIEHOB
cemerictBa Per motus CCXXXXCPC. JlaHHble OCTATKU LIUC-
TEeHHA UrpaloT BayKHYIO poJib B ieToKcHKaun Cd, MOCKOJbKY
JeJIeLIMH 3TOH 00JIaCTH WM MyTALMH, TTPUBOJALLME K 3aMe-
HaM LMCTeMHa, CHIXKalT criocobHocTh AtPerl momneprku-
BaTh ycToiunBocTb K Cd y JposcKefl, SKCMpecCHpyIONHX
retbl AfPcr. O6pabotka pacrenuit A. thaliana Cd npusomut
K YBeJIMUIEHHIO yPOBHs sKcnpeccuu renos AtPcrl and AtPer2,
YTO COOTBETCTBYET UX POJIM B 0OECNEUEHHH YCTOHUHBOCTH K
Cd. Ipennonaraercs, uro Gesiku cemelicTBa Per MoryT ObITh
BOBJIEUEHB! B MOIEpPKAHHE TOMEOCTA3a TSKENbIX METAJIOB
(Song et al., 2004 ). Tem He MeHee, BO3MOXKHO, UTO OHH MO-
TyT UMeThb JOTOJHUTEeNbHbIE (DYHKIHH, He CBf3aHHBIE C yC-
TONYNUBOCTBIO K TSKEJIBIM MeTasllaM, TIOCKOJIbKY reHbl AfPcr
9KCMPECCHPYIOTCST KOHCTHTYTHBHO B 3peJIbIX JIMCThsIX. bosee
TOTO, OJIMH M3 BO3MOKHBIX FTOMOJIOTOB JIAHHOTO CEMEHCTBA Y
nerynuu PGP/D12 wnjyuupyercsi BO BpeMsi popacTamust
nblIbleBoil TpyOku (Guyon et al., 2000).

Y Digitaria ciliaris 6b11 BbisiBsien ren DcCDT1 , KoTopelf
KOJIMPYeT MenTHJ, COCTOSIIMI U3 DD a. K., 1D 13 KOTOphIX
SIBJISIIOTCS LIMCTEHHOM. Y OTHOJIOJIBHBIX PACTEHHH BhISIBJEHbI
MyJIGTHTeHHble ceMelicTBa, romogiornunbie DcCDTI. B To
JKe BpeMsl, y ABYAOJBHBIX PACTEHHI BBISIBIEHO TOJIBKO MO
eHUYHOMY romoJiory aanHoro rexa. yisi DeCDTI1 nokasa-
Ha JIOKaJIM3alHst, KaK B KJIETOUHOH CTeHKe, TaK U Ha MJyia3ma-
tHueckoit Mem6pane. Tpancrennsle pacrenust A. thaliana, ¢
KOHCTUTYTHBHOH 3Kcnpeccueil DcCDTI, 6oJiee yCTOHUHBDI
K KaJMHIO 32 CUET CHHIKEHHsT HAKOTIJIEHUsT KaMHsl B KJIeTKe
(puc. 1) (Matsuda et al., 2009).

CUHTE3 MeTasiIoOTUOHENHOB

Merajiotonedtbl — 310 HeGoJbiine (45—85 a. K.)
OoraTble LHUCTEHHOM O€JIKH, KOTOpPbI€ CUMTAIOTCS CIELH-
(bMUHBIMH B OTHOLIEHWH CBSI3bIBAHMS HOHOB METAJJIOB H
CHHTE3UPYIOTCS] B KJIETKAX YKUBOTHBIX U PACTeHUH B OTBET
Ha BO3JIEHUCTBHE TKEIBLIX MeTalI0B. B oT/iMume oT »KUBOT-
HBIX Y pacTeHHH MeTaJIOTHOHEHHbI KOAUPYIOTCS 6OJBIINMU
reHHbIMH cemeficTBamu (Palmiter, 1998). [TpumeuarenbHo,

UTO PA3/IHUMs B HYKJE€OTHIHBIX OC/E0BATENbHOCTAX MEXK-
Jly TfeHaMH MeTaJlJIOTHOHEHHOB PA3JIMUHbIX BUIOB PACTEHUH
MeHblIIe, UeM pa3nins MexIy reHaMH, MpeCTaBSIOIIHMH
pasHble KJIacChl METAVIOTHOHEHHOB, UTO CBUETE/LCTBYET O
TOM, UTO pasHble KJacChl BOSHUKJIM JI0 IMBEPTEHIIMH HA OJIHO-
v JByJoJibHbIe (Zimeri et al., 2005). Posib MeTaioTHoHe -
MHOB B JeTokcukaluun Cd Bce ellle octaercs MpakTHIECKH
neugyuenHoii (DalCorso et al., 2008). Tax, 66110 TOKa3aHo
cBsizbiBaHue PsMTa u3 ropoxa ¢ pas/inuHbIMH MeTaslJ1aMU, B
ToM uncsie U ¢ Cd, Mpu reTeposIOrHUHON SKCTIPECCHH STOTO
rena B Escherichia coli (Tommey et al., 1991). CBepxakce-
npeccusi MbILIMHOTO METAJIIOTHOHEMHA B PaCTeHUsAX TabaKa
yBeJIMuKIa yeToiunBocTh pactenuii K Cd in vivo (Pan et al.,
1994), B TOo BpeMmsi Kak sKTonuueckas sKkcrnpeccus rena M72
B. juncea B A. thaliana npuBesa K NOBbIILIEHHOH YCTOHUU-
BocTH K Cd 1 menn (Zhigang et al., 2006).

CuHTEe3 chutoxenaTtuHoB

OnHUM 13 BaXKHEHIIIMX OTBETOB PACTEHUH Ha JICHCTBHE
TSKEJIbIX METAJIIOB SIBJISETCH MHIAYKIMSA CHHTe3a (hUTOXe-
JIATHHOB, CHHTE3UPYIOLIMXCA M3 TPUMENTHIA TJyTaTHOHA
(Ty-Luc-Tu) duroxenatuHcuHTazoi. B Hactosiee Bpe-
Msl TIepBHYHAS CTPYKTypa (PUTOXENATHHOB OTpeseaeHa s
ILIMPOKOTO CMEKTPa BHJIOB MOKPLITOCEMEHHbIX PACTEHHH U3
pa3nuuHbIX cemelcTB. OHU MPECTaBAAIOT cOO0H HeGOb-
e GoraTble MCTEMHOM MENTHJIbI, COCTOSIIIIME U3 JIMHEH-
HBIX 1eMell OCTATKOB TJIyTAMHHOBOH KHCJIOTHI M IIMCTEHHA
M CrOCOOHBIE CBfI3bIBATH HOHBI TSKEJBIX METANIOB uepes
SH rpynnel. OcHoBHaAst CTPYKTYpa 3THX TENTHAOB CJeJy-
toutast: (ylny (Iluc)) n—TImu, rie n = 2—11 (o6bluHO He
6osee 6-t1) (Ceperun, 2001). duroxenatuHbl 06JgaNAI0T
BbICOKMM cpoacTBoM K HoHaMm Cd (Reese, Wagner, 1987).
Cd crumyaupyer cuHTe3 (DUTOXENATHHOB, KOTOPbIe GLICTPO
00pasyloT HU3KOMOJIeKyJIsipHble KoMriekebl (HMK) ¢ no-
namu Cd ¥ TpaHCMOPTHPYIOTCS Uepe3 TOHOMIACT B BaKyOJIb.
[Ipennonaraercs, uro y pacrenuit HMK tpancnoptupytorest
uepes HewenTHdUupoBantbil ABC nepenocuuk (cM. pas-
nen ABC nepenocuuikn ), romosiornunbiii ABC nepeHocumnky
HMTI1 Schizos pombe (Ortiz et al., 1992). Henasno 6bi10
MOKa3aHo, UTO Yepe3 TaKoH MEePeHOCUHK B BaKyOJb MOTYT
nocrynath He Toibko HMK, Ho u komnuiekent Cd ¢ raryratu-
oHoM (Prévéral et al., 2009). B Bakyosin, no Bceil BUIMMOC-
TH, 06pasyeTcsi BbICOKOMOJIEKYISAPHbIH Kommieke (BMK),
cayxalui aas 6osee 3PPEKTUBHON H30JAMU MeTajlia.
B ycnoBusx kucsoit cpeabl Bakyosn, BMK auccounupyior,
1 Cd cBA3bIBAETCSHA OPraHUueCKUMH KHCJIOTAMK (LIUTPATOM,
okcasnarom, Mmanarom) (Krotz et al., 1989). CpaBHuTe/IbHbIIH
aHaJIu3 ypoBHS CHHTE3a (PUTOXEJNATHHOB Yy THIIEPAKKYMY.JIsi-
topa T. caerulescens n HerunepakkymyJssropa 7. arvense,
BbISIBUJI 00Jiee HU3KHI UX ypoBeHb y T. caerulescens, uto,
10 BCeil BUIMMOCTH, CBUJIETEbCTBYET O TOM, UTO (PUTOXEJIa-
THHbBI BOBJICUEHBI B TOJIEp2KAHKE OCHOBHOH YCTOHUHBOCTH
K Cd, HO He UrpaloT 3aMeTHOH POJIH B THIIEPYCTONUHBOCTH
(Ebbs et al., 2002). Ilpu 3TOM c/iefyeT OTMETHTh, YTO He-
JIABHO T'eHbl, KOAUPYIOLIHe (DUTOXENATHHCHHTA3y, a TaKxKe
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ABC nepenocunk kommniekcos ¢putoxenatnHoB ¢ Cd 6l
BBISIBJIEHBI Y KUBOTHBIX (Vatamaniuk et al., 2001, 2005),
YTO CBUJIETEJILCTBYET O KOHCEPBATHBHOCTH MeXaHH3Ma yc-
TOHYHBOCTH, OnocpeioBaHHoro puroxenatniamu. [Tostomy
MpeJICTaBSETCs 11eJ1eCO00Pa3HbIM MPOBEJIEHHE JlasibHEl -
LIHX HCCJIEI0BAHNH JUISt BbISIBJIEHHS BO3MOKHOM POJIH (DHTO-
XeJIaTHHOB B NposiBjieHnH yeroitunBocTd K Cd y pacrteHuii-
rUIEePaKKyMyJIsiTOPOB.

MepeHocuuku Cd

B nocsiennue roapl A0CTUTHYT GOJBLIOH Mporpecc B
MOHUMAHWH MOJIEKYJ/ISIPHBIX MEXaHU3MOB TPaHCIOpTa Me-
TaJIJIOB Uyepe3 MeMOpaHbl KJAETKH. DTO CTAJI0 BO3MOKHBIM
Osiarofiapsi aKTHBHOMY HCIOJIb30BAHUIO MOJIEKYJISIPHO-
OGUOJIOTMUYECKHX METOJIOB C HCTOJb30BaHUeM S. cerevisiae
¥ TPUMEHEHHIO MOJIYUEHHBIX PE3yJIbTaTOB J/I5 IPYTHX Y-
KapuoT, B ToM uncye — anas A. thaliana (Hall, Williams,
2003). B pesysbraTe ObLI0O BbISIBJEHO, YTO B PACTUTE/b-
HBIX KJIETKAX MPUCYTCTBYIOT PA3JIHYHbIE CeMeHCcTBa OeJl-
KOB-TI€PEHOCUMKOB METAJIJIOB, BOBJICUEHHBIX B TOJJIepKa-
HHE rOMeOoCTa3a MeTaJJIOB U UIPAIOIIUX KJIOYEBYIO POJIb
B BO3HUKHOBEHHHU YCTOUYMBOCTH K HUM. Tak:Ke B HACTO-
siee BpeMs MPOBOAATCS CPABHUTEJbHbIE HCCJIE0BAHUS
TPAHCKPUNITOMOB BHJIOB THIEPAKKYMYJATOPOB M POJC-
TBEHHbBIX UM HETHIIEPAKKYMYJIUPYIOLHX BUJIOB, HATIPUMED,
A. halleri v A. thaliana (Becher et al., 2004; Weber et al.,
2004; Talke et al., 2006). ITokaszaHo, 4TO BU/bBI-THTIEpAK-
KYyMYJIATOPbl XapaKTepU3YIOTCS TOBbILIEHHBIM YPOBHEM
TPAHCKPHUIIIMH F'€HOB, KOJAHPYIOUIMX NEPEHOCUHKH MeTaJl-
JioB. ITpH 3TOM yCcTaHOBJIEHO, UTO MOBBILIEHHBIH YPOBEHb
TPAHCKPHUIIIMK HE CBA3aH C JMBEpPreHlHel TeHOB BUJI0B
THNEPAKKYMYJSITOPOB U HEMMIEPAKKYMYJIATOPOB, a 00yc-
JIABJINBAETCA M3MEHEHHEM Ha YPOBHE PeryJsilii TEeHOB,
Ju60 u3MeHeHueMm KoJudectBa ux konui (Hanikenne et
al., 2008; Oomen et al., 2009).

AT®-a3sbl Tsixenbix metannos (HMA)

AT®-asbl TKENbIX METANIOB ABJSIOTCS UJeHAMH 00JIb-
woro cyrnepcemeiictea ATd-a3 P-tuna, xapakrepHoro ajs
Bcex 1apctB »kuBoro mupa. Iloncemeiicto PIB  ATdas
JIeJINTCST HA JIB€ TPYMIbI: TEPEHOCUUKH OfHO M JIByBaJIEHT-
ubix Metasios (Hall, Williams et al., 2003). ¥ A. thaliana
nozcemeiicto P1B Bktouaer B ce6s1 8 pasnnuHblx 6e/KOB
(Mills et al., 2003). HMA2 u HMA4, pacnosnoxeHHble B
nJaMasiemMe, HrpaloT BaXKHYIO POJib B KCHJIEMHOM TpaHC-
MopTe M3 KOPHEBOH CHCTEMBI B HA3eMHYIO YacTh pacTeHHsl,
Kak 1uHKa, Tak 1 Cd (Kum et al., 2009) (puc. 1). Tpancren-
HBIE pacTeHusi co cBepXxaKcnpeccuel rena HMA4 nokazanu
yBeJIMUEHHYI0 yeToHunBoCTh K Cd 1 akkymysisiuio Cd B Jvc-
Thax (Verret et al., 2004). HenaBHue uccienoBanus noka-
3as, uto 6eok HMAS3, pacrnosioxeHHbIH Ha BaKyOISPHOM
MeMmOpaHe, MpUHUMaeT ydactue B TpaHcnopre Cd W 1MHKa
B BakyoJb (puc. 1). Pacrenusi co cBepxskcnpeccueii reHa
HMAS3 xapakrepu3oBanch MOBBIIEHHOH YCTOHUHBOCTBIO K
Cd (Morel et al., 2009).

HenaBno ¢ wucnosmb3oBannem PHK-untepdepentnn
6b1710 MoKazaHo, uto 6enok HMA4 urpaet Beyityio posib B
THMePaKKyMyJISILMHE LIMHKA U yCTOHYNBOCTH K IMHKY 1 Cd y
A. halleri. TunepakkymyJisiiysi ¥ runepyctoiunBoctsb K Cd y
TOTO pacTeHus CBsA3aHbl ¢ TpunanKauunei rena AhHMA4, a
TaKKe M3MeHeHueM Luc-peryasiunu renos AhFHMA4, B pe-
3yJpTaTe yero HabJI0AeTCsT UX MOBBILIEHHAST SKCIPEeCCHs y
A. halleri no cpaBHenwuio ¢ A. thaliana (Hanikenne et al.,
2008).

Nramp

[IpencraButenn cemeiictBa GesikoB Nramp ydacTByloT
B TpAHCIIOPTE psifa JIByXBAJEHTHBIX METAJJIOB, BKJiOUas
kenezo 1 Cd. Nramp BBICOKOKOHCEPBATHBHBI, COAepKaT
12 TpancMeMOpaHHbIX IOMEHOB C XapaKTePHbIM «KOHCEH-
cycHbIM TpaHcnoptHbiM MoTHBOM>» (Hall, Williams, 2003).
Akcnpeceus renoB AtNrampl, AtNramp3 w AtNramp4 B
JIPOAOKEBBIX KJIETKAX BbI3bIBAET MOBBIIIEHHYIO YyBCTBHU-
TesibHOCTh K Cd M HaKoMJeHWe JaHHOTO TSXKEJOro MeTal-
aa. lokaszano, uro pudpynuus reda AtNramp3 Bbi3biBaeT
HeboJibllIoe yBesMdeHde ycroiunBoctd K Cd, HO B ToXKe
BpeMsi CBEPXIKCIPECCHs TOrO TeHa BbI3bIBAET FMIIEPUYBC-
tBUTeabHOCTL K Cd y A. thaliana (Thomine et al., 2000).
Y A. thaliana skcnpeccusi reHoB AtNramp3 BbisiBlieHa B
MPOBOAALLCH CHCTEMEe KOPHEH, cTeOJIeH M JIUCTLEB, YTO CBU-
JIeTeJICTBYET 0 ToM, uTo 6esoKk AtNramp3 mMoxeT (GyHKIH-
OHHMPOBATh B MepeHOCEe METAJJIOB Ha JaJbHHE PACCTOSHHUS.
[Ipu 3TOM MokasaHo, YTO OH JIOKAJIH3yeTCsl B BAKYOJISIPHON
MeMOpaHe U MOXKeT MOOUJIM30BATH IMyJ1 METAJJIOB U3 BaKy-
o (puc. 1) (Thomine et al., 2003). ¥ runepakkymyJsitopa
T. caerulescens Obl BbISIBJIEH MOBBILIEHHBIH YPOBEHb IKC-
npeccuu reHoB TcNramp3 w TcNramp4 no cpaBHEHHIO C
redamu AtNramp3 n AtNramp4 y A. thaliana, xotsi v Te, u
JIpyTHe MPUCYTCTBYIOT B FeHOME B eItHUUHON Kok (Oomen
et al., 2009). B eqnHuuHOI KOMHM 9TH FeHbl TAKXKE MPUCYTC-
TBOBYIOT Y POACTBEHHBIX BUOB T. minimum v T. praecox,
B TO BpeMst Kak y T. perfoliatum — B JByX KOTHUSX, a y
T. japonicum 6blnn BHISIBJIEHO HECKOJIbKO KOMHH 3THX Te-
HoB. [To Bcel BUIMMOCTH, MOBBILIEHHBIH YPOBEHb SKCIpec-
cuu renoB TeNramp3 v TeNramp4 o cpaBHeHHIO C TeHAMH
AtNramp3 w AtNramp4 A. thaliana cBsizaH ¢ pa3jiuuusMu
B IMC- MJIH TPAHCPETyAsITOPHBIX 3/1eMeHTax (Oomen et al.,
2009).

CDF

CewmetictBo 6enkoB CDF yuacTByeT B TpaHcrnopre LHH-
Ka, Kobassra u, o Bcel Bumumoctd, Cd. Benku nannoro
ceMelcTBa CofiepKaT 6 TpaHCMeMOpAHHbBIX JIOMEHOB, KaTH-
OH-CBSI3bIBAIOLIMI JIoMeH Ha C-KOHIE, a TaKKe THCTHHH-
OoraTblil JIOMEH, BEPOSITHO YYaCTBYIOLLIMI B CBSI3bIBAHHUH
[MHKAa MEXJy 4-M M 5-M TpaHCMeMOpaHHBIMH JIOMEHAMH
(Hall, Williams, 2003). ¥ A. thaliana reubl, Konupyouiue
CDF 6enaku, 6butn HasBanbl ZAT reHaMu, OHM BOBJIEUEHBI
B MepeHoc Zn B BaKyoJib, 00ecreunBas TeM CaMbIM ero ro-
meoctas (Van der Zaal et al., 1999). ¥ runepakkymyssitopa
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Hukens T. goesingense Obla BbisiBaeH optojior ZAT reHa
A. thaliana — ren TgMTPI. JlaHHblil TeH KOAUPYET JBa
TpaHCKpUNTA, OfMH U3 KoTopbix — TgMTPIt1 noasepraer-
csl crtaficury, a Bropoit — TgMTP1t2 — ner. Tpanckpur-
Tbl PA3JIMYalOTCs 110 M0C/EA0BATE/IbHOCTH TMCTHIMH-60ra-
TOTO IOMeHa, 4T0, BEPOSITHO, 06eCreynBaeT Creln(@UIHOCTb
ITHX MEePEHOCYNKOB K pasHbiM MeTasnam. Tak, TgMTPIt1,
IKCIIPECCUPYSICh B JIPOXKIKEBbIX KJETKaX, CNOCOOCTBYET MX
ycroiunBoctu K Cd, KoGaabTy U uuHKy, a TgMTPI112 K Hu-
keJto (Persans et al., 2001).

ZIP

K nacrositiemy momenty y A. thaliana BbisiBIEHO 0KOJIO
15 6enxoB ZIP cemeiictsa. ZIP 6enku conepxat 8 paHcMeM-
OpaHHbIX JoMeHOB, MpH 3ToM C 1 N KOHIIbI PaCroJoyKeHbl Ha
BHELIHEH MMOBEPXHOCTH I1a3MaTHYeCKol MeMOpaHbl. Mex-
ay 2-M 1 3-M TpaHcMeMOpPaHHBIMH IOMEHAMH pacroJiaraet-
csl BapuaOe/bHBIA Y4acTOK, COACPXKALLMH TMOTEHIHAJbHBINI
MeTaJlJ1-CBSI3bIBAIOIIMH JOMeH, OOOTalleHHbIH THCTUAUHOM
(Hall, Williams, 2003). ¥ A. thaliana c¢ ucnoJjib30BaHU-
eM (PYHKIMOHAJIbHOH KOMIJIEMEHTALUM MyTaHTa JPOXKAKEN,
HECroCOOHOro MOIVIOLATL KeJe30, Obll KJIOHMPOBAH TI'eH
AtIRT!, komupylolinii OCHOBHOH MePEHOCUHK »KeJsle3a B Kop-
HSIX, TIPH 3TOM pacTeHHst co cBepxakcnpeccrert AHRTI ak-
KyMyJiipoBa/in GoJiee Bbicokue KoHueHTpauuu Cd u Zn no
CPaBHEHHIO ¢ pacTeHusiMu uKoro tumna (puc. 1) (Connolly et
al., 2002; Vert et al., 2002). ¥ T. caerulescens Gbl KIOHUPO-
BaH ren nepeHocunka ZNT1, romoJior ZIP reHoB, yuacTByt0-
i B tTpancropre muHka 1 Cd (Pence et al., 2000).

ABC nepeHocYuku

ABC nepeHoCUHKM TIpe/iCTaBJeHbl OOJBIIMM CeMeiic-
TBOM MeMOpaHHBIX G€JIKOB, BBIMOJHSIONMX Pa3JIHUHBIE
TpaHcropTHele PyHKIMH. [17151 Bcex 6eKOB JaHHOTO ceMeiic-
TBa XapaKTepHbl BBICOKOTHAPOPOOHHII TpaHcMeMOpPaHHbII
JnoMeH U uuronsasmatuueckuil AT®-cBasgbiBaowmil 1o0MeH
(Hall, Williams et al., 2003). Panee 6bl1 ynoMsiHyT runo-
TeTHueckuil nepeHocunk HMK u kommniekcos riyratuoHa B
BakyoJsib — romodsior HMTI1 S. pombe. HenaBHo Oblin Bbl-
siiensl apyriue ABC nepenocunku, MpuHUMAIOLIHE yHacTHe
B ieTokcukauu Cd B pacTHUTEIBHON KJIETKe.

Y A. thaliana nyrem aHasM3a MUKpOUMIA, CofleprKallle-
ro TeHsbl, Koaupyioliue noteniuansisie ABC nepenocumki,
ObIO BbISIBJIEHO yCHJeHHe dKcnpeccud reHa AIPDRS non
Bogaeiicrerem nonos Cd**, Pb?* nin Cu®*. B ciyuae Bo3-
nevictBusi Cd?* HaG/0AaI0Ch YCHJIGHHE YPOBHST IKCIIpec-
cunt AfPDRS B 1,5 pasa B cte6ssix 1 B 1,8 pa3 B KOpHSIX.
Tpancrennble pacTenust co CHHKEHHBIM YPOBHEM 3KCITpec-
cun AtPDRS xapakTepH30BaliCh Pe3KHM CHHXKEHHEM ycC-
toiuuBocti K Cd** u Pb**. Hanporus, TpaHcrentbie pac-
TeHHs1 co cBepxakcnpeccuein AIPDRS xapakTepH30BallCh
MOBLILIEHHOH yeToHunBOCTBIO K Cd** 1 Pb?*. YeroitunBocTh
pacTeHHI K TSDKEJIBIM MeTasljlaM KoppesnpoBasa co CHIKe -
HueM ypoBHsi Cd U CBUHIIA Y PACTEHHI CO CBEPXIKCIIPECCHEN
AtPDRS. Ananus sKCrpeccHH pernopTepHOH KOHCTPYKIUH

GFP:AtPDR8 noxkasan soxamuzaiio A/PDRS na nnasma-
THuecKoi Mem6pane (puc. 1). [Tosyuentsle nanHble CBUE-
TenbeTBYIOT 0 jeiictBur AtPDRS kak Baxuefinero nepe-
Hocurka Cd u3 kierku (Kim et al., 2007).

pyroi npeacrasuresb ABC nepenocunkoB — 6eJ10K
AtATM3, yuacTByolMil B MOIEPKAHUH FTOMEOCTa3a XKeJle-
3a B mutoxonapusx (Kushnir et al., 2001). Belsio BrIsiBaEHO
ToBHIIeHHEe ypoBHS sKkcnpeccun rena ATATM3 B 2,5 pasa B
KopHsix A. thaliana nocne 24 4 06paGoTKK TPEXHEENbHBIX
pacrenuit 50 mxM CdCl,, cxoaHble pedysnbraThl HabJ0a-
JMch W npu o6pabotke pactennit 500 mkM Pb(NO,), (Kim
et al., 2006). TpancrenHble pacTeHust CO CBepXIKCIpeccHen
rena AtATM3 nokasaJiu noBbilIeHHYI0 yeTOHYHBOCTh K Cd**
u Pb?*. [pennonaraercsi, uto AtATM3 yuactByet B 9KCIop-
Te KoHbtoraToB Cd ¢ IlyTaTHOHOM M3 MHTOXOHJIPHH B LIUTOI -
Jasmy (puc. 1).

Opyruvue nepeHOCUYUKHU

Y A. thaliana 611 BoisiBaeH nepeHocunk AtDTX1, Jso-
KaJM30BAHHBIH Ha M/1a3MaTHYECKOH MeMmOpaHe, KOTOpBIN
OCYLIECTBJISIET TPAHCIOPT PA3JUUHBIX TOKCHUHBIX BEIECTB
(ankasoua0B, aHTHOHOTHKOB ) U3 LIMTOTIA3MbI KJIETKH, B TOM
uncsie u Cd (puc. 1). [en AfDTX1 siBnsietcs npeicTaBuTe1IeM
60JIBLIOTO MYJIETHI€HHOTO CEMEHCTBA, HMEIOIIEr0 CXOACTBO
¢ GaKTepHaJbHbIM CEMEHICTBOM IeHOB, KOAMPYIOLIMX Tepe-
HOCUMKM MHOTHX JleKapcTBeHHbIX mpenapatoB (MATE —
multidrug and toxic compound extrusion) (Li et al., 2002).

bBenok AtMHX, Tpancrnoptupytotuit Cd B Bakyosib, pej-
CTaBJIeH B TeHOMe B elMHHUHOH Konuu (puc. 1) (Shaul et al.,
1999). [Tosanee 65110 MOKa3aHoO, UTO TPAHCTEHHBIE PACTEHHS
tabaka co cBepxakcnpecuer rena AIMHX, B otiume oT KOH-
TPOJIbHBIX PACTEHHH, TPOSIBJSAIOT HEKPOTHUECKHE MTOBPEXK]IE-
HHUSL JIMCTBEB TIPH POCTE MPH MOBBIIIEHHBIX KOHIEHTPALMAX
Mg?*, Zn** u Cd®*, uto CBUIETE/ILCTBYET O TOM, YTO Mepe-
Hocunk AtMHX MoxKeT nepeHoCHTb i1 Viv0 HOHBI TSKEJBIX
meTasos, B Tom uncte Cd?* (Berezin et al., 2008).

HenaBHo 6blH MoJTydeHbl aHHbIE, CBUACTENBCTBYIONIHE
0 TOM, UTO MeXaHU3Mbl YCTOHUMBOCTH K Cd MOTyT pasnniarh-
51y OJIHOJIONIBLHBIX U ABYA0JbHBIX pactenuit (Kim et al., 2008).
C ucnosb3oBanreM ckpunudra k/IHK 6ubnuorexu Triticum
aestivum Ha (yHKUMOHAJILHYIO KOMIIEMEHTALIMIO MYyTaHTa
npoxokeil Aycfl, uysctButensHoro K Cd, Obll BbISBJIEH reH
TaTM20, npeanosoxKuTeIbHO KOAMpytoliuil nepeHocunk Cd.
Jpoxcku, tpancchopmupoBanHbie TaTM20, akkymyJanpyioT
Menblite Cd 1 BBIBOAST ero GbICTpee, MO CPABHEHHIO C KOHT-
pOJIeM, UTO OMpesiessieT MOBBILIEHHYI0 YCTOHUMBOCTD TPaHC-
topmanToB K Cd. MIHTEpecHO OTMETHTh, UTO yMeHblIEHHE
conepKanus Cd B KIeTKax IPOAKIKEH He CONPOBOXKAAETCS U3-
MeHeHHeM B roMeocTase JAPYrux JIBYXBANEHTHBIX 3J€MEHTOB.
Tomosiorn TaTMZ2(0) GblH BbISIBJIEHBI Y APYTHX OHOMOJbHBIX
pacTeHuil, HO He Obltu oOHapyxkeHbl y A. thaliana. Bonee
Toro, skronuueckas skcrpeccust TaTM20 y A. thaliana ne
BJIMSIIA HA YCTOMUMBOCTD pacTenuit K Cd 1 ero akkyMyJIsiLiio,
YTO MOJATBEPKAAET YHUKAILHOCTh MEXaHU3Ma YCTONYHBOCTH,
onocpesioBatHoro TaTM20, njist OTHONO/bHBIX.
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Opyrue 6enku

CoBceMm HemaBHO Obl1a TpoOBeieHA TpaHCHOpPMALHS
S. pombe 6ubanorekon kIIHK B. juncea n otoGpaH KJoH,
NPOSIBJSAIONINI MOBBILIEHHYIO YCTOHUMBOCTDL K Cd, a Takxke
K JPYTHUM MeTasjiaM (MbIIbSIKY, MEIH U LHHKY) U OKHUCJIU-
tesism (Blanvillain et al., 2009). Beina npeanosoxxena posib
JIAHHOTO TeHa B aJlanTallik PacTeHHH K OKHCJHTENbHOMY
ctpeccy. JleficTBUTENbHO, OTOOPAHHBIN KJIOH MPOJyLIHPOBaJ
MeHbllee KOJHIECTBO CyNepoKCHL pajiiKaJioB, Mo CpaBHe-
HUIO ¢ KOHTpoJsieM. BoisiBnienubiil ren BjOXS3 (B. juncea
OXIDATIVE STRESS 3) xoaupyer 6eoK u3 175 a. K., KoTo-
pBIFl TPHHAMIEKHT K CeMeNCTBY, BKItoUatoieMy B cebs 22
BjOXS3-nono6Hbix 6eska, KOTOpble ObIH HalEHB! TOJBKO
y pacteHuil. Bece 3TH GesIKH XapaKTepH3YlOTCSl HajMYHeM
KOHCEPBATHBHOTO KaTaJMTHYECKOTO J0MeHa, obJajatole-
ro norteHuMa bHOH N-atleTuarpancdepasHoil WM THOJ-
TpaHcdepasHoi aKTHBHOCTbIO. BayKHOCTb jJlaHHOTO JloMeHa
JUisi iposiJieHus yeroiunBoct K Cd 1 IpyruM CTpeccoBbIM
(hakTOpam ObljIa yCTAHOBJIEHA C TOMOLIBIO HAMPABIEHHOTO
mytareHesa. besnok BjOXS3 6bis Ko-/10Kann30BaH B spe ¢
ructoHoM H4. 1o no3sosnsio npeanosoxutsb, uto BjOXS3
BOBJIEUEH B alleTHIHpoBaHue ructona H4, uamensisi rem ca-
MbIM CTaOHJILHOCTD HyKjieocoMbl. Takum 06pa3om, mpero-
naraercsi, uto BjOXS3 3anyckaer crienpugpuuHyo skcmnpec-
CHIO TEHOB B OTBET Ha CTPECC MOCPECTBOM PeopraHu3aliii
cTpyKTYyphl Xpomatuna (Blanvillain et al., 2009).

MukpoPHK

Henasho Gbuio BbisiBieHO, 4to MUKpoPHK urpator Bax-
HYIO POJIb B BOBHHKHOBEHHH yCTOHUMBOCTH pacTeHuil K Cd.
Y Medicago truncatula BuisBaieHo mectb MukpoPHK; ypo-
BeHb 9KCIPECCHH KOTOPBIX MeHsIcs rocie Boaneiictsust Cd.
[Tpu sTOoM ypoBenb skcrpeccun miR393, miR171, miR319,
miR529 yBesnnunBascs, B To BpeMst Kak miR 166 n miR398 —
cHKasicsi. CHIKeHe YpoBHS dKcerpeccnd miR398 cBsizaHo
¢ HeoOXOAMMOCTBIO YCHJeHHsT 3Kcnpeccun renoB CSDI w
CSD2, xonupytolux CyrnepoKCHIMCMYTa3bl, BOBJEUEHHBIX
B a/[aNTalMI0 PACTEHUST K OKHCUTEBHOMY CTPeCCy, BbI3BaH-
nomy Cd (Ding, Zhu, 2009). I'lpu nccnenoBanusix puca, M.
truncatula v Brassica napus npu nefictsuun Cd cTpecca 6b1iu
BbIsiB/IeHb! 061He MUKpoPHK: miR393 u miR171, unruéu-
pyloLLHe ICACTBUSA T€HOB-MHILIEHEH, YUaCTBYIOLINX B YOUKBH-
THHOBOM TTyTH TEpeaun CHTHa/MA U CBSI3aHHBIX C Mepejiauei
AyKCHHOBOTO CHTHAJIa U Pa3BUTHEM [BETKA. DTO CBHETE/b-
CTByeT 0 ToM, 4To psit MUKpoPHK urpator BaxHyto poJib B
OTBETaX pacTeHMsl, KaK Ha aGMOTHUECKHE CTPECChl, TaK U B
peryasuun passurus (Ding, Zhu, 2009).

TEHETUYECKWWN AHAJTIN3 YCTONYUBOCTU
PACTEHWW K Cd U EFO AKKYMYISLUNN

IIJTF[ U3YyHEHUsT T€HETHYECKOTO KOHTPOJIs YCTOIZ'-II/IBOCTI/I
paCTeHI/Iljl K TsXKeJbIM MeTaJjijiaM OblJId UCIOJIb30BaHbI JIBA
nojxo/ia: aHaJiu3d BapbupoOBaHUsl TaHHbIX MTPU3HAKOB B TIPHU-
POAHBIX TIOMYJISILUAX U 9KCH€pl/lM€HTaJIbeI§I MyTareHes.

[enernueckuil aHaJau3 NONyJALMH psila BLICLLMX pacTe-
HUI TI0Ka3aJ1, YTO OCHOBHAS yCTOHUMBOCTB K HEKOTOPBIM Me-
TaJlJ1aM (MbILLbSK, Me/lb, LIMHK ) CKOpee BCEro, olpee/isieTcs
OJIHUM WJIH JIByMSI OCHOBHBIMH T€HAMH M PabOTOH TeHOB-
MOM(HKATOPOB, OMPEIESIONMX YPOBEHb YCTOHUMBOCTH
(Schat et al., 1993; Smith, Macnair, 1998). YcroituuBoctb
K OTIpejieIeHHOMY MeTaJlly OObIMHO KOHTPOJHPYETCS TeHOM
(MM TeHaMH ), OTIMYHBIMH OT TeHOB, OMPEEJISIOLINX YCTOH -
unBOCTh K Jipyromy mMetay (Tilstone et al., 1997). Mccie-
JIOBaHUST MPUPOAHBIX MOMYJSIUMH apaxuca, ropoxa, KyKypy-
3bl, MIIEHHUIBI, PUCA, COM, STUMEHSI, ¥ THTEPAKKYMYJISITOPOB
B. juncea w T. caerulescens BbISIBUIN IIHPOKHIT MOJUMOP-
(h13M 1o MpU3HakaM OCHOBHOM W runepycroiunBocTd K Cd
1 €ro akKyMyJIsiliuK W THIepakkymysiinn (Arao, Ae, 2003;
Bell et al., 1997; Belimov et al., 2003, 2007; Clarke et al.,
1997; Liu et al., 2005; Roosens et al., 2003). Tak, Hanpu-
Mep, y ropoxa cosiepkanue Cd B cyxo#i GoMacce rpu Bbipa-
IIMBAHWK pacTeHuil B mpucyTcTBuu O mr Cd Ha kr!' Bapbu-
POBaJIO MEKITy pa3/HUHLIMU TeHoTHMaMu 0T 35 Mr Cd Ha Kr™!
10 135 mr Cd na kr™' | a HHAEKC YCTOHYHBOCTH BapbUPOBA
ot 54 10 100 % (Belimov et al., 2003).

Jlnst TBepao# mieHnlpl ObIIO MOKa3aHo, YTO MPU3HAK
NOHIKeHHOTO cofep:kaHuss Cd B 3epHe KOHTpoJIMpyeTcs
JIOMUHAHTHOH aJuiesibto oHoro reHa (Clarke et al., 1997),
KOTOpPBIN JIoKaan3oBaH Ha xpomocome HB (Grant et al.,
2008). JIunnn ¢ npuaHakoM noHmkeHHoro coaepxkanus Cd
XapaKTepH30BalUCh CHWKeHHBIM nepenocoM Cd M3 Kop-
HEBOH CHCTEMBI B Ha3eMHYIO YacCThb, YTO OTPAHHYUBANIO €rO0
nocrynienue B 3epHo (Chan, Hale, 2004 ). Briio nokasano,
YTO MPU3HAK MOHW:KeHHOro noryoteHuss Cd He BjuseT Ha
MOTJIOLLIEHHE JPYTUX 3JEMEHTOB, XOTs HMEIOTCS yKasaHus,
UTO OH MOXKET OBbITh CBSI3aH C YMEHbIIEHHEM aKKyMyJISILIHH
B 3epHe uuHKa npu aecpunute munka (Hart et al., 2005).
Brinosinenue 10-7eTHell mporpaMMbl 10 CO3/IaHHIO COPTOB
MIIEHUIIB! ¢ TOHMKeHHBIM cofiepxkanueM Cd B Kanane npu-
BEJIO K PErucTpaluy HoBbIX copToB. IlepBblil Takoro pona
komMepueckuil copt Strongfield Hauan BosiesbiBaThes B
2004 r. u B HacTosIlIee BpeMst 3annumaeT 25 % ot notaei,
3aHSTBIX MoceBaMM TBepfoil mienntnl B Kanane (Grant et
al., 2008).

Onnaxo 710 CHX MOp OcTaeTcst HepelleHHbIM BOMPOC, sIB-
JISTIOTCS JIH THUTEPYCTOMYMBOCTh M runepakkymyJsiuus Cd
CBSI3aHHBIMH COOBITHSIMU MJTH HE3aBUCHMBIMH. [17151 perienust
JJAHHOW MPOOJIeMbl MPOBOJAT MCCJAC0BAHHE PE3YJLTATOB
HAlMpaBJ/ICHHbIX CKPELIMBAHMN PACTEHHH, PA3/IHUYAIOLIHXCSA
10 MPU3HAKaM YCTOHUUBOCTH M aKKYMYJISILIUH TSXKEJIbIX Me-
TalJI0B, B TOM YHCJle — MEXKBHIOBbLIX rMOpuioB. Ipynmoi
ucesefiopatesiell ObLI0 MoJydeHo mokoJenne F oT ckpe-
IIMBAHUST pacTeHus-runepakkymyasropa A. halleri n ne
akkymyJupytontero suna A. petraea (Macnair et al., 1999),
KOTOpOe 3aTeM OBII0 CKPEIIEHO ¢ POAUTENbCKUMH BHAAMH.
[Tokosienne Fb cusibHO BapbUPOBAJIO TI0 MPU3HAKY aKKyMYy-
JISIIIUK LIMHKA: OBIITH BBISIBAEHBI HHUBU/IyaIbHbIE pACTEHHS,
aKKyMyJIHPYIOLMe TaKXKe MaJlo LIMHKa Kak A. pefraea, Tak-
ke MHOTO Kak A. halleri 1 mpomexxyTouHble BapHaHTHI. le-
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HETHYECKHI aHasIu3 MPU3HAKA YCTOHYMBOCTH MOKa3as, 4To
YCTOHUMBOCTD K MeJIH, LIMHKY U Cd, 10 BUIHMOMY, OnpeJiesi-
etcst oHuM reHoM (Schat et al., 1996). Ananus nokosieHus
F,, nonydsennoro or ckpewwmsanus A. halleri w A. petraea
(Bert et al., 2003; Macnair et al., 1999), a Takxxe aHnaju3
MOKOJIEHUH, MOJYUEHHBIX B pe3yJibTaTe CKPElIMBAHUH pas-
Jsuunbix nonyasitmit 7. caerulescens (Zha et al., 2004), no-
KazaJiu, uto runepakkymyssiius Cd u yeroiunBoctb K Cd He
cBsi3aHbl MexIy coboil. OxHako npu uceaenoBanuu Lombi
¢ kosieramu (Lombi et al., 2000) 4 pazsuuHbIX NOMyAALMI
T. caerulescens OblIM MOJyUEHbI TPOTHBOTMOJIOXKHBIE JIaH-
Hble. B xosie nceneioBanuit Obl1a BhisiBJeHa pa3HnLia MeKILy
NOTNYJIALUMAMH M0 cnocoGHOCTH HakanuBath Cd B moGerax
1 10 MPU3HAKY YCTOHUHBOCTH K JJAHHOMY TSKEJIOMY MeTaJl-
Jy. Pacrenust u3 nomy/asiiyn, HakamnjanBaolye Haubosbliee
kosmuectBo Cd, Oblin Takxke W HauboJee YCTOHIHBBIMH K
ero ToKcHueckoMmy JeilctBuio. Takum 06pa3om, peayJsTarhbl
JIAHHBIX UCCJIIOBAHNS YKA3bIBAIOT HA OOLLIMI FeHETHYECKHI
KOHTPOJIb TPU3HAKOB THIepakkymyJasiiind Cd v runepycroii-
4UBOCTH K HeMy pactenuil (Lombi et al., 2000).

XoTsl 3KCMepUMEHTAJIbHBIH MyTareHe3 TpeCTaBJIseT
co60il 3(h(EeKTUBHBIH MeTOJ| M3yUeHHS] MOJIEKYJSPHO-Te-
HETHUECKHX MEXaHH3MOB, OJIHAKO K HACTOsIIIEMY BpeMeHH
OTMUCAHO TOJILKO HECKOJILKO MyTAHTOB PACTEHHI ¢ H3MEHEH-
HBIMH 4yBCTBUTEJIbHOCTBIO K Cd WK €ro akKyMy.Jisiiided.

Y pacrenuit myranra cadl—1 A. thaliana, B otinuue
OT JIMKOTO THNa, Ha nuratesbHOl cpene ¢ 0,6 mkM Cd 3a-
MeJUISIIICST POCT, HAOJMIOAMHNCh XI0PO3 JUCThEB U BBIPAOOT-
Ka KopHsiMH KopuuHeBoro nurmenta (Howden, Cobbett,
1992). Ipennonaraercsi, 4To KOPUUHEBBIH MUTMEHT — 3TO
pe3yJibTaT 00pa3oBaHus MeTaJ-Cyb(OUIHBIX KOMIJIEKCOB.
Oco6eHHOCTH (heHOTHIA JAHHOTO MyTaHTa ObIJIM UCTI0/b30-
BaHbI Y11 HIEHTH(PUKALME TPEX APYTUX aJlJIe/bHBIX MyTall1il
cadl. TeHeTHueCcKuil aHaM3 MOJydeHHbIX MyTaHTOB TOKa-
3aJ1, UTO MOBBIIEHHAs YYBCTBUTENbHOCTL K Cd Hacsienyercs
KaK MOHOTEHHBI} pelleCCHBHBIN npusHak. Myrant cadl —3
OblT MOJTYUeH C MCTMOJb30BAHMEM XMMHUECKOTO MyTareHesa
JI9b (nmsnokcuodyran) (Dolezal, Cobbett, 1991). Myran-
Tbl cadl —4 v cadl—5 GbUIK MoJIydeHbl ¢ UCTTIOJIb30BAHHEM
IOMC (stuamMeraH-cysabdonara). [Ipu cpaBHeHMH MOJy-
UEHHBIX MyTaHTOB 10 4yBCTBUTebHOCTH K Cd OblIO ycTa-
HOBJIEHO, YTO MyTaHTbl cadl —3 u cadl—4 4yBCTBUTE/bHbI
K koHueHTpauuu Cd 0,3 MKM, B TO BpeMsi KaK MyTaHTbI
cadl—1 v cadl —5 — x 0,6 u 1,5 MKM COOTBETCTBEHHO.
C HCrosib30BaHHEM BBICOKO3((EKTHBHON Treb-(UIbTpa-
1K ObLIO MMOKAa3aHo, 4To Yy MyTaHToB cadl—1 w cadl—3
CHIDKEHa crnocoOHOCTh 06pa3oBbiBaTh Cd-cBsA3bIBaMOlINE
KoMIieKehl. Mcrosib3oBanue BbICOKOI((EKTHBHON >KHI-
KOCTHOH XpoMaTorpac1n BbIIBUJIO CHUXKEHHE CITOCOOHOCTH
cadl myranToB 3anacarb uroxenatutel. Conepxxanue hu-
TOXEJIATHHOB, y KayKJIOT0 MyTaHTa KOPPEJHPOBANO C YpPOB-
HeM ero uyBctBUTesbHOCTH K Cd. Takum o6pasom, mpose-
JIEHHbIE 9KCMEPUMEHTDI TI0KA3aJId, UTO Y MyTaHTOB MO TeHy
cadl cruwkena akTHBHOCTB (putoxenatuncunTassl (Howden
et al., 1995a). Jlokyc CAD1 6bli1 loKaau30BaH Ha -1 Xpo-

mocome A. thaliana. TTo3uloHHOE KJIOHUPOBAHHE NOKA3a-
J10, uto red CAD | siBasieTcsi BBISIBJIEHHBIM paHee B npoliecce
cekBeHUpoBaHusi reHoma A. thaliana renom MRHI0.11.
[Tokagano, uto myrauuu cadl—1, cadl —4 w cadl —5 —
9TO TPaAH3UUMH, a MyTauus cadl—3 — 3To TpaHCBepcHs
G—C — C—G. x/1HK, noayuennast o6paTHOil TpaHCKPHUII-
LIMell IAHHOTO Y4acTKa, COJEPHHUT OTKPBITYIO PAMKY CUHTbI-
BaHUs, KOAUPYyOLLyto Oesiok Maccoi 55 klla, comepxxaiuit
485 a.x. Ixenpeccust KIHK CADI B knetkax E. coli moka-
3aJj1a, YTO 9KCTPAKTbI U3 9THX KJIETOK KaTaJUu3HPYIOT CHHTE3
(UTOXENaTHHOB, AKTHBUPYEMBIH TSKEJbIMH MeTasIaMH,
4TO MOATBEPAUIO0, uTo reH CADI xomupyeT (uTOXe aTHH-
cuntagdy (Ha et al., 1999).

Bo Bpemst ncenenosanuii cadl MytaHtoB, Obl1 BblIEJEH
ettte ot mytanT A. thaliana, uyscrBuresbhbii K Cd, — cad?.
[eneTnyeckuii aHa/IM3 NoKasast, uTo UyBCTBUTENbHOCT K Cd —
MOHOTeHHBIl pellecCcHBHbIH Tpu3Hak. B orcyrerre Cd He
ObL10 BBISIBJIEHO PA3HULBI B POCTE MEXKITy MyTaHToM cadl —1,
cad?2 v muxum tunom. [lpn konuentpaumu Cd 6 MKM 1ukuit
THIT POJIOJ/IKAJ PACTH, B TO BpeMst KaK y MyTaHTa cad ! — I Ha-
GJII0IANI0CH CHHXKEHHE TEMITOB POCTA Y2Ke MPH KOHLIEHTPaL|H
Cd | MmkM. MyTtanT cad2 nposiBuJT MPOMEKyTOUHbIH (PeHOTHIT:
MHrMOMpOBaHHe pocTa Habsofanock npu Konuentpauun Cd
3 MKM, 1 He GbLIO BbISIBJIEHO MPH KOHLIEHTPALIMH, KPUTHUHOI
juisi cadl — I myranta (Howden et al., 1995b).

Y myTanTta cad? cHUKeHa crocoOHOCTh H30JHPOBATh
Cd. Ypoenb Cd-cBsI3bIBAIONINX KOMIIJIEKCOB, (POPMUPY-
IOLIUXCS i1 0iv0, y pacTeHuil cad2 Obla CHUXKEH 10 cpaB-
HEHUIO C JMKHM THIOM. AKKyMyJsilidsi (DUTOXeJaTHHOB
cocrasssiia nopsiaka 10 % 0T uX KOJIMYECTBA y JAMKOTO
THUna. YpoBeHb riyTaTHoHa, cyberpara JJs 6GMoCHHTe3a
(bUTOXEATHHOB, B TKaHIX cad? MyTaHTa OblJ CHHXKEH
10 15—30 % no cpaBHeHuI0 ¢ AMKMM THMOM. Takxke GblJ
CHHKEH YPOBEHb Y-TJyTaMHJILUCTEHH-CHHTETa3bl. Ypo-
BEeHb LIHCTEHHA OblJ BBOE BhIlIE, YeM Y PACTEHHH IHKOTO
tuna. JlaHubie GakTbl MO3BOJHIHN MPEANOJOKHUTh, UTO Y
MyTaHTa OblJ HapyllleH OMOCHHTE3 [IyTaTHOHA, 8 KMEHHO
CHH)KEHa aKTHBHOCTb Y-TJyTaMMJILIUCTEMH-CHHTETA3bI.
JlaHHoe npenosioKeHne MOATBEPAHIOCH OGHOXHMHUUEC-
KUMH MCCJIeIOBAHUMMU i1 Vilro, MOKa3aBIIMMH CHUXKEHHE
AKTHBHOCTH JIaHHOTO (hepMeHTa 10 CPaBHEHHIO C JIMKUM
THIIOM, B TO BPEMS KaK aKTHBHOCTb Iy TaTHOH-CHHTETA3bl
He mensiyiach (Howden et al., 1995b).

Jlokye CAD2 6bln jlokanu3oBaH Ha 4-if xpoMocome |
T0Ka3aJl TecHoe clemneHne ¢ jokycom GSHA, KoTopslit Ko-
JPYET y-TJyTaMUJILUCTENH-cHHTeTasy. JlasnbHelnnmu ne-
CJIeI0BAHUSIMH ObLIO yCTaHOBMEHO, UTO reH CAD2 conepKuT
15 MHTPOHOB, pa3mMep KOTOPHIX BapbUpyeT OT 77 10 359 1. 0.
Paamep 3k30H0B BapbupyeT ot 69 j0 340 n. o. Hykneorus-
Has nocJsenoBareibHoCTh reHa GSHA cad2 myranTa conep-
JKHUT Jiesielyio 6 1. 0. B 6-m sK30He (Cobbett et al., 1998).

XapakrepucTHKa MoJydeHHbIX MyTalli 0Ka3biBaeT, 4to
MOJM(MHUKALIMK B €IMHHYHBIX TeHAX CYLIECTBEHHO BJIHMSIOT Ha
OCHOBHYI0 YCTORUHBOCTD K TS2KEJIbIM METa/I/IaM HJTH Ha HX Ha -
Korenne. OfHAKO /10 HeJIABHET0 BpeMeHH He ObIJIO OMHCAHO
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YCIHEUIHbIX 9KCIMEPUMEHTOB, B XO/1€ KOTOPbIX ObLT ObI oJ1y -
YeH MYTaHT C 06erMH H3MEHEHHBIMH XapaKTepUCTHKaMH.

Henasno y ropoxa 6bla1 onvcan HOBbIH MyTaHT, MOJY-
ueHHbIl nocie IMC myrareneda ucxopHo# gunun SGE,
XapaKTepH3yIolHiics MoBbIIeHHbIM HakoreHneM Cd nyc-
TOHYMBOCTBIO K TOKCUUHBIM KoHleHTpauusam Cd (Tsyganov
et al., 2007). Myrant SGECd' 6b11 oxapakTepr3oBaH Kak
MMEIOIINI MOHOTeHHOE HAaCe0BaHNe H PelleCCUBHOE POo-
siBjienre peHotuna. MyTaHTHBII JIOKyC Obl JJOKATH30BaH
B VI rpynne cuennenus ropoxa (Tsyganov et al., 2008).
Buoxumnueckn#i anaan3a MapkepoB cTpecca (XHTHHA3a,
MepoKCcHIa3a U MPOJIHH) MOKa3asH, 4To y AaHHOTO MyTaH-
Ta CHHXKEH YPOBEHb CTPECCOBOr0O oTBeTa Ha Aefictere Cd.
YcraHoBsieHo, 4to ycroiunBocTh Mytanta SGEC' k Cd
HE CBsI3aHa C MPOLleccCaMu CUHTE3a IJIyTaTHOHA U padOoTOH
(uToxenaTuHcuHTa3dbl. TakuM 06pasoM, 3TOT MyTaHT Of-
HOBpeMeHHO akkymysupyeT Cd W fBJsieTcsl yCTOHUMBBIM K
€ro TOKCHYECKOMY e FICTBHIO U NMPEACTABJAALT COOOH HOBYIO
U YHHUKAJbHYIO MOJEJb JIUIsl U3y4eHUs ajanTaluil pacre-
HUH K TOKCHYECKUM KOHUEHTpaluusiM Ts2KeJIbIX ME€TaJ/lJloB
(Tsyganov et al., 2007). [IpumeuaTesibHO, UTO MyTaHT CIO-
cobeH Kak popMHPOBaTh KJIyGeHbKH MPH GoJiee BbICOKHX
KoHleHTpauusax Cd, Mo cpaBHEHHIO C UCXOJHOH JIHHHEH,
TaK W MO/JIEPXKHUBATL HX Cl')yHKLLHOHa.HbHy}O AKTUBHOCTDb
(Tsyganov et al., 2008).

SAKJIIOYEHWE

3a nociemnue 10 JeT HalM TpeACTaBAeHHs O Mexa-
HU3MaX YCTOHUMBOCTH pacTeHu#l K Cd M ero akkyMyJssiuu
3HAUYNTENIBHO paclupuianck. Meenenosano pacnpenenenne
9TUX MPU3HAKOB MEXKJy YKOTHMAMH HEKOTOPbIX BHIOB-TH-
nepakkyMyasiTopoB Cd 1 1IeHHBIX /151 CETbCKOTO X035HCTBA
BUJIOB. DbIH BEISIBIEHB! PasnUHble KIaCChl OEJKOB, BJIHS-
follMe Ha nposiieHue ycroiunBoctd K Cd. Bblio nokasa-
HO, UTO y pacTeHuii-runepakkymyasaropos Cd Habmonaercs
TOBHIIEHHBIH YPOBEHb 3KCMPECCHH TeHOB, KOAMPYIOLINX
MepPEeHOCUNKH MeTaJslJIoB, KOTOPBIH CBs3aH C M3MeHeHHeM
peryJIsILHY FeHOB M KosiuecTBa ux Konuil. T. e., o Beelt BU-
JIMMOCTH, TIPH MTPOSIBJIEHHH PaCcTeHHEM OCHOBHOH U THIIepycC-
TOMUMBOCTH K Ka/]MHIO B OCHOBHOM HCIOJIb3YIOTCS OfIHH 1 Te
’Ke MeXaHHM3MBbl (32 MCKJIIOUEHHEM CHHTe3a (PUTOXeNaTHHOB
MpHU OCHOBHOH ycToitunBocTH). OHAKO B C/yuae rumnepyc-
TOMUMBOCTH PSJI MEXaHH3MOB 3HAUMTEJbHO AKTHBHPOBAH.
Tem He Menee, B 9TOM HarpaB/eHnH TpeGyeTcst MPOBEAEHHE
JajbHelnx ueeenosanuil. Tak, y pacteHuil 10 cux nop He
BbIsiBIeH ABC mepeHoCulK, BOBJIEUEHHBIH B MepeHOC KOM-
miiekcoB Cd ¢ duToxesaTMHaMKU B BaKyoJib, XOTS NaHHBIN
MeXaHH3M pacCMaTpHUBAeTCsl KaK TJIaBHBIH B TMPOSIBJIEHHH
OCHOBHOH yCTOHUMBOCTH. B TO e Bpewmsi, OblJI0 1MOKAa3aHo,
YTO (PUTOXENATHHBI HUTPAIOT BAyKHYIO POJb JIE€TOKCHKALMH
Cd He TOJILKO Y pacTeHHH, HO U y »KUBOTHBIX. JlocTHxKe-
HUSI B T€HETHKe YCTOHUMBOCTH pacTeHuil K Cd no3BoJniu
yCTIelIHO peasnn3oBaTh B KaHame mporpammy Mo ceseKuuu
COPTOB TBEPAOH TMIIEHHIB! C MOHWKEHHBIM MOTJIOIEHHEM

Cd. B Hacrosiiiee BpeMst Takie MpOrpaMMbl TPOBOJSTCS s
puca u con. AKTHBHOE HCMOJ/b30BaHHE SKCIepHMEHTaIbHO-
ro MyTareHesa sIBJIsIeTCsl MepPCreKTHBHBIM METO/IOM, CTHMY-
JIPYIOLMM IeHETHUECKHE UCCIEI0BAHUSA B JAHHON 00JIaCTH.
Pacipenne Halmx 3HaAHUH O MOJIEKYJISIPHO-TeHETHUECKUX
MexaHuamax ycroiunBoct pacrenuit k Cd 6yzer crnoco6e-
TBOBATb PEILEHHUIO IPYTrOi BaXKHOH MPAKTHUECKON 3aa4n —
pa3paGOTKH HOBBIX MEPCMEKTHBHBIX TEXHOJOTHI, OCHOBAH-
HBIX Ha HCMOJb30BAHUK (DUTOPEMEIHALUN /IS OUMCTKH
TMOYB, 3arPsI3HEHHBIX TSKEJIBIMH MeTaNIaMH.
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MOLECULAR-GENETIC BASIS OF HIGHER PLANTS
TOLERANCE TO, AND ACCUMULATION OF, CADMIUM

Kulaeva O. A., Tsyganov V. E.

% SUMMARY: Cadmium (Cd) is one of the most wide-ranged and dan-
gerous pollutants for all living organisms, including plants. At present
time the intensive studies of mechanisms of Cd accumulation in plant
tissues and plant tolerance to its toxic influence are performed. Data
about variation of Cd tolerance and accumulation traits in natural popu-
lations of hyperaccumulators species as well as important crops were
obtained. A series of mutants with changed sensitivity to Cd was ob-

#® WNHbopmaumsa 06 aBTopax

tained. In recent decade several classes of proteins involving in cell re-
sponses to Cd ions were revealed. An important role of microRNA in
plant adaptation to Cd was recently demonstrated. Studies of molecu-
lar-genetic mechanisms of Cd accumulation and plant tolerance to it are
theoretical basis for development of phytoremediation technologies of
soil contaminated with heavy metals and breeding of crop varieties with
decreased Cd accumulation.

% KEY WORDS: genetic analysis of cadmium tolerance; hyperaccumu-
lation; metal transporters; metallothioneins; phytochelatins; microRNA;
phytoremediation; transcriptomic analysis; gene overexpression; RNA
intereference.
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MOZAEJIMPOBAHUE 3BOJTIOLIMN BOBOBO-PU3OBUAJIBHOIO
CUMBUOS3A HA NOBbIWEHNE ®YHKLUWUOHAJIbHON
WHTErPMPOBAHHOCTW NAPTHEPOB U 9KOJIOM'MYECKON
3®DEKTUBHOCTU UX BZAUMOAEUCTBUSA

BBEJIEHVIE

MyTyanucTHueckuil CMMOMO3 SIBJISIETCS Pe3YJbTaTOM KOOMEpPaTHBHbIX ajial-
TaUuUil HEePOACTBEHHLIX OPraHM3MOB K MEHSIOLIMMCS, B MEpBYI0 ouepelb — K
HeOMArOMpPHUSITHBIM YCJOBUSIM BHEIIHEH cpebl. DTOT THUT B3aHMOJEHCTBHUS Xa-
pakTepuayercs ryyOOKOH TeHeTHUECKOH HHTerpauuell MapTHEpPOB, OMPEAesIs-
I0l1eH Pa3BUTHE Y HUX HOBBIX, aJaNTHBHO 3HAYHMBIX MOP(O(U3HONTOrHUECKUX
npusHakoB ([Iposopos, 2001; Tuxonosuu, ITpoBopos, 2003, 2009). Ha npu-
Mepe MHKPOOHO-PACTHTEJbHBIX B3aMMOJACHCTBUH MOKA3aHO, UTO MO CTEMNeHU
OpraHu30BAHHOCTH (I11€JIOCTHOCTH) MyTyaJHCTHUeCKHe CHMOMO3bI CyILIeCTBEH-
HO TPEBOCXOASIT aHTarOHHCTHUECKHe CHUMOHO3bl (MapasuTapHble CHCTEMBbI)
(Tikhonovich, Provorov, 2009). JloruuHo npeanosoKuTb, UYTO MOBbILIECHHE
YPOBHSI CTPYKTYPHO-(PyHKIIHOHATBHON HHTErPHPOBAHHOCTH CHMOM03a SIBJISIETCS
HeO0OXOAUMBIM yCJOBHEM JOCTHXKEHHsT UM BBICOKOH 3KOJNOrHYecKoH 3(h(heKTHB-
HOCTH, Onpee/iieMoi OHOJIOTHYECKON MPOAYKTUBHOCTBIO MAPTHEPOB.

HMspectHo, uto B x0z1€ 3B0MOUMH N, -HKCHpyIoLIero 6060B0-pPH306HAILHOTO
cHMOH03a MPOUCXOUIO CYLIECTBEHHOE BO3pPACTaHHE €ro CTPYKTYPHO-(PYHKIH-
OHaJIbHOH OPraHH30BAHHOCTH: MEPEXO] OT MEXKKJIETOYHOH K BHYTPUKJIETOYHON
nokanusauu N, -huKeupyromux 6akTepuii (CTaHOB/IEHHE MEXaHH3MOB HX 3HJI0-
1UT03a, MPUBOASIIETO K (POPMUPOBAHUIO CTAGUIBHBIX CHMOHOCOM, @ Y HEKOTOPBIX
BUJIOB PHU300UI — W K JUhhepeHIIHPOBKE B HEXKH3HECTOCOOHBIE OAKTEPOUIIbI);
yCI0XKHEHNEe MeXaHH3MOB HH(UIHPOBAHHST OAKTEPUSMU KOPHEH (0T «TPUMHUTHB-
HOr0» IPOHHKHOBEHMSI Yepe3 paspblBbl SMUAECPMHCA K «3BOJIOLHOHHO POJBH-
HYTOMY>» 3axBaTy PH300HH KOPHEBBIMH BOJIOCKAMH ); COBEPLIEHCTBOBAHHE MyTeH
accuMuIsi pukcupoBantoro azota (IIposopos u ap., 2002; Sprent, 2007).
OnHoBpeMeHHO ¢ BO3pacTaHHEM CTPYKTYPHO-(PYHKIMOHAJIBHOH 1IeJOCTHOCTH B
3THX GHoCHCTeMax HaOMIofaeTcst yeuneHne crneln@uaHocT (H36upaTebHOCTH)
B3aUMOJICHCTBUS PACTUTEILHBIX U OaKTepHA/IbHBIX TeHOTHIIOB, KOTOPOE TaKKe Io-
BOPHUT O MOBbILIEHUH OPraHU30BaHHOCTH OHOCHCTeMbL. LleJ/1bio JaHHOM cTaTbH 51B-
Jisietcst popMyTHPOBKA KOJMMUECTBEHHOTO KPUTEPHST, XapaKTe PHU3YIOLIEro YPOBEHb
(byHKLHOHAMBHOH HHTETPUPOBAHHOCTH MApPTHEPOB, U aHAIU3 €€ B3aUMOCBSI3U C
aJIaNITHBHO 3HAYUMBIMH CBOFCTBAMH CHMOH03a — C €ro 3KOJOTHYecKOH s(dek-
THBHOCTBIO U Pa3HOOOPA3HeEM NMAPTHEPOB.

1. MOEJIMPOBAHWE MWKPO3BOJTOLIMW MNOSIMMOP®HOM
CUMBNOCUCTEMbI

Kak u panee (Bopo6bes, [1posopos, 2008; IIposopos, Bopo6ber, 2009;
Provorov, Vorobyov, 2008), Mbl mpeicTaBu/IM MUKPO3BOJIOIHI0 6060BO-pU30-
OUaIbHONH CUMOMOCHCTEMBI B (DOPMe LMKJIHYECKOTO Mpollecca, KaxKibli (7-it)
LMKJ KOTOPOTO pasjiesieH Ha 4 stana: | ) BOSHHKHOBEHHWE HOBBIX TEHOTHIOB (MY-
TaHTOB) GaKTepUil ¢ H3MEHEHHBIMH CHMOMOTHUECKUMH CBOHCTBAMH, MPOUCXO-
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Tabauya 1
Tecr-usmenenus (THU), BHeceHHbIE B HCXOHYIO CXeMY B3aUMOJIEHCTBUSI 6aKTepUil ¢ pacTuTebHbIM reHoTunom G1

™ Mamenenust xapakTepHCTHK MOBe/IeHUsT OaKTepHil B CHMOMOTHUECKUX CyOHHIIAX CemeHHast pOJlyKTHBHOCTb**

pactutesibHoro reHotuna G1*

TH1 M3meneHo B 3 pa3a cooTHollleHHe 00HEMOB KOJOHH3ALUK OAKTEPUSIMH CUMOUOTHUECKHX +1,5(50,6)

cyOHHLL: 151 KyGeHbKOBOI cyOHMIIN 06beM noBblileH (10 N, = 60x10'%), nas
pusocdeproi cy6HuIK cHken (10 Ry, = 5x 10'2).
TH2 HMcximouen us Kosonusauuu Kiy6eHbkos He dukeupyiowwii N, wramm P (c0 = 0) +52,1(63,4)
THU3 HMcximouen s KosloHusauuH Ki1y6eHbKos wraMm M2 ¢ nuskoit N, - pukcnpyoieii +27,4 (62,0)
aKTHBHOCTBIO (c2 = 0)
TH4 HMcximouen us KosoHusauu KiayoeHbkos wraMmm M1 ¢ Boicokoit N, -cukcupyromieit —42,2(33,9)
aktuBHOCTbIO (¢l = 0)

TH5 HMsmenenst N,-ukcupylomniye akTHBHOCTH BeeX LUTAMMOB-MYTyalIHCToB (yTpaueHa y M2, 0(50,0)

nosbitienay M1 u M3 (b, =0,6;b,,=0;b,,=0,4)

TH6 To e (yrpayenay M1, nosbienay M2 u M3 (b, = 0;b,,=0,34;b ,=0,66) 0(50,0)

™7 [Tosbiena B 1,5 pasa N,-hukcupylolas akTHBHOCTb BCeX LITAMMOB-MYyTyaJiCTOB +82,0(71,3)

(b,,=0,75;b,=0,25;b,=0,5)

THU8 [ToBblllleHa HHTEHCUBHOCTD MHOKYJISILMK KJyOEHbKOBOH CYOHUIIN HAarnGoJ1ee aKTHBHBIM +23,7 (58,3)

azotukcaropom M1 (n11=0,3)

* B ckoOKax yKasaHbl CHCTEMHBIE [TapaMeTphl, BEJIMUMHbI KOTOPbIX M3MEHEHBI [0 CPABHEHHIO C TpeJicTaBieHHbIMK B [1pusioxeHnn
(taba. [13, [16) 6a30BbIMYU 3HAYEHUSIMH, TIPUHATLIME JIs1 pacTuTesibHoro renoruna Gl (B3aumoseiictBue 6akrepuii ¢ renoturnom G2
COOTBETCTBYET HCXOJIHOK CXeMe, COTJIaCHO KOTOPO# BCe IITAMMbl Y4AaCTBYIOT B KOJIOHH3ALMH KJIYOEHLKOBOH CyOHUILIN ).

## Ykazanbl 0TKJI0HeHHs (B %) OT ceMeHHO# POIyKTHBHOCTH pacThTesbHoro renotuna G, pazsusaeMoli Ipu peasinzaliii HCXOIHON

cxembl passuthsi (4,05 10° cemsin); B cKoOOKax rnpuBesieHa j1oJst ceMsii reHotina Gl B o6lieM ceMeHHOM MyJie PACTHTE/bHOR
ToMyJIsILKH (17151 MeXoaHoki cxeMbl ona pasna 50 % ).

Jsillee B TOYBEHHOH HMIIE; 2) MHOKYJSLUS GaKTepHSIMH
CUMOHOTHYECKHX (pH30C(EepHBIX, KJIYOEeHbKOBBIX) HHII,
MPEOCTABASEMBIX PACTEHHUSIMHU; 3) KOJOHH3AIUS OaKTepH-
SIMH HHOKYJIHPOBAHHBIX HULI U (POPMHUPOBAHHE PACTEHUSIMH
ceMsiH; 4) BbIX0A GaKTepuil U3 pu3ocepsl U KIyOeHbKOB,
1 anddepenyasbHoe OTMHPAHHe HITAMMOB B MOYBE, KO-
TOPOE MPUBOAUT K YCTAHOBJICHHIO HOBOH T€HETHUYECKOH
CTPYKTYPbl CHMOMOCHCTEMBI, ABJAIOILENHCA HAuaJlbHOH AJI5
(¢+1)-ro uukna (ITpunoxenue, Ta6a. IT1—=T15).

[Ipennaraemast maremaTndeckast MoOJeJb OMHUCHIBAET
CHCTEMY, COCTOSIIILYIO M3 AUMOP(HON pacTUTEBHON TOMy-
asiuun (reHotunsl G1, G2) u nonumopgHoit 6akTepuab-
HOM TIOMyJIALMH, BKJOYAIOIIEH POAUTeNbeKUil itamMmm (P),
obpasytommii He dukcupytomne N, KiyGeHbKH ¢ 060MMH
PAaCTHUTEJIbHBIMM FeHOTHNaMH, U TpH ero N,-(huKcHpyIoLIHX
mytanta (M1, M2, M3). Mytaut M1 nposiB/isieT BbICOKYIO
N, -HKkcHpyioLLyl0 aKTHBHOCTb C PACTHTE/ILHBIM T€HOTH-
noM G, HO HU3Kyl0o — ¢ G2 (MyTyaJUCTHYECKHH CHMOM-
OHT, crielUUHBIH A5 pacTUTebHOTO reHotna Gl); M2
NPOsABIAET BBICOKYIO N, - UKCHPYIOLLyI0 aKTHBHOCTb C pac-
TUTEJLHBIM reHoTHNIOM G2, HO HU3KYyI — ¢ reHoTtHnom Gl
(cetucbnuHblil cuMOUOHT reHoTHna G2); M3 nposiBiseT
MPOMEXKYTOUHbIH ypoBeHb N, -hHKcHpylolleli aKTHBHOCTH
¢ 060HUMM PACTHTEJNbHBIMH TeHOTHNAMH (Hecnelr(UIHbIH
CUMOHUOHT).

YUUTBIBASI, UTO MHOKYJISILHS PU30OHSMH OOBIYHO TMOBbI-
1IaeT CEMEHHYI0 MPOJYKTUBHOCThL pacTeHuit (Provorov et al.,
1998), Mbl BbUHCIH 3(PHEKTUBHOCTE MyTya HCTHUECKO-

ro cum6noza (9MC) no npeioxkennor panee (Bopoobes,
[IpoBopos, 2008) popmyae:

p31.oo + P32.w ( 1 )

o, x Py, +(1 —a,) x P, '
rie: Py, 1 Py, — KoJMuecTBa ceMsiH paCTUTE/IbHbIX TeHO-
tunos Gl u G2, a, — uvacrora renoruna Gl B puHaIBEHOM
(t—00) cocTOSAHMHU CHCTEMBI (TPH BHIYHCJICHUSAX Mbl CUHTAJIH,
4TO -/ MMKPO3BOJIIOLIHOHHBIH LIMKJT MOXKET PACCMaTPHBATh-
csl KaK (pMHAJIbHBIHN, €CJIM 4acTOThl GaKTepHAIbHbIX H PACTH-
TeJIbHBIX FeHOTHIOB Ha t-M n (t—1)-M 1pKIax pasauuaioTcs
He GoJiee, ueM Ha 107%); Py, u Py, — MaxcuMasbHblE KO-
JquyecTBa ceMsiH, popmupyembix renotunamu Gl u G2 npu
100%-x wacrorax N,-duKcnpyiolix 6akTepHii B KX Kiy-
6eHbKOBbIX cyOHHUIIaxX (Tadu. [14).

J171s1 XapakTepUCTHKH TToJIMMOpdU3Ma GaKTepHaIbHON 1
pacTHTENbHON MOMYNSUUHA HCMOMb30BANH JTUCTIEPCHOHHbIE
Kos(puunentsl pagnoodpasus (Nei, 1978).

OMC =

2. MATEMATUHECKU KPUTEPUN OYHKLNO-
HAJIbHOW IHTEMPUPOBAHHOCTV CUMBMO3A

Jlast Toro, 4ToGbl H3YUUTh (DAKTOPBI, BJAMSIONINE HA
UHTErPUPOBAHHOCTb CUMOMO03a (COMIACOBAHHOCTb peak-
LM ero KOMIIOHEHTOB Ha U3MEHEHHS! YCJIOBUI Cpelibl ), Mbl
BBEJIM B UCXOJHYIO CXEMYy B3aHMOJEHCTBUSI BOCEMb TeCT-
uamenennit (THU1..THU8, taba. 1), 3aTparuBaroiiux B3a-
uMosieficTBHe GaKTepHil ¢ pacTUTeNbHBIM reHoTHIIOM (1.
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Tabauya 2
[MapameTpbl 6060B0-pH3061aTLHOTO CUMOKMO03a MPH Pa3JUUHbIX CXeMaX B3aMMOJEHCTBHUSI MApTHEPOB *
YacToTbl IITAMMOB B GaKTepHaIbHON Munexcet
Cxema B3aHMOJICHCTBHS " S —t— IMC pasHooGpasusi Munexcer PUC
napTHepop** ! NapTHEPOB
P Ml M2 M3 HM HP Inpy Iny,

Hcexonnas cxema 0,500 0,268 0,244 0,244 0,244 0,270 0,999 1,000 0,238 0,216
THI 0,503 0,262 0,246 0,246 0,246 0,271 0,999 1,000 0,241 0,217
TH2 0,581 0,097 0,301 0,301 0,301 0,324 0,961 0,929 0,282 0,245
TH3 0,573 0,311 0,308 0,073 0,308 0,277 0,943 0,942 0,456 0,543
TH4 0,401 0,301 0,117 0,291 0,291 0,231 0,967 0,896 0,320 0,362
TH5 0,500 0,268 0,244 0,244 0,244 0,270 0,999 1,000 0,241 0,216
TH6 0,500 0,268 0,244 0,244 0,244 0,270 0,999 1,000 0,211 0,216
TH7 0,633 0,268 0,244 0,244 0,244 0,344 0,999 0,819 0,236 0,216
THS8 0,550 0,245 0,313 0,221 0,221 0,287 0,992 0,973 0,254 0,236
THU2+THU3 0,687 0,077 0,438 0,047 0,438 0,376 0,813 0,668 0,817 0,899
THU2+TH4 0,522 0,119 0,083 0,399 0,399 0,267 0,884 0,995 0,684 0,724
TU2+TU3+TUH 0,742 0,064 0,450 0,036 0,450 0,445 0,789 0,502 0,855 0,935
THU2+TH4+TH6 0,742 0,064 0,036 0,450 0,450 0,445 0,789 0,502 0,848 0,934
TU1+THU2+THU3 0,689 0,074 0,440 0,046 0,440 0,377 0,810 0,665 0,830 0,908
TU1+THU2+TH4 0,522 0,116 0,401 0,082 0,401 0,267 0,813 0,995 0,662 0,738
_Ti_ﬁll/l—ng/I?—FTMS 0,743 0,063 0,452 0,035 0,452 0,447 0,785 0,498 0,866 0,941
TF?II/I—ETM2+TM4 0,743 0,063 0,035 0,452 0,452 0,447 0,785 0,498 0,859 0,940
TF?II/IE_T’_I/TIIQ/I—;I_?;S 0,849 0,036 0,554 0,018 0,392 0,701 0,718 0,201 0,908 0,977
E—?II/IEZ—I/TIIQ/I-;E—?;‘:IS 0,830 0,040 0,021 0,551 0,388 0,632 0,727 0,249 0,885 0,968
* [1puBenenn! hUHaIbHbIE BEJHUHHBI TAPAMETPOB, IOCTHIAEMbIE TIPH HEOTPAHMUEHHOM BO3PACTAHHH YHC/Ia MHKPO3BOJIIOLIMOHHDIX

uKK/I0B (t—00). Hacrora renotnna G1 B pacTute/ibHOM nomnysiuyk (@,) onpejiesena Ha KoHell 2-To stana {-ro

MHKPO3BOJIIOLMOHHOTO LIMKJIA, YaCTOThI GaKTepHAIbHBIX PFEHOTHITOB — Ha HauaJio UKJIa. MHaeKehbl Moy IsuHoHHOro pa3Hootpasust

6axrepuii u pacrennit (HM u HP) onpenensiiu no dpopmysie: H = (1 — EpiQ)X[n/(n— 1)], re p, — uacrora i-ro renotuna, n

— o6uee unciio rerorunos (Nei, 1978). DddekruBHOCTb MyTyasucTHueckoro cumbuosa (IMC) onpenessiiu o hopmyae (1),

HHJIEKCDI (DYHKIMOHAJIbHOH HHTerpupoBaHHocTH cumbrosa (OPHC) — no dopmyie (2).
** Tect-uamenenusi (TH) ucxoanoit cxeMbl pa3BuTHst CUMOHO03a MpeicTaBJeHbl B Tabsule 1.

[Tpensoxkennbie TH uameHsioT cooTHollleHHe 0ObEMOB
KOJIOHH3allnK 6aKTepUsiMU pu3ocepHoit 1 KNy6eHbKOBOH
cyonui (TH 1), uckiouaioT U3 KOJOHU3alUH KJ1yOeHbKO -
BOM HULIK OTpe/iesieHHble TaMMbl pu3oouil (TU2—TH4),
OJTHOBPEMEHHO M3MEHSIOT aKTHBHOCTb CUMOMOTHYECKOH
N,-dpuxcanun y Bcex tpex mytantos (TMU5—THUT7), a Tak-
JKe TMOBBIIAIOT UHTEHCHBHOCTh HHOKYJISAILMH KIyOEeHbKO-
BOH HUIIN pacTeHui renotuna Gl BICOKO3((EKTUBHEIM
B cuMOHO3€e ¢ HUMH (creuupuiyHbiM) cuMOHOHTOM M1
(TH8). B pesysabrate mMbl chopmupoBasu 18 cumbuocuc-
TEM, OTJIMUAIOLIMECS OT UCXOJHON CHCTEMbI €IMHHUHBIMH
1 Kom6uHupoBanHbiMu TH (Tabda. 2).

[1pu olleHke (YHKIMOHAJBbHOW HHTETPUPOBAHHOCTH
cum6buosa (PHMC) Mbl ucrnosab3oBamn Ko3(PGHUIHEHTHI

KOBapHalMM 4YacTOT KOMIIOHEHTOB cHMOHO3a (reHo-
THMOB MapTHEPOB), HHAYLUUPYEMBble TPH BO3AEHCTBHH
BHEIIHUX (aKTOPOB. IDTH BO3AEHCTBUS MMHTHPOBAJH
ManbiMi (1 %) yBesnueHHsMH Ga3oBbIX 3HAUEHMId CHC-
TeMHBIX MapameTpos (Taba. [16). MaremaTnueckast Mo-
Jle/1b paccMaTpuBaeMol CUMOHOCHCTEMb! MpeJACTaBisieT
CcOOO0M CHCTEMY HEJIMHEHHBIX HTEPALMOHHBIX YPaBHEHHUH
(tra6a. IT1..115), nia npeoOGpasoBaHus KOTOPOH K KBa-
3UNHHEHHON CHCTEMEe OCYLIeCTBJACTCA BapbHPOBAHHE
napameTpoB B6sK3K 6a30Bblx 3HaueHul. Ee ncenenosa-
HUe 1oKa3ano, uto 1 %-e u MeHblIue U3MeHEeHHUst OTBe-
4aloT YCJOBHMIO KBA3WJIHHEApU3aLMH HALLIUX yPaBHEHUH.
[Tosryuennble faHHble MO3BOJSIOT BBIUHCJASTH MaTPHILI
KOBapHalUMil 4acTOT KOMIIOHEHTOB JJis1 cMMOHO3a B Lie-
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J0M (CViy yy o ) WU OaKTEpHATBHON MOMyJsiiI
(CVMI, M2, MS)'
CVrl,rl CVrl,Ml CVrl,Mz CVFI M3
Cv _ Cvrl,Ml CVMl,Ml CVMI,MZ CVMI,M3
L,MI,M2,M3 —
CVT] M2 CVMI,MZ CVMZ,MZ CVMZ M3
CVFI M3 CVMI,M3 CVMZ,M3 CVM3 M3
CVMI,MI CVMl,M2 CVMl,M}
CVMl,Mz,Ms = CVMI,MZ CVMz,Mz CVMz,M3
_CVMI,M3 CVMZ,M3 CVM3,M3

N
e CVyp = jZ(Ckl.j -M, ) (Ckz.j _Mkz) — KoBapHallust
gactoT k1-ro u k2-ro KOMINOHEHTOB;

1 N
:E'chz.j ;
=

rae N — 4HC/I0 CHCTEMHBIX TAPaMeTPOB, KOTOPHIE TTo/[Bepra-
such 1 %-My yBeJHueHuio; Ckl_J.,Ckzj — OTHOILIEHHUST U3MeHe-
HUH puHAMBHBIX (MpH t—00) yacToT KomnoneHTtoB kl u k2
BbI3BaBLIEMY UX | %-My YBEJMUEHHIO j-TO CUCTEMHOTO Napa-
MeTpa (CeJIeKTHBHbIE OTBETHI KOMITOHEHTOB OHOCHCTEMBI )™,

[Tosyuennbie MaTpHLbl CViy vy wo sy CVagp mo. s 00J1a71a-
10T COOCTBEHHbBIMH 3HAYEHUAMH Ap; vy vo s = 1A Ay Ay Ay},
A yiomoms = A, A, A}, XapaKkTepusyIOLMMH pacrpe/ee-
HHEe OOLIEH AUCTIEPCHH CEJICKTUBHBIX OTBETOB KOMITOHEHTOB
cuMOM03a TI0 OPTOTOHAJBHBIM (haKTOpPaM B MPOCTPAHCTBE
3Tux peakuuit (Kynauues, 2006; puc. 1). Ecin anantuBHbie
peaklMd KOMIOHEHTOB XapaKTepPH3YIOTCs MaKCHMasbHOH
COTJIACOBAHHOCTBIO, TO TOJBKO OHO U3 COOCTBEHHBIX 3HAUE -
HHUI MaTpHULbl OyeT OoJblle HyJs, a OCTaJbHble — PABHBI
Hyqto. [1py MoJHOM OTCYTCTBHH COTVIACOBAHHOCTH alaNTHB-
HBIX PeakUMi COOCTBEHHbIC 3HAYEHUST MATPHLbl OYIyT O1HU-
HAKOBBIMH. YUHTbIBAsk 9TO, Mbl BbIUUC/AIN HHAEKCH DLC
(In) no hopmy.re:

L 7\‘ 2
L-> Em -1 .
—mN2/ , §= me ,

k- (2)
rie L — KosinuecTBO COOCTBEHHBIX 3HAYEHHUIH MaTPHIL KO-
BapHalli, KOTOPOe PaBHO YMCJTY KOMITOHEHTOB GHOCHCTE-
MBI (paHTy MaTpHull) AJdst Bcelt cumouocucremsl (Inp,, ams
MaTpuibl CVry i mo w3 L=4), 1160 1151 6akTeprasbHOI
nonyasuud (Iny s matpuubl Cvyy vo ms; L=3). Ilo ana-
JIOTHH ¢ KO3(hHUIIHEHTaMH KOppessiiui, OyneM CUUTaTh,

1 N
M,, :ﬁ'zom ; My,

=1

In=

uro PUC asasiercs Boicokoit npu 0,7 < In < 1,0, cpenneit
npu 0,5 <In < 0,7 u vuskoit mpu In < 0,5 (puc. 1).
[IpuBenennas metonnka pacuera uHaekco PUC sB-
JIsieTCst He3aBUCHMOK OT Bbiunucaennii DMC u rnokasatesei
FeHEeTHUECKOH CTPYKTYPbl CHMOMOCUCTEMBI (4ACTOThI TEHO-
TUIMOB TAPTHEPOB, YPOBHU UX MOMYJISIIHOHHOTO pa3Hoobpa-
31$1), UTO MO3BOJISIET IaBATh IBOJIOLMOHHBIE HHTEPIPETALIMH
BLISIBJISIEMbBIM MEXX/Ty HUIMH KOPPEJISITHBHbBIM CBSA3SIM.

3. CBA3b MHTEPUUPOBAHHOCTU
CUMBUOCHCTEMBbI C EE AJATMNTUBHO
SHAYUMbBIMY CBOUCTBAMMU

Mayuenne 19 cxem pasBuTHS CHMOHOCHCTEM (MCXORHOH
1 umetolux pasanynbie TH) nokasaso, 4To OHHM 1LIMPOKO Ba-
pbupytoT no IMC, nokazaresssiM reHeTHIECKOH CTPYKTYpbl
nonyssitiu 1 no uxgekcam OUC (tada. 2). Kak u cienonasio
oxunath, DMC BospactaeT mpu 3arpeTe Ha KOJOHHU3AIHIO
K/Ty6eHBKOBOH CyOHHIIIN pacTUTe bHOTrO reHotrna G1 He (uk-
cupytownm N, (P) nu cna6o dukeupyiommm N, (M2) wram-
mamu (TH2, TU3), onHako cHMxKaeTest Mpu 3arpeTe Ha KOJIo-
HHU3ALHIO 9TOH CyOHUILIM aKTHBHO (hHUKCHPYIOINM N, ITaMMOM
MI (THW4). HauGosbliee noebiiienne IMC Habonanu npu
OIHOBPEMEHHOM Bo3pacTaHuh N, -(hHKCHPYIOLIMX aKTHBHOC-
Tell Bcex Tpex wtamMmoB-mytyanuctoB (TH7). Mcekntouenne
13 KOJIOHU3AIMHK KyOeHbKoBOH cyOHuIM G1 sito6oro mramma
OakTepuil pe3KO CHHXKAET €ro YacToTy B MOMyJIsILHH. BaxKHO
OTMETHTb, UTO CaMO Mo ceOe ycueHue 0OpaTHOH CBsi3H (3a1a-
BaeMoit Kosuuwentamu b, ) npusoanT K nosbitenio IMC
(THT), HO He BIMsIET HA MHTETPUPOBAHHOCTB CHCTeMbl. OfiHa-
KO YCHJICHHE O0OpATHOH CBSI3M JAET MAKCHMaJIbHBIA a/larTHB-
HBIH BBIMTPBILI B COUETAHMH C OTPAHMUEHHON KOJIOHH3aLMer
K/yOeHbKOB HeakTHBHbIMH asoTdukcartopamu (THU2+TH3),
TO €CTb MOBBIIIEHHe A30TPUKCHPYIOLIEH aKTHBHOCTH HaHOO0-
Jiee T0JIe3HO TOI/A, KOIa OHO CONpPOBOXIAETCS COBEPLUEHC-
TBOBAHHEM CTPYKTYPbl CHMOHO3a.

Cornoctapyienne 19 cumbuocucrem (BblUMCIeHHE Tap-
HBIX KO3(D(HUIMEHTOB KOPPENSILNHN MeXIy HHIEKCaMH, MPH-
BeJIeHHbIMM B TaOJidile 2) nokazaJjo, 4To BeJuuutbl IMC
MOJIO?KUTENIBHO KOPPEJHPYIOT ¢ yacTotamu renotuna Gl B
pactutesibHON nonynsuuu (r = +0,934; P,< 0,01), a Tak-
JKe C YacToTaMu Hecrielu@uyHoro myryanucra M3 B Gak-
TepuaibHoil nonyssauun (r = +0,533; P <0,05), no or-
pHULIATeIBHO KOPPEJHUPYIOT C YacTOTAMH HECNOCOOHOTO K
N,-dukcaunn wramma P (r = —0,582; P <0,01), a Takxe
C HHJIEKCAMHU TOMYJIALMOHHOIO Pa3Ho0Opas3nus PacTeHUH U
Gakrepuii (r=— 0,961 u — 0,809; P,<0,01).

[Ipu ncxonHoil cxeme pa3BUTHSI CUCTEMBI €€ HHTETPHPO-

BaHHOCTD Oblia Hu3koi (Iny,, In < 0,25), n npu BBENCHMK

* [ToCKOJIbKY CyMMbI 4aCTOT Kak OaKTepHaJ/IbHbIX, TAK U PACTUTE/bHbBIX TEHOTHIIOB PaBHbI |, TO MOJIHbIE MATPULLBI KOBapHaluii Oy1yT Bbl-
POXKJIEHHBIMH (OTIpeiesIuTeNb MaTpHLbl 3aBeioMo paset 0). [TosToMy npu cocTaB/eHHH MaTPULL Mbl HCKJIIOYAJIH W3 HUX PACTHTEJIbHBI
resorun G2 1 6akrepuaJsbHbIi FeHOTHIT P, 4TO 103BOJIH/I0 H30€XKATh BLIPOMKIEHHOCTH MATPHLL, CO3/1aBast BO3MOMKHOCT /1151 1a/IbHEHILINX

BbIUHC/IEHHI HX COOCTBEHHbBIX 3HAUEHHUH.
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Puc. 1. Ipacduueckoe npeacrapienne JaHHbIX O KOBAPHALIMM KOMIIOHEHTOB CHMOHOCHCTEMbI H COOCTBEHHbIX 3HAU€HUI MaTPULL KOBapHALIUH

A, b, B — anantusnbie peaxuuu N, -(QUKCHPYIOLHMX TeHOTHIIOB GaKTePHil IPH H3MEHEHHH CHCTEMHBIX Napametpos Moaeu (Ipu-
Joxkenne, Tabst. I16) B mpoekiwsix Ha miockoct: {M2, M1}, {M3, M1}, {M3, M2} /151 KCXOIHO CXeMbl PA3BUTHSI CHMOHO3a C
Huzkum yposiem OHC (Iny = 0,216; cm. Taba. 2).

I, E, )K — 1o xe ansa exemnl « TU1+THU2+TH4+THU6+THU7+TH8>» ¢ Boicokum yposem PHC (In,, = 0,968).

I, 3 COOCTBEHHbIE 3HAUEHHsT MATPHIL KOBAapHALMi JYIsi HCXOAHOH CXeMbl pa3BHUTHsI CUMOHO3a M JIsi  CXEMbl
«TU1+TU2+TU4+TU6+TUT7+TH8».

1,2, 3 — HoMepa opTOroHaNbHbIX (PAKTOPOB B TPEXMEPHOM IIPOCTPAHCTBE aflaNTHBHbIX peakuuit M1, M2, M3.
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Tabauya 3

CBs3b (hyHKLIMOHANIBLHOW MHTErpUupoBaHHOCTH cumOuo3a (PUC) ¢ ero ananTMBHO 3HAYMMBIMH CBOMCTBAMU

Kosdduumnentsr koppessituu nupekcoB HC ¢ napamerpamu 19 cumbrocucrem™
Nupexes PUC
" 5 . Dunasnbhble (py t—00) 4acTOTH GaKTepHAIBHBIX
(BLIMHCJISUIH 110 AMC HJIEKCBI PAa3HO00pa3Hst OMYJISILUH reHOTHIIOB**
opwmy.ie 2) - -
pacTeHui 6akTepui p M1+M2+M3 M3
Inpy +0,728 -0,818 —0,978 —0,887 +0,887 +0,959
Iny, +0,708 —0,805 —0,973 —0,860 +0,860 +0,959

* [1puBesieHbl 3HaU€HHUsT KOI(POUIHEHTOB KOPPEJISILIUH, TT0JTyYEHHbIX TTPH MAPHBIX CPABHEHHSIX [T0Ka3aTesIell, MPeICTaBICHHbIX B
Tabauue 2 (KpuTHIecKoe 3Hadenne kosdduunenta npu Py < 0,01 cocrasaser 0,575).
*# Jlnst yactor M1 1 M2 Koppesisiliii HeJIocToBepHbI (110 abGCoJI0THOM BesinunHe 1 < 0,2).

B 3Ty cXeMy e/JuHHUHbIX TH Mbl He BBISBUJIM TPEBbILLIEHUS
nnnekcos PUC nan Bennuunont 0,5. Cpemnyie H BhICOKHE
ypoBHH @UC xapakTepHbI 15l TEX CUCTEM, B KOTOPbIX KOJIO-
HH3alust KIyOeHbKOBOH HHUILK GJOKHPOBAHA OHOBPEMEH-
HO JUIsi IBYX LITAMMOB pU300uit (Tabs. 2). MakcumaJsbHble
ungexcol PUC (Iny,, Iny, > 0,9) BoiABACHBI 1151 CHCTEM €
MHO2KecTBeHHbIMU TH, KOTOpbIE MO OT/AEJBHOCTH BbI3bIBA-
toT noBeiienre IMC. Ilpu sTOM HaMGOMBIINE BEJUUMHbI
OMC nabmaofaorest B caydasx 6JOKHPOBKH KOJOHM3ALHH
K1yoeHbkoB Gl wrammamu P u M2, kotopble o6sanator
HU3KOMH a30T(UKCHPYIOLILEH aKTHBHOCTBIO. PagMHOXKeHe HX
B kyGenbKax Gl mpuBomuT K ocnabeHHI0 MeXKKOMIOHEH-
THBIX CBSI3€Hd B CHMOMOCHCTEME, U KaK CJIEJICTBHE, K CHHXKE -
nuto ungekca ®UC (tada. 2). DTo 03HAUAET, UTO MPOLLECCHI
MHOKYJISILMK U KOJIOHU3ALIUH KITYOEeHbKOBBIX HUIII SBJSIOTCS
OCHOBOTOJIATAIONIMMH B CUMOHOCHCTEME: OHH BJIMSIIOT Ha
MEXXKOMIOHEHTHBIE CBSI3H U HAMPABJIAIOT MaKPOIBOJIOLH-
OHHBIE TIpoLiecChl Ha MoBkIIeHne IMC.

[1pu aHanu3e CBA3H MeXKTy HHTETPUPOBAHHOCTHIO CHMOH -
03a U €ro aIaNTHBHO 3HAUMMbIMH M0KA3aTeJISIMH BbIICHUJIOCh,
yro unaekcsl OVIC, BuryncIeHHbIe KaK /15T BCeH CUMOHOCHC-
tembl (In,, ), Tak ¥ OTIEIBHO V151 GAKTEPHATLHON TOMYJIALUH
(In,,) monoxutensHo KoppeaupyoT ¢ IMC u ¢ yacToTamu
M3, HO OTpHLIATEIBHO KOPPEJHUPYET C YacTOTaMH reHotuna P
¥ C YPOBHSIMH pagHoo6pasust mapTHepoB (TabJ1. 3).

SAKJIIOYEHVE

[ToBblllIeHHE 1EJOCTHOCTH (HMHTETPUPOBAHHOCTH) OP-
raHu3MOB W HalOPraHU3MEHHBIX CUCTEM — OJIMH U3 OC-
HOBHBIX KPUTEPHEB HX 3BOJIOLHOHHOTO Tporpecca (Ce-
BeploB, 1967; llImanbraysen, 1983; sl6aokos, IOcydos,
2004). TTokaszateau Mopdo-hHU3nOTOTHIECKON HHTErpH-
pOBaHHOCTHU, OCHOBAHHbIE Ha aHaJJu3e KOpPpeJssiiHOHHbIX
martpul, Oblu paspabotanbl s pacrennit (PoctoBa,
bpau, 1989), uesnobeka (IopGanb u ap., 1987), a Takxke
s cucteM 6uoneHotudeckoro tuna (Hansen, Martins,
1996), onHako s cuMOGHO30B MOAOOHBIX MOKasaTesek
MPeIOKEHO He ObLIO.

COSﬂaHHble HaMW MaTeMaTHieCKHe MOJeJIM MHKPO3BO-
JiolMn 6060B0-pu3oOHabHON cucteMbl (Bopobbes, [Iposo-
pos, 2008; I'TpoBopos, Bopotbes, 2009; Provorov, Vorobyov,

2008 ) 103BOJIAIOT M3yUaTh JISHCTBHE €CTECTBEHHOT0 0TOOPA Ha
noBbileHre 3(PhEeKTHBHOCTH MyTyaJTHCTHIECKOTO CUMOHO03a
(OMC), onpenenisieMo KaK €ro BJAUSHUE HA OHOJIOTHUECKYIO
POLYKTUBHOCTb NapTHepOoB. B HacTosillell craTbe NpeacTas-
JieHa MOI(HUILIPOBAHHAST MOJIE/ b, KOTOPAsT COAEPKUT Habop
CHCTEMHBIX 1apaMeTPOB, MO3BOJISIOLLMX aHAJIU3UPOBATD CBA3b
IOMC c axtuBHOCTBIO N,-(hHKCALMKU U C AOCTYIHOCTBIO KJTy-
OEHbKOBOW HHIIM JUIl KOJIOHH3ALMH 1UTaMMaMH OaKTepHH,
pas/IM4aloLLMMHUCS 110 3TOH aKTUBHOCTH. JIJIsi OLLEHKH YpPOBHS
COINVIACOBAHHOCTH CEJIEKTHBHBIX OTBETOB MAPTHEPOB (MU3MeHe-
HUIl (DUHABHBIX T€HOTHITHYECKHX YACTOT) HA BHEIIHHE BO3-
JIeACTBHST Mbl MPEYIOKUIN HHIEKC (PYHKIMOHAJILHOH HHTEr-
pupoBaHHoCTH cumGHo3a (PHIC), npu BLIYHCIEHUH KOTOPOTO
UCIIOJIb3YIOTCS COOCTBEHHbIE 3HAUEHMs] MaTpHL, KoBapHallWil
CeJIEKTUBHBIX OTBETOB. DTH MATPHLIbI BBIYUCIISIIN 10 H3MeHe-
HHUSIM YaCTOT KOMIIOHEHTOB CUMOHOCHCTEMbI B OTBET Ha BHe-
ILIHMe BO3AEHCTBHS, KOTOPble HMHUTHPOBAIH (JIYKTyalHsSIMH
6a30BbIX 3HAYEHHF CUCTEMHbIX [TAPAMETPOB.

J1n1st Toro, 4To6k! H3y4aTh CBSI3b PYHKIMOHATBHON MHTETPH-
POBAHHOCTH C aflalTHBHO 3HAYMMbIMH [10Ka3aTeJ/ISIMU CHMOHO-
3a (DMC, ypoBHH pasHo0Opa3usi pacTeHnH U GaKTepHuii), Mbl
BHECJ/IM B CXEMY €0 Pa3BHTHsI CEPHIO TECT-U3MEHEeHHH, 0T00-
paXKaloLIMX BO3MOXKHbIE 3Tallbl MAKPO3BOJIOLMH CUMOMO3a.
KoppensitmoHHbIi aHa/n3 nokasast, uto Mexkiay IMC 1 vHiek-
camn GHC nmeeTcst BEICOKAsT TIOJIOXKUTEBHAST KOPPEJISILIHUS,
KOTOpast COTJIACYeTCsA C XapaKTEPHbIM /151 3BOJIIOLMH O000BO-
PH30OHATBLHOTO CHMOH03a KOOPAMHUPOBAHHBIM TTOBbILIEHHEM
ero Mopho-(PU3HOJTOrHIECKOH HENOCTHOCTH U SKOJIOTHIECKOM
sddekruBHocTH (Provorov, Vorobyov, 2009). Takum o6pasom,
pe3yJIbTaTbl KOMIILIOTEPHBIX 9KCIIEPUMEHTOB [103BOJISIIOT I1PE/L-
T0JI02KUTb, YTO OJIHOH U3 IPUUMH BO3PACTAHHsI FEHETHUECKOH U
CTPYKTYpHO-(DYHKILHOHAJIBHOH HHTErPUPOBAHHOCTH CUMOHO3a
siBJIsieTCst 0TOOP Ha nosbitenre IMC.

KomnbloTepHble 3KCMepuMeHThI MoKa3alit, 4To sddex-
THBHOCTb CHMOHO3a, KOTOPAs 3aBHUCHT OT HHTErpasbHOH
A30T(HUKCHPYIOLIEH AKTHBHOCTH BHYTPHKJIYOEHBKOBOH MO-
MyJIAUMH PU30OMH, OKa3bIBAETCS MAKCHMaJbHOW B cove-
TaHUH C OrPAHMYEHHSIMH HA KOJIOHM3ALHMIO KJIyOeHbKOBOH
HULIY HEaKTUBHbIMH OaKTepHasIbHbIMM LITAMMAMH, H Ta-
KHM 06pa3oM, TOBHIIIEHHE a30T(HUKCHPYIOLIeH aKTHBHOCTH
6aKTepuil co3naeT OGJArOTPUSITHBIN (OH JUIs 3aKpereHHst
MaKpO39BOJIOLHOHHBIX MPeoOpa3oBaHui, 00eCneynBatOIIUX
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TMOBBIIIEHHE 11€JJOCTHOCTH CUMOHOCHCTEMBI. B To e Bpewms,
ananus koppessuui PYC n 9MC nokasbiBaeT TONBKO 06-
11Ly10 9BOJIOLMOHHYIO TEHAEHIHIO, TaK KaK BO3MOKHO TTOBHI-
uienne IMC 6e3 uamenenuss PUC (TH7), a takke Bospac-
tanne ®UC 6e3 peskoro uamenenns IMC (TH2+TH4), To
€CTb MOBbILIIEHHE HHTEIPUPOBAHHOCTH CHCTEMBI He 00s13a-
TeJIbHO HOCHT a/IaNTHBHBIH XapakTep.

BaxkHo ot™MeTHTb, uTo cBA3b PVIC ¢ MHAEeKCaMK TOJIMMOp-
(hM3Ma napTHEpPOB 0Ka3aaach OTPHLATEBHOH, MOATBEP:KAsT
BBIBOJIbI O TOM, UTO MOBBILIIEHHE TOMYJISLHOHHOTO pa3Hoo6pa-
31s1 CHMOHOHTOB COTPSIZKEHO CO CHIXKEHHEM 3(eKTHBHOCTH
MyTyaJu3Ma H Jiaxke C ero npeoOpa3oBaHHeM B aHTaroHH3M
(Frank, 1994; Douglas, 1998). M3BectHO, uTo y1s putomna-
pasUTapHbIX CHCTEM MOBHIILIEHHE CTPYKTYPHO-(PYHKIIHOHA/b-
HOH 11eJIOCTHOCTH TAapPTHEPOB MPOUCXOJUT MPH Mepexoaax oT
HekpoTpoun K 6uorpodpun (Ubsikos u ap., 2001), kotopsie
MOXKHO PAacCMaTPHBATh KaK Pe3yJsbTaT 3BOJIOLMH MaTOCHCTe-
Mbl B HampasJjeHun mytyanuama (Lewis, 1974). OueBuaHo,
UTO CPABHUTENbHBIN aHAIH3 HHTETPHPOBAHHOCTH PA3IHIHBIX
TUMOB CUMOHO3a (MYyTYasIMCTHUECKHX, AHTAarOHHCTHUECKHX)
npeJicTaBseT GOMbIION UHTEPeC.

[IpennozkeHHbIil HAMH MOXOA /151 OMUCAHHUST UHTETPHPO-
BAHHOCTH CHMOH03a MOKET ObITh HCIMOJB30BAH MPH U3YUEHHH
CBOOOHOKMBYIIMX (YHUTAPHBIX) OPraHM3MOB, JUIsT KOTOPBIX
MOCTYJIMPOBAHO BO3pACTaHHe CTPYKTYPHO-(PYHKIMOHATBHOR
1IeJIOCTHOCTH B X0/Ie afanTHBHO# sBosolnu (CeBeplios, 1967;
[manbraysen, 1983; BopoGbesa, 2006). [TpennokenHas me-
tomrka pacuera PHC MozkeT HMeTh MPHKJIAIHOE 3HAUEHHE, TAaK
KaK (pyHKIMOHATbHAS HHTETPHPOBAHHOCTb OTHOCHTCST K YHCITY

XO3SIICTBEHHO BAXKHBIX U CEJIEKTUBHO 3HAYUMBbIX [10KasaTesiei
CeJIbCKOXO035HCTBEHHBIX KyJibTyp (Lammerts van Bueren et al.,
2003). MameHeHue cTpyKTyphbl (yCHIEHHE) KOPPEJSLMOHHbIX
cBsA3el MexKly afanTUBHO 3HAYMMbBIMU [10KAa3aTe/IsIMU JIMITH]L-
HOro 0OMeHa BbLISIBJIEHO [1PH aJalTaldi HOBOPOXKIEHHDIX Jle-
Teil K yesioBusim Kpaithero Cesepa (TopGanb u ap., 1987). Ipu
[I0CTPOEHUH MOJEJIY Mbl HCXOIMJ/IM H3 TeHeTHYeCKOH OOLLIHOCTH
GHOCHCTEM OPraHM3MEHHOI0 W CUMOMOTHYECKOrO THIIOB, OC-
HOBAHHOH Ha 00Pa30BaHUH MPH CUMOHO3€ HAJJOPTaHU3MEHHOM
reHeTHYecKoH cucTeMbl (cumMOroreHoma), obJazaiolier psiiom
CBOWHCTB reHoMa CBOGOIHOYKHBYIIETO (YHHTAPHOTO ) OpraHu3Ma
(Tuxonosuu, [Tpoopos, 2009). [TosTomy JIoriuHO Mpernono-
»KUTb, YTO AJAlITHBHbIE [IPOLIECCHl B HUX [IPOUCXOIAT 110 OJIH3-
KMM CXeMaM H XapaKTepU3yIOTCs 00LLeH TeHAEHLHeH MOBbILLe -
HUS1 HHTETPHPOBAHHOCTH B XO/1€ MHKPOBOJIIOLIMH.
Pa6ora noaneprkana rpantom POOU 09-04-00907a.

TPUTIOXKEHWVIE. MATEMATUYECKOE OlNNCAHVE
PA3JINYHBIX STATOB T-NO UUKJIA MMKPOSBO-
JIIOLM CUMBUNOTUHECKOM CUCTEMEI

Bakrepuanbhble mtammbl: Mi — mytanThl (i = 1, 2, 3),
P — poautens (i = 0).

Ha 2-M u 3-M 3Tanax MHKPO3IBOJIOLMOHHOTO IHKJA
pactutenbhble reHotunel Gl u G2 dopmupyior 1-10 1 2-10
pusoctepnbie cyGHuim (PC), a takke 1-10 1 2-10 KyGeHb-
KoBble cyOnuin (KC).

[lepementble, 3aBUCSIIME OT HOMEPA LUKJIA, BbIAEIEHEI
KYPCHBOM.

Tabauya 11
MyTaloHHbIH Mpoliecc B 6aKTepruaibHOM NOMYJASLMHU, HaXoslielcsl TOUBeHHOMH Hullle, Ha 1-M aTane
[HItammbl YacroTsl B DopmyJibl st IpeoGpazoBaHmst 4ACTOT Hcrnosib3yembie BeJHUHUHBI U HX
HayaJie yTarna | KoHle yrarna FEHOTHTIOB COOTHOLIEHHU5T
Mi Y 1omic Y somie Yoorie = Yiowie ™ & X Viops 0<4q,, 9, g, << 1 — nomm or uncna
P, koropble npespatiaioresi B M 1
P y y Voo, = (1-9=0,—q) X y KACTOK %5 :
10Pt 20Pt 20Pt 1 2 3 10Pt MQ, M3 B pe3yﬂbTaTe MyTaUJ/lﬁ
Tabauya 112
UHokynsiuusa 6akTepusiMiu cuMOMOTHYECKHX (pU30CchepHbIX U KIyOeHbKOBbIX) CyOHHMLI HA 2-M 3aTane
CyOGHu1im LLITamMmmbI Yacrorsl B Dopmydibl st Hcrnosib3yembie BeJIMUHHBI U KX COOTHOLLIEHHST
npeo6pazoBaHusl
HauaJjie Tana | KoHile sTarna
4acToT FreHOTHUIIOB
l-a,2-a Mi 0 7 Wi = Woos - F1 ri — MHJeKchbl HHOKYJIsMH 06enx PC g Mi, P;
nsocdepHbie — 0. nli — to xe s 1-it KC;
pusocdep P 0 Vain, Vain = Vin * F1 : !
» 5 n2i — o xe wia 2-i KC.
1-4 Mi 0 ) =y - F — 2 3 0
5 Visame Yiouie — ¥ siuie FL=w 0t Voo T Voo, T Woop, —
KJIyOeHbKOBasA P 0 . Wi = W0 F2 HOPMHUPOBOUHAsT BeJIHUHHA, 00ecneunBarollas
; — . BBIMOJTHEHHE YCJOBHST:
2-51 Mi 0 Y s3nis Yosnis = Wing. - F3 + + + =1
K.ﬂy6eHbKOBaﬂ W.?lMl.t W}[MZ.I WJIM_?.[ l”31[?1 >
p 0 WSSPI !//33[’[ = W;i?‘r ; F3 nll nl2 nl3 nl0
) } ! F2= Ysime + Ysime + Ysins. + Wipe — TOXKE
1A l//3ZM]t + W_?ZMZ.I + WSZM_?.! + WSZPJ = 1’
— n2l n22 n23 n20 __
F3 - W}H\J].[ + W}]MZ.I + WS]M}.I + W}]R[ TO XKe
st !//53}\41.[ + lz/53M2./ + W}jd/[j.l + W}}P.l = 1’
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Tabauya 13

KosoHusauus 6akrepusimu cumouoTieckux (pusocepHbIX M KIy0eHbKOBbIX) CyOHUIL HAa 3-M 3Tarne

Cy6Huim

[eno-
THIIbI

YactoThl B

HayaJie
aTalla

KOHLE
ITalla

Dopmyiibl 15t TpeoObpazoBaHus
4acTOT FeHOTUIOB

I/ICHOJIbSyeMbIQ BE€JIMYUHbI U KX COOTHOLLIEHU A

1-51 puso-
cepHasi

leMi.z

W41M.t

x UIV” X RII.I/R31.I

V/41Mi = l//31Mi.l

W31P.l

‘//4113.1

l'1/41121 - lem x Ul % R]].I/R31.l

2-51 pu3o-
cepHas

l//_?IMivt

WA!ZMivt

x UZVZi x R]Z‘t/RﬂJ

l//‘IZMM‘ = V,_?”‘/ﬁf

W}IP.{

W42P. t

= l//311".1 x U2 x R12.[/R32.!

l//421".1

1-51 xty-
OeHbKoBasi

l//_?ZMi.t

W43Mi.t

x U3rii x N, /N,

l//43/\/11'.1 - WSZMM 31t

W}ZP.[

l//43P.t

360 x NI[.! /N?lvr

= X
yl43P.t W,??P.t

2-51 KJIy-
OeHbKoBast

W,?}Mi. i

W44}\/[i.t

x U4V4i x NIZI /R32.t

Viartio = Vssngia

W33P.l

WMP.!

Wiy = Vigp, X U4 XN, /N

321

Ry, =0, %Ry R, = (1-a;) X Ry — 0Gbembl
unokyJsiunu (OW) 1-itu 2-i1 PC (o, — uacrora
reHotuna Gl B pacTUTEJILHOH TTOMYJISILIAH ).

Ry, =Ry > 0y, Ry, = Ry ¥ (1-a,) — 0Gbembl
kosionusauuu (OK) 1-ii u 2-it PC.

V1i, V2i — otHolenust ckopocte# paamuoxkenust Mi:P
B 1-itu 2-ii PC.

Ul, U2 — ortHolueHust yacToT P B KoHlie U Hauasie
KoJionu3auuu 1-it u 2-# PC, ynossetBopsitotie
YCJIOBUSAM:

l//lel.t X UIV“ + l'U31MZ.t x UIVIZ + WSIMS,[ x U]Vlj + l//31P,t x
vl :R31.1/R1u’

Wi % U272+ s, X U272 4y, X U277 4 gy, %
U2=R;,, /R,

N,,,=a,xN, N,,=(1-a)*xN,—OU l-itu2-it KC.
Nip =Ny %0y, Ny =Ny % (1 ) —OK 1-i1 1 2-i1 KC.
V3i, V4i — orHolienust ckopoctei paamHoxkenust Mi:P
B 1-itu 2-it KC.

U3, U4 — orHolueHust yacTtot P B KoHLe U Hauasie
KoJsionusauuu 1-it u 2-# KC, ynossnetBopsitoiine
YCJIOBHSM:

Yaonrs ™ ysrite + Vs ™ usrze + Vs ™ U +
l//jll’.t X U3C() = N3IAI /Nll.t’

l//leI.t X U4V4l + W32M2.t x U4V42 + l//53M5.t X U4V43 + W33Pt X
U4 =N,/ Ny,

c0, ci — KO3 PUIHMEHTI, OTIpeIeIsIONINe JOCTYTHOCTD
1-it KC st kostonusauuu 6akrepusimu P, Mi

(ecsiu 3arpera Ha KOJIOHH3ALUIO HET, TO KOI(PPUIHEHT
paBeH 1, ec/in 3anpet ecTh, TO Koadduipent pasen 0).
Onucanue napamerpos R, , R,,, N, , N,, npusoaurcst

B Tabaniie 116.

Tabauya [14
U3meHeHHsI CTPYKTYpPbI PaCTUTENbHON NONYJISILUMH
YacroTbl B¥
Srarnbl fero- Popmytbi st npeoGpasopatis HcnosbayeMble BEJTHUMHBI M HX COOTHOLIEHHUS
Tunp | Ha4ane | KoHue 4aCTOT FeHOTHIIOB Y
3Tana | srana
K1, K2 — unpnekcwl konkypenuunu renorunos G1, G2
NpH MPOpACTaHUK CEeMsIH Ha 2-M STare.
Vi1
Gl Y1614 4 |a= W’ P, ,=a xP,P, =(l—-a)xP — KonmiecTsa
9 a1t 1621 IOBEHUJIbHBIX pacTenuit renotnnos G1, G2,
o cpOPMHPOBABILIMXCST K KOHILY 2-T0 3Tarna;
w o V624
wa W’;é,‘]_[ + WI?GZZ PSI.I = (p21 - pO) (bll x W43Ml.[ + blZ x lz/43M2.1 + bl3 x
G2 WIGZ.I WZGZ! W‘IJMJ.I) x al + 1:)ll_t’
& K0N02UUeCKAA ceHemuUKa TOM VIII Ne3d 2010 ISSN 1811-0932
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HU3meHeHHs CTPYKTYpbl pacTUTEIbHON NONYJISILUKI

Tabauya [14 (okoHnuarue)

YacroTel B*
Aransl fexo- Dopmy.ibl 1 1peoOpa3oBaHust Hcnosibayemble BeJIHUMHBI U UX COOTHOLLICHHST
tunp | Ha9ane | KOHIE YacToOT FeHOTHITOB Y
sTana | srana
Pyyy = Py =P (by Xy F by X0y, +
Gl " b, xw,,..)x (1 —-0a)+P, , — Komuecrsa cemsiH,
(i Y611 P oOpasoBanHbIx reHotunamu G1, G2 k KoHly 3-ro srarna.
V610 = I
P31 t + P321
3 : : P, — MuHHMa/bHOE KOJTMYeCTBa ceMsiH, (POPMHpYeMbIX
0060HMH IeHOTHIIAaMH MTPH OTCYTCTBHH a30T(PUKCATOPOB B
Vs — Py, KJTyOeHbKOBBIX CyOHHLLIAX.
G2 V62 V3624 P31_1 + sz_,
b, by by by bygy by, Py Py, — onncanue
napameTtpos rnpusoaurcs B rabJuie 16
*Jlo Hayas1a 2-ro 3Tana u nocje OKOH4YaHUA 3-ro Tana pacTUTeNbHas NOMyJSALNs CyLIeCTBYET B (pOpPMe MOKOSILLIUXCH CEMSIH.

Tabauya I15
BbikuBaHue 6akTepuil B NOUBeHHOMW HULIE HA 4-M aTane
Yacrotbl B
Htammbl Popwytbt i npeoGpasosarst Hcronb3yemble BeJIMUHHBI U UX COOTHOLLIEHHSE
Haqaqe | KOHUE 4acTOT reHOTHIOB 4
sTana | srana
ll/S()Mi,t - (l/IZI)Mivt x S + l'[/41Mi.t x R_?I,t +
Mi “ N+ XN )L Lt=S+R, +R, +N, +N,, — avniuryia
1 Ysoniie | Yoorsie | Varmtic 310 Vst 324/ [OMYJISILIHOHHOM BOJIHDL.
Yomis = Wsonny <UDV X L /S V5i — oTHoleHue ckopoctelt oTMupanust Mi:P
= <S4+ <R+ U5 — orHouenue yactot P B KOHLe U Hauasie OTMUpaHUst
Vsoune — Waors Vair: 321 6aKTepHuil, yI0BAETBOPSIIOLLEE YCJOBHIO:
p Ysope Yapr | Yasee * /VSI (T W * N32 z) L x UsVeI 4 x U5V52 4 x U5VE3 4 x Uh = S/L
k ) ’ ’ ' ' Ysonns Ysor.s Yo Ysope 1
W60P.t - (‘U50P.t X U5 X Lt/S

Tabauya 116
CucremHble apamMeTpbl MOJIE/H, UCTIOJb30BaHHbIE B KOMIILIOTEPHbBIX 9KCIIEPUMEHTAX
Onpenenenns™ CumBoJIbI* basospie Pasmepnoctn
BEJIMYUHBI* *
Houun OT YHC/IA KIIETOK P, xotopble npespautatores B Mi B pesysisrate Mi gi 10-10 Bespaswephble
MyTaLHit
p r0 0,4
WNunekcot MHOKYJIALLIH 06enx puzocdepHbix cyoHu (PC) poauresnseknm (P) Beapasvepibie
1 MyTaHTHbIMK (Mi) tiTaMmamu Mi ri 0,6
Wupexcebl nHokyssiuuu 1-it u 2-it kiay6enbkoBbix cyonu (KC) p n10wun20 0,4n0,4
. Bespasmephbie
pomutesbekuM (P) u myrantHbiMu (Mi) iirammamu Mi nliun2i 0,610,6
OTHocHTe IbHBIE CKOPOCTH padMHoKeHHst MyTaHToB (Mi:P)B 1-iiu 2-1 PC | Mi Vl1in V2i I,1ul,l Bespasmepnbie
OTHocHTe IbHBIE CKOpPOCTH padMHoKeHHst MyTaHToB (Mi:P)B 1-iiu 2-1 KC | Mi V3iu V4i I,1ul,l Bespasmepnbie
M1 | bllub2l | 0,50u0,17
”K(éa_(ﬁtl)iy(l:u*n*efTbl a30TduKcHpyIollel akTUBHOCTH MyTaHToB Mi B 1-ii M2 | bI2ub22 | 0171050 | Bespasveprbie
M3 | bl3ub23 | 0,33u0,33
OTtHocHTe IbHBIE CKOPOCTH OTMUpaHust mytantoB (Mi: P) B mouse Mi Vbi 1,01 Bespasmepnbie
Mupexebl KOHKYpeHLHH CeMsiH pacTuTesbHbIX reHoTunoB G1 u G2 Gk Kk 0.6 Bespasmephble
NpH MPOpacTaHuK
Munnmanbsioe cymmapHoe uncsio cemstiH G1 1 G2 B KoHIle MUKPO3IBOJTIOLIMOHHOTO KA P, 109
Yueso cemsin
Maxcumabhoe uieno cemsin G1 u G2 (npu 100% uacrore Fix+ 6akrepuii 5 KC) | Poy 30x10°
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Tabauya I16 (okoHuanue)
W3meHeHust CTPYKTYPbI PaCTUTEIbHOI NOMYJASILUK

Onpenenenns™ CumBoJb* BaSOBbIe** Pasmepnoctu

BeJIHYHHbI
MuHnMasbHBIA cyMMapHbli 06beM Kosionusatnn (OK) 6akrepusivu o6enx PC R, 10" YHueso K1eToK
Makcumanbhbie OK k-it PC | Ry, 10x1012 Yueso KIeToK
Munnmanbhblil cymmaphbiit OK 6akrepusivu o6enx KC N, 10" YHueso K1eToK
Makcumasnbhbie OK k-it KC | Ny, 40x10M" Hueso K1eTok
O61beM NOYBEHHOH HULLIH S 1012 YHueso K1eToK

(ITpoBopos, Bopo6Obes, 1998a, 19986; Provorov, Vorobyov, 2008).

* bakrepuasbHble resotunsl (P, M1, M2, M3) umetor unaekenl i = 0, 1, 2, 3, pacturenbHble reHotunbl (G1, G2) — uHuekes k= 1, 2.
** BazoBble 3HAUeHHUs TapaMETPOB SBJSIOTCS CPEIHUMH 3HAUEHHSIMU IPOMEXKYTKOB, B KOTOPBIX HCCJIEIYIOTCS Pe3yJIbTaThl
napameTpuyecKoro BApbHPOBAHUS MaTeMaTHUeCKOk Mojiesii. [TpoMexyTKH BbIOGpaHbl, HCXO/Is U3 JIMTEPATYPHbIX U COOCTBEHHBIX
9KCIIEPUMEHTAJILHBIX IAHHBIX, H SABJISIOTCS OLLEHOUHBIMH YCPEIHEHHBIMH XapaKTePUCTHKAMU CUMOHOCHCTEM, PACCMOTPEHHBIMH paHee

*#% JlaHHble KO UIMEHTB OTPAXKAIOT BeJIMUHHY 0OPATHON CBS3H, TPAKTYeMOI Kak MOTOK a30Ta B pacTeHHe, CO3aBaeMblil OJHON

KJIETKOH COOTBETCTBYIOLLETO LITaAMMa (qu 6oJibllIEe STOT IMOTOK, T€M BbIlll€ MHHTEHCUBHOCTb (i)OTOCI/IHT€3a 1 TeM OOoJIbIIIe ero MPOJIyKTOB
pacTeHue repeiaeTt B K.Hy6eHbKOBbIe H pI/ISOCCbeprIe HI/IU_II/I). Hcnosib3oBanHoe MaTeMaTHuecKoe BbIpaKeHue 06paTHOﬁ CBf3H MO2KET

ObITb TIPUMEHEHO /151 OMTUCAHHUST PA3HbIX THIIOB TPOMHUECKHX CHMOMO30B, CBSI3AHHbIX C Mepeiauell paCTeHHIO U IPYTHX MHTATeJbHBIX
3JIEMEHTOB, Harpumep, pocdaTtos B caydae apOycKyaspHOH MUKOPH3EI.
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SIMULATION OF EVOLUTION OF THE LEGUME-RHIZOBIA
SYMBIOSIS FOR AN IMPROVED FUNCTIONAL INTEG-
RITY OF PARTNERS AND FOR ECOLOGICAL EFFICIENCY
OF THEIR INTERACTION

Vorobyou N. I., Provorov N. A.

% SUMMARY: Simulation of evolution in the legume-rhizobial symbio-
sis allowed us to suggest the mathematical criterion (index) for the func-
tional integrity of symbiosis (FIS). Calculation of FIS index is based on
analysis of the covariance matrix of partners’ frequencies influenced by
fluctuations of the systemic parameters. The positive correlations of FIS
with ecological efficiency of symbiosis (its impact on the seed productivity
of plants) and a negative correlation with the partners’ diversity indices
were demonstrated. The revealed dependences allow us to explain the
increasing of structural-functional integrity in mutualistic symbiosis by
operation of the natural selection in favor of an improved ecological ef-
ficiency of partners’ interactions.

% KEY WORDS: mutualistic symbiosis; nodule bacteria; mathemati-
cal simulation; co-variation matrices; correlation analysis; integrity of
biosystems; population polymorphism; natural selection; evolution of

symbiosis.
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METABOJIN3M OCTEOTPOIMHbIX TOKCUYECKUX BELLLECTB:
HACNEACTBEHHAA AETEPMUHALIA

BBEJJEHVE

OCTGOTpOHHbIe XUMHUYECKHE 2JIEMEHTDI, B TOM YUCJIE PAUOHYKJ/IW/IbI, 3aHHUMa -
0T BaXKHel11ee MECTO B psijly TeXHOTEHHBIX MoJioTaHToB. X XapakrepHoil oco-
OEHHOCTBIO ABJSIETCS H36I/IpaT€JTbH8ﬂ KymMyJisilus B KOCTHOH TKaHH MTO3BOHOUYHBIX
2KMBOTHBIX KW YeJIOBEKa, I'/le HaKalJinBaeTcd 10 90 % MNOCTYNHUBLIECTO B KPOBOTOK
BelllecTBa. MHorne U3 HUX TOKCHUHBI. Hampumep, TexHorenusle (pTop U CBHHELL
BBI3BIBAIOT (JIOOPO3 H CBUHIIOBYIO HHTOKCHKALMIO, OEPUJII MPUBOIUT K «Oe-
PUWIJIHEBOMY PaxXUTy>, PAAUOHYKJ/IU/IBI sABJASIOTCA UCTOYHUKAMHU BHYTPEHHETO 00-
JIy4€HHsI, KOTOPOE BBI3bIBAET XPOHHUECKYIO JIy4eBylO (0JIe3Hb, KaHIIEPOreHe3 H
YMEHbIICHHUE MPOIOJIKUTECIbHOCTH 2KU3HH.

HOBeﬂeHI/Ie OCTECOTPOIHBIX BEULIECTB B OpTaHU3Me [TO3BOHOYHbBIX K HACTOALIEMY
BPEMEHH H3YUeHO JI0CTaTOUHO NOAPOGHO (0630pbl: MeTabosuam ctpoHius, 1971;
baxkenos u np., 1990; )Kypasses, 1990; Crapuuenko u np., 1993; [lIBenos,
Aknees, 2001). [TokazaHo cylilecTBOBaHHE 3HAUMTENLHBIX PA3JIMUHl UX KHHETH-
KW Y HHIIMBHJIOB OJIHOTO Bo3pacta u noJja (cM. 063op Crapuuenko, 2009), onrHako
BKJIAJ 9HA0- U 9K30T€HHbIX (baKTOpOB B UHIUBHUAYyaJbHbIE 0COOEHHOCTH UX MeTa-
6oJiM3Ma He OLeHeH, BCIEACTBUE Yero npob/ieMa HHANBUIYATILHOTO POTHO3UPO-
BaHKs 0OMeHa OCTEOTPOINHbLIX BEIECTB OCTAETCs HepelleHHol. MenonbzoBanue
K€ CpeIHUX BEJUYNH /11 OTACJABHOTO MHAWNBHUAA MOXKET TMPUBECTH K CYUIECTBECH-
HO#l olIMOKe B OlleHKe KHHETHKH paanonykanaa (Likhtarev et al., 1975; Thomas
et al., 1984) u, cooTBeTCTBEHHO, 103bI BHYTpeHHer0 06 yuenust. [Ipornosuposa-
HUe I/IHILI/IBI/IIkya.HbHOﬁ TOJIEPAHTHOCTH K OCTCOTPOINHBLIM TOKCUKAHTaM 0COOEHHO
AKTyaJIbHO B YCJIOBUAX TE€XHOTCHHBIX aBapm?l, Korjaa B OpraHusm OOJIBIINX rpymnr
HaceJeHUsT U CeJIbCKOXO3TUCTBEHHBIX »KUBOTHBIX U3 BHEIIHEH Cpebl MOCTynaroT
OCTEOTPOTIHbIE TOKCUUECKHE BEIIECTBA.

MopdoreHes ckejieta — TeHETHUECKH KOHTPOJUPYEMbIH, BBICOKO YCTOHUHU-
BbI# Tipotiecc (Bacusbes u ip., 1986; Bacuibesa u 1p., 1988). OcobeHnocTn 06-
MeHa (MG’I‘EIGOJ'II/BMEI7 KI/IHETI/IKI/I) OCTECOTPOITHBIX BEUICCTB TAKXKe OMPEeNnessitoTCs
FEHOTUIIOM WHJIMBH]lA, OJHAKO TPsIMbi€ N0Ka3aTeJ/JIbCTBa TOMY OTCYTCTBYIOT. B to
K€ BpeMs MHIUBUyaJbHbIE XapaKTEPHUCTUKHU NEMTOHUPOBAHHUST OCTECOTPOITHBIX pa-
JUOHYKJIM/IOB IOCTATOYHO YCTOIZ‘{I/IBBI, UX TPYAHO U3MEHUTD Jla?Ke SKCTPEMaJIbHbI -
MH 5K30T€HHBbIMHU BO3I[€I:ICTBI/IHMI/I, rpo3sillinMu ﬂa.aneﬁlmemy Cyl1eCTBOBAaHHIO
unauBuaa (Crenuna u ap., 1973; Crapudenko u ap., 1993), 1 3T0 KOCBEHHO CBHU-
JIETEJILCTBYET O HAC/EIYeMOCTH OOMEHA H3JydaTesiell B OpraHu3Me.

[enoTumnuueckas JeTepMUuHalus oOMeHa CcTaOUIBHOTO KaJlblUsl aKTUBHO H3Y-
4aeTCsl B CBA3H C OCTPOTOH PsAla MEIAULMHCKHX NMpoOJieM, B MEPBYI0 Ouepelb,
npobJieMbl ocreonioposa (beneBosieHckas, @unoreHosa, 1999; Oranos, 2003;
Slemenda et al,, 1996; Ralston, Crombrugghe, 2006; u np.). Onnako Hacienc-
TBEHHAsA 00YCJIOBJIEHHOCTb METa00/NU3Ma APYTHX CTAOU/IBHBIX H PAJHOAKTHBHBIX
OCTEOTPOTHDLIX BELIECTB, B 4aCTHOCTH °Sr, 0HOr0 M3 OCHOBHBIX 103000pa3yio-
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HIMX PAMOHYKJHIOB Ha TeppuTopun BocTouHo-Ypasbcko-
ro pamuoaktuBHoro ciena (BYPCa), He Hamia skcnepu-
MEHTaJIbHOTO MOJATBEPIKIEHHUS MPH HCMOJIb30BAHHH METOJA
MexXJuHelHbIX cpaBHeHui (LlBemos, 1965; CrapuueHko,
[puropkuna, 1991; llsenos, Axnees, 2001). Mexny Tem
umetores Habonenus (aruna u ap., 2006), uto y noaei,
NpOXKUBAIOLINX Ha Tepputopun BYPCa B ycaoBusix xpo-
HUYECKOro moctyrieHust *°Sr, iucnepeusi ero coaepKaHus
BHYTPH OTJIE/IbHBIX CEMel HHKe, UeM B CPEIHEM 110 HaCeJIeH-
HOMY TIYHKTY. B TO »Ke BpeMsi U3BECTHO, UTO MEKJHHEHHbIE
CpaBHEHMS, XOPOILIO 3apeKOMEeH/I0BaBIIMe ceOsl B OTHOIIIe-
HHM KaueCTBEHHBIX MPU3HAKOB, J/I1 KOJIMUECTBEHHBIX XapaK-
TEPUCTHK YACTO JIAIOT HEYIOBJETBOPUTENbHBIE PE3YJIbTaThI
(Doresb, Motyabeku, 1990). Knaccuueckum mojgxoaom K
OLIEHKE HAC/IEJICTBEHHOH KOMIMOHEHTbI K3MEHYHBOCTH KOJIH -
YECTBEHHbBIX TPU3HAKOB ABJISCTCS CEMEHHbIN aHAJN3.

LETIb NCCJTIEAQOBAHVIA

Orenka HacleICTBEHHOH KOMIMOHEHTbl HM3MEHUMBOC-
TH MeTa00JIM3Ma OCTEOTPOIIHBIX TOKCHYECKHX BellecTB (Ha
npumepe *°Sr 1 cTaGuibHOrO (GTOPa) y JMHENHbBIX MbIlIEH,
B TOM uMcse, Ha (DOHE BJHSHHS PA3JIMUHBIX SHIOTEHHBIX H
CPENOBBIX PAKTOPOB, MOAH(HIIMPYIOLINX POCTOBbIE MTPOLIEC-
Cbl B OpraHu3Me.

O6ocHOBaHNe HAC/EACTBEHHOH JleTepPMHHHPOBAHHOC-
TH MeTaboJM3Ma OCTEOTPOIMHBIX BElECTB OyleT CIy:KHTb
OCHOBAHHEM PEKOMEHJ0BAaTh TpoBefeHHe MpodoTtdopa Mo
MPUTOIHOCTH K pab0oTaM, CBSI3AHHBIM C MOCTYTIEHHEM TOK-
CHUYECKHX BEILIECTB HJIH MPOBOIUMBIM B YCJOBHUSIX MATOJOTH-
UeCKHX Harpy30K Ha KOCTHO-CYCTaBHYIO CHCTEMY.

MATEPUAJIbI 1 METOAbI

B paGore ucrnosnb3oBaHbl J1a00paTOpHble MbILIH JIHHHUH
CBA, BALB/c 1 BC (moToMcTBO THOPHIOB BTOPOrO MOKO-
JIeHUsl OT CKpelMBaHHs KUBOTHBIX JiuHuil BALB/c — cam-
ka 1 CBA — cawmel, pasmHoxaBiuxcst B Teuenue 10 jer
nyTeM OJH3KOPOACTBEHHOTO CKPELIMBAHMS M JOCTHTIINX
COCTOSTHHSI MOJTHOrO MHOPHAMHTA), PA3BOAMMbIE B BUBApHH
MHcerutyTa sKoJ10ruK pacTenuit v »kuBoTHbIX YpO PAH. Ha
MbIIIAX 3THX JHHHH (C yUeTOM CeMeHHON MPUHAIIEKHOCTH
JKMBOTHBIX) M3yda/ii KHHETHKY B KOCTHOH TKanu *°Sr (oj-
HOKpPATHOE BBEJIEHHE) U CTAbHIILHOTO (hTOpPa (XpOHHUECKOE
nocrynaenue ). CTaOUIbHBIA TOP MPUTOJIEH A/ JJTUTEb-
HOH 3aTPaBKH OOJBLIOTO KOJIMYECTBA JKUBOTHBIX; MOJOOHbIN
IKCIEPUMEHT €O *’St MeTOUeCKH OCYLIECTBHTb CJI0KHO.

AkcnepumeHT co *Sr

9Sr ok Mbltnam JiuHid CBA BHYyTpHOPIOIIHHHO B
MO3/IHeM OHTOTeHe3e (3a 3 Hejl 1o ymepliBJ/eHus ). [Ipume-
HSJTH HHMKATOPHOE KOJIMYECTBO PaHOHYKJIHA, KOTOPOE B
200—300 pas meHbllIe KOJHIECTBA, BBI3BIBAIOLETO OCTPLIE
ToKcHUecKHe 3(eKThl, a 103bl 06JyUeHHs], CO3AaBaeMble
KOTOPbBIM, HE MPUBOJSAT K HaPYLICHHUIO MPOLLECCOB XKHU3HEE -

AtesbHoCcTH opranuama (baxenos u ap., 1990; Kypasies,
1990; Mneun u ap., 1991). [Ipu 3TOM KMBOTHBEIE pas/nya-
JIUCh BO3pACTOM (Ha MOMEHT 9BTaHa3uu Bo3pact 1 —2,5 mec;
Bo3pact 2—3,5 Mec) U (PU3MOJOTHIECKUM COCTOSTHHEM (K-
BOTHbBIE KOHTpOJ’leOﬁ FpynrIibl ¢ pOKACHUA HAXOAWJIUCH B yC-
JIOBUsIX HOPpMaJIbHOTO, OIBITHOH — 3aMeJIJICHHOT'O Pa3BUTHA
ckesieta). KoHTpoJIbHBIX }KHBOTHBIX COfIEprKaJiv Ha CTaHAap-
THOM BHUBAapHOM paliMoHe. B onbITHOH rpynre B KadyecTse
MOJM(HKATOPA POCTOBBIX TPOLECCOB HCIOJb30BaHA He-
cbanancupoBaHHasi MaTepPUHCKas iveTa (oBcsiHast MOHO(a-
rUst), NPUMEHEHHEe KOTOPOH ¢ MOMEHTa POXKAEHHUS Y JIMHEH-
HBIX MbILIEN MNPUBOJUT K PE3KOMY YMEHBLIICHUIO MaCCOBbIX
M METPHUECKHX XapaKTepUCTHK moToMcTBa (CrapuueHko u
ap., 1993). B tedenue noacochoro mepuospa BO3AEHCTBHE
MOHO(Aruu 60 ONOCPEIOBAHHBIM — Yepe3 MaTePHHCKYIO
JIUETY. ITo Mepe B3POCJCHHUs 2KUBOTHbBIC MMTEPEXO/IMJN Ha Ca-
MOCTOATEJIbHOE IMUTAaHKWEe, U HAXOAUJIUCh Ha JUEeTEe 1O OKOH-
HaHus 9KCIEepruMeHTa.

OKCTIEPUMEHT C ®TOPOM

Kunetuy gropa usysanu y moieit innuit CBA, BALB/c
1 BC. B koHTpoJIbHOI Tpynre ncesieoBasy poHoBbIe yPOB-
HU (pTOpa (BUBApPHBI PALMOH), B OMBITHON Ipyre — moc-
Jie TIOCTYIJIEHHs! TOKCHKaHTa ¢ nuileit (pactBop dropuia
HaTpus ¢ KoHleHTpauueh 0,5 r/ i u3 pacuera | mn — Ha
MBIIIb) B TeUeHHe BCeH OepeMeHHOCTH CaMOK M 0 KOHIA
9KCrepuMeHTa (BO3pACT XKHBOTHBIX HA MOMEHT 9BTaHA3HH
1,5 mec).

C MomeHTa POJIOB B 060MX 3KCMEPUMEHTAX COfepKaHHe
YKHBOTHBIX — TOCEMeiHOe (caMKa 1 ee MoToMCTBO). Uepes
MecsiL, oCJ/Ie POJIOB CAMOK OTCaxKUBaJId. Bo nabekanue fe-
¢uuMTa KaJbl{s ¥ BUTAMHHOB B PallMOH BCEX »KMBOTHBIX
BKJIOUA/JIH MUHEPAJILHYIO MOJAKOPMKY KYCKOBBIM MEJIOM H
CBEXKYIO 3eJIeHb (B TOM UMCJIe TIPH COJlepXKAHUH KMBOTHBIX
Ha M3MeHeHHOI 1ueTe ). BosieaHeHHbIe MPoLe/ypbl U yMepllL-
BJIEHHE OCYLIECTB/ISIM MyTeM MePe03UPOBKH 3(PUPHOTO
napkosa (IlpaBuna nposenenust..., 1977). Ilocne sBrana-
3UM >KHBOTHBIX MCCJIEIOBANM Maccy UX Tesa W Maccy Oef-
PEHHBIX KOCTell; orpejie/ieHHe KOHIEHTpallih TOKCHKAHTa
(Sr — Bk/r; ¢rop — MKr/T) NpoBOAMH 10 JaGopaTop-
HBIM MeToauKaM: St — MeToI0M paHOMEeTPUH C UCTOJIb-
30BaHHEM KaJIMIHBIX 3TAJIOHOB, (PTOP — MOTEHIMOMETPH-
YECKMM METOJOM C HCIOJIb30BaHHEM (TOPCENEKTHBHOMO
snekrpopa (Crapuuenko, 2000; Crapuuenko, Kuinsices,
2004). B skcnepumenre co “Sr necsie10BaHo MOTOMCTBO U3
80 cemeil (KOMMUECTBO KUBOTHBIX N = 434), B 3KCMepUMeH-
Te ¢ propom — u3 79 cemett (n = 582). KosmvecTso aete-
HBILLIEH B CEMbSIX TIPH POXKAECHHH BapbHpoBaJo ot 2 1o 20, Ho
B CHJy MaT€PHHCKOTr0 KaHHHOA/M3Ma B TPEX CEMbSIX K KOHILY
9KCMIEPUMEHTA 0CTAI0Ch MO OTHOMY JIeTEHBILLIY.

Konuenrpauust °°Sr, a Ttakke Mmacca Tesjia M macca
KOCTEH »KMBOTHBIX B O00OMX KCMEPUMEHTAX HMEIOT pac-
npenenenue, OJH3KOe K HOPMajbHOMY, KOHLEHTPALMS
(ropa —uorHopmanbHoe pacnpenenenue. [Tostomy ans
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NeNe Cembst Mpynna Bospact Ha MOmeHT
cemMbu BBEAeHUs *°Sr
1-22 Q—> KoHTposb — >

8 Hepenb
23—44 Q—' MOHOd)aFI/IH —
45-65 Q_' KoHTponb —>

12 Hepenb
66-80 Q—> MoHodarusa —

Puc. 1. Cxema pacnpenesienusi ceMell Mex1y SKCrepHMEHTalbHBIMU IPYNNaMHi padHOBO3pacTHbIX Mblileil uHun CBA npu nayuenun

KUHETHKH 'St

NeNe Cembs JNnHns Mpynna
cemMbi
1-8 Q_> BALB/c —
KoHTponb
9-15 CBA —> (doHOBbLIN
ypoBeHb dTOpAa)
16-23 Q—> BC —>
24-50 ©_> BALB/c —
OnbIT
51-59 CBA — (xpoHnyeckoe
nocTynneHne
¢dTOPpa)
60-79 Q—> BC —

Puc. 2. Cxema pacnpeneaeHus cemei MEXK/y SKCIEePpUMEHTAJbHbIMU TpyIlilaMi OAHOBO3PACTHLIX JIMHEAHBIX MblLLIEH NnpHu HU3Yy4YeHHH

KMHETHKH CTaOHJIBLHOTO (hTOpa

COOJTIOfIEHHUST TIPEATNONOKEHHST HOPMATbHOCTH HCTOJb30-
BaJIK JiorapudMuieckoe npeobpaszoBaHue KOHLEHTPALUH
(hTopa, OIHAKO /7151 TPOCTOTHI H3JI03KEHUST Mbl yTIOTpebJisieM
ClI0BOCOUETaHHE «KOHLEHTpauus ropa», mojppasymenas
TMOJL HUM KaK cOOCTBEHHO KOHILIEHTPALHMIO, TaK U Jlorapucm
KOHIIEHTPALHH.

Jlnst cratuetudeckoro BbiBoaa (Ha b % ypoBHe 3Ha-
YUMOCTH) MCMOJb30BaHA KOMITOHEHTHAsT MOJiesIb Hepap-
XMUYeCKOTO JAMCIIEPCHOHHOTO aHaju3a — IIJ1aH CO CMe-
IIAHHBIMH 3(QQeKTaMH, B KOTOPOH (aKTOpbl «rpymmax»,
«roJi», «Bo3pact» (sKcrepumeHT co %OSr), «JMHHSA»
(3KcrepuMeHT ¢ (PTOPOM) M KOBapHaTa «BeJMUHHA MOMe-
Ta» paccMOTpPeHbl Kak (UKCHpoBaHHble, a (haKTop «ce-

Mbsi» — KaK cJaydadiHblii. KoBapuarta (comyTcTByonias
He3aBUCHMasl TepeMeHHas) «BeJMUHHA TOMeTa» BKJIO-
ueHa B aHAJN3, TAK KAaK H3BECTHO, YTO Y MHOTOTJIOAHBIX
MJIEKOTTHTAIOLIUX UUCJIO JIeTeHBIIeH B MOMeTe SIBJseTCs
OJIHUM M3 MCTOYHHKOB M3MEHUMBOCTH MACCOBBIX MOKa3a-
TeJIeH TOTOMCTBA.

B skcnepumenTe co *°SrypoBHH (hakTopa «ceMbsi» Crpyri-
MUPOBAHbI BHYTPH ypoBHel pakTopa «rpynma» (puc. 1), B 9k-
criepuMenTe ¢ (PTOpoM — BHYTPH (haKTopa «JIHHUS» (pHC. 2).
OueHKoll HACTeACTBEHHOH KOMIOHEHThl N3MEHUHBOCTH HC-
cJlelyeMbIX MPU3HAKOB CJIYXKHJ KOI(D(PUIHEHT BHyTPHUKIAC-
coBo# Koppesisitu (R), cooTBeTCTBYIOIIMI OTHOLIEHHIO KOM-
TIOHEHTBI IUCTIEPCHH CTYYalHOTO (PAKTOPa «CeMbsI» K MOJHOH
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Tabauya 1
Konuenrpauus *Sr B koctHo# TKanu mbiuieit iuiun CBA u MaccoBble XapakTepUCTUKH KCMIEPUMEHTAIbHBIX
2KUBOTHbIX (M + m)
Macca, r
Bospacr na Tpynna ITon n 9Sr Br/r
MOMEHT 3BTaHa3HH Tesio Benpennasi koctb!
Camiipl 94 18,8 +0,1* | 0,1031 +£0,001* 891 + 22*
Koutposib- 1 Camku 72 16,0 +£ 0,1 0,0969 + 0,001 992 + 26
(2.5 wec) Camiipl U CaMKu 166 (22)” 176 +0,2 0,1004 + 0,001 935 + 17
,b Mec
Camiipl 62 11,8 +0,3 0,0733 + 0,001 1638 + 35
OnpiT- 1 Camku 71 11,6 +0,2 0,0722 + 0,001 1579 + 32
CaMlibl U caMKH 133 (22) 11,7+ 0,2 0,0727 + 0,001 1606 + 24
Camiipl 51 228 + 0,3* 0,1206 + 0,001 606 + 9*
Konrtposb-2 Camku 31 19,8 + 0,2 0,1178 + 0,001 704 + 15
CaMmiibl ¥ CaMKH 82(21) 21,7+ 0,3 0,1196 + 0,001 643 + 10
2 (3,5 mec) :
Camiipl 19 15,0 + 0,4* 0,0894 + 0,002 1169 + 69
OnpiT-2 Camku 34 13,0+ 0,4 0,0837 + 0,002 1320 + 57
CaMLpl U CaMKH 53(15) 13,7+ 0,3 0,0858 + 0,002 1266 + 45
[Ipumeuanue:
) — o6e KOCTH.
2 — yucsio cemelt B rpyrre.
* — pasnnuusi Mexkiy caMliaMy i caMKaMU B rpyrine 3HauuMbl Ha ypoBHe p < 0,05 (1o t-kputeputo CrbiosienTa).

aucnepenn (Sokal, Rohlf, 1995) (komnoHeHTa mucnepcuu
pasna R x 100 %). Ins onucanust JaHHBIX MCTIO/b30BAJIHN
CpeJiHee 3HaueHHe U CTAHIAPTHYIO OLIMOKY CPEJIHErO UK Me-
JIMaHy U KBAPTHJIH. 3HAUMMOCTD Pa3JIMuKil MEXKIy BBIOOPKAMH
OLleHHBAJH ¢ MToMollibIo t-kputepust CTblofieHTa, F-Kputepust
1 kputepusi Hotomena—Keyiica. AHaM3 TaHHBIX BBIMOJHEH C
MOMOIIIbI0 KOMITBIOTEPHOTO MAKeTa JIMIIEH3UOHHOH Mporpam-
mbl Statistica 6,0 (StatSoft Inc.).

PE3YJIbTATbI UICCJIEQOBAHWA

MaccoBble XapakTepPUCTHKH M Pe3yJbTaThl PaJHOMeT-
pUUYECKOTO aHa/iu3a KOCTHOH TKAHH SKCIMepHMeHTaJbHBIX
JKUBOTHBIX TTpe/icTaBaeHbl B Tabs. 1. Kak ciienyer u3 npuse-
JIeHHBIX JaHHBIX, HA TTPOTSPKEHUH BCETO SKCMIEPUMEHTA XKH-
BOTHBIE (CyMMapHO CaMIlbl U CAMKH), COJeprKaBlInecs Ha
OBCSIHOH JieTe, ObIIM TOPa3ao MeJibie KOHTPOJIbHBIX (6e3
Bblpa’KeHHbIX AUCIIPONOPLHI B pasMepax TeJsa). B rpynnax
«MOHO(arus» HabJMIOfAeTCs 3HAYUMOE, M0 CPaBHEHHIO C
KOHTPOJIEM, YMEHbIIEHHE MAcChl Teja M Macchl OeapeH-
HbIX KocTei: Bogpact 2,5 mec — F (1;295) = 868,4 u
F (1;295) = 729,5 cooTBeTCTBEHHO; Bo3pacT 3,5 Mec —
F(1;131)=380,6 uF(1;131)= 380,6 cooTBeTCTBEHHO.
[Ipn cpaBHeHHHM pPa3HOBO3PACTHBIX KOHTPOJBLHBIX TPy
JPYT C JIPYToM TakxKe HabJI0AI0TCs 3HAYUMBIE PA3JIHUMS:
macca tesa — F (1;244) = 344,2; macca GepeHHbBIX KOC-
teit — [ (1;244) = 337,6; npu cpaBHEHHUH OMBITHBIX TPy
apyr ¢ gpyrom — F (1;182) = 43,2 u F (1;182) = 65,4
COOTBETCTBEHHO. Pasnmnuannch Takke MOBeIeHUECKHE H

(hU3HOJIOTHIECKHE PeaKIUK XKUBOTHBIX. Hanpumep, y KoH-
TPOJIHBIX JKUBOTHBIX Y2?Ke B Bo3pacTe 2,5 Mec HabM0a/H1
cJlydau CrapuBaHHUs U NoC/eayoleil 6epeMeHHOCTH CaMOK
(pomMBIIMX U OepEeMEHHBIX CAMOK BbIOPAKOBbLIBAJH U3 K-
CTIepUMEHTA) H OTCYTCTBHE TAKOBOTO Y KUBOTHBIX, COMIEP-
JKaBLIMXCS HA OBCSIHOM MOHO(Aruu, Kak nepBoil, Tak U BTO-
poii BogdpacTHoil rpynmn. Kpome Toro, B HEKOTOPBIX CEMbSIX
OMBITHBIX IPYTI TT0CJIE OTCAKH CAMOK B MECSUHOM BO3pac-
Te TIOTOMCTBA YacTh JIeTEHbIILIEH MOrHOaNH OT HCTOLIEHHUS,
TaK Kak He ObIJIM FOTOBBI K MEPEXO/ly Ha CAMOCTOSITEIbHOE
nutanue. [1puBeieHHbIe (HaKThl CBUAETENLCTBYIOT HE TOJb-
KO 0 HapyLIEeHHH POCTOBBIX MPOLIECCOB, HO U O TOPMOHAJIb-
HBIX CIBUTAX B OPTAHU3ME OMbITHBIX 2KMBOTHbIX.

Kax B KOHTpOJIe, TaK U B OMbITe HA0J/I0aeTCs 3HaUUMOe
CHMKEHHe YpOBHs jiernoHupoBanus Sr ¢ Bogpacrom. Ha-
npuMep, B «KOHTpoJie- 1 » (CyMMapHO JUIst CaMIlOB M CaMOK )
koHuenrpauusi *Sr cocrapisier 935+ 17 Bk/r, B «KOHTPO-
Jie-2» (cyMMapHo /s caMLoB H camMok) — 643+ 10 Bk/T,
B OMBITHBIX rpynnax — 1606+24 u 1266+45 Bk/r co-
orBerctBeHHO. [lpu sTOoM akkymyJsiiust *°Sr y »KHBOTHBIX
OMBITHBIX FPYTIT 3HAUMMO BhILIE.

B tabsuie 2 npeacTaBieHbl pe3ysbTaThl SKCIIEPUMEHTA
¢ propoM. B onbITHOI rpyrine (caMibl K CAMKH TPEX JIHHHI )
HabJoIaeTCsl 3HAUMMOe, M0 CPAaBHEHHIO C KOHTPOJBLHOH,
yMeHbllIeHHe Macchl Tesa xkuBoTHBIX (F (1;569) = 78,7) u
maccbl 6enpentoit koeru (F (1;569) = 36,7). Konuenrpa-
1Sl pTOpa B KOCTHOH TKAHH Y OTJAEJbHBIX 0COOEH B KOHT-
posie Bapbupyet ot 90 10 268 MKr/T u cooTBeTCTBYeT (hO-
HOBOMY YPOBHIO COJEpKaHHsI TOTO 3J€MeHTa B KOCTHOH
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Tabauya 2

KoHueHTpauus ¢grropa B KocTHOM TKaHu Mbiwieil auHuii CBA, BALB/c n BC 1 MaccoBble XapakTepuCTHKH

3KCNepUMEHTAJbHBIX XKUBOTHBIX (M 4+ m)

[pynna [Ton n Macca, r F, Mkr/r
Tesio Benpennast koctb
CBA
Camiipl 17 17,6 +£0,7 0,0573 40,0027 161+7
Camku 21 16,5+0,6 0,0582 +0,0024 148+6
CaMLpl ¥ CAMKH 38 (7)1 17,04+0,4 0,0578 40,0018 15445
BALB/c
CamLibl 17 21,0+£0,5 0,0729 +0,0023 161+6
Kowpo Camku 24 19,8+0,3 0,0681 40,0013 1563+7
CaMmiibl ¥ CaMKH 41(8) 20,34+0,3 0,0701 40,0013 156+5
BC
Camlibl 47 17,7+0,4* 0,0587 +0,0018 168+5
Camku 40 16,6+0,3 0,057140,0017 159+5
CaMLpl U CaMKH 87 (8) 17,1 +0,3 0,05804+0,0011 164+4
Cpennee 1o rpyrmre 166 (23) 17,9+0,2 0,0609 +0,0009 160+ 2
CBA
Camlibl 26 17,4+0,2*% 0,0594 +0,0010* 2957 + 144
Camku 33 15,2+0,2 0,0517 40,0009 31414123
Camupl 1 caMKn 59 (9) 16,2+0,2 0,0551 +0,0008 3060 + 94
BALB/c
Onerr? Camiipl 81 17,940,3* 0,0574 +0,0010 2773+ 97
Camku 77 16,8 +0,3 0,0563 40,0010 2603 + 106
Camupl 1 caMKn 158 (27) 17,440,2 0,0569 + 0,0007 2690 + 72
BC
Camlibl 92 16,2+0,3* 0,0598 +0,0010 2697 £ 92
Camku 107 15,34+0,2 0,0588 +0,0009 2592+ 100
Camupl 1 caMKn 199 (20) 15,740,2 0,0593 + 0,0007 2640 + 68
CpejiHee 1o rpyrre 416 (56) 16,4+0,1 0,0578 +0,0004 2719+ 45
[Ipumeuanue:
D — yueso cemeil B rpymre.
2 — moctynuieHue Topa B Ipe- U MoCTHATaNbHbIIH NEPHOJL.
* — pasIMudst MeX<1y caMiLiaMU M CAMKaMHK B IPYIITe BHYTPH OTE/bHBIX JIMHUH 3HaunMbl Ha ypoBHe p < 0,05 (1o t-kputeputo CThioieHTa ).

TKaHH MJIEKOMHUTAIOUNX U uesoBeka — H0—450 Mkr/r
(Fa6oBuu, 1957; Kuwxuukos, 1975; JloGauiesckuit u 1p.,
1996). B onbiTHOI rpyne akkymyJisiliist (hTopa Ha TOpsiioK
Boite — 980—6430 mkr/T.

[1pu cpaBHEHUH JTUHUE APYT C APYTOM BHYTPH KOHTPOJIb-
HOH ¥ OTIBITHOH T'PYIIN 0KA3aJ0Ch, UTO PA3JIHIUST B KOHIIEHT-
paiuu gropa MexKry HIMH He3HauuMBbl (1o Kputepuio Helo-
mMeHna—Keyiica), 3a uckjouenuem jqunud CBA B onbiTe.

BausiHue moJia KUBOTHBIX HA MaccoBble MoKasaTesu H
KoHILeHTpalio P St 1 propa BbIsIBIEHO He BO BCEX IKCIe-
puMeHTabHbIX rpynmnax (tabu. 1, 2). [TosoBoit iuMopduam
XapaKTePUCTHK MaccChl y GOJIBIIHHCTBA BUOB MO3BOHOUHBIX

xopoluo ussecteH. Ha meTtabosinyeckue nokasaresiu 1oJio-
Basi MPUHAJIEXKHOCTD YKUBOTHBIX BJIMSIET B MEHbIIEH CTe-
nenn. Hanpumep, mist °Sr nosioBeie pazsinuust 3Ha4nMbl B
00eHX KOHTPOJIbHBIX, HO OTCYTCTBYIOT B OMBITHBIX TPYMMax;
JJ1si hTopa BJMsHKUE 3TOTO PakTopa (Ha YPOBHE OTIAEJbHbBIX
JIMHUE BHYTPH TPYIII ) HE 0OHAPYXKEHO.

Bwmecte ¢ TeM MHAMBHyasibHbIE TTOKA3aTE U JIEMOHUPO-
BaHus *°Sr 1 hropa pasHIaOTCs B OTE/bHBIX SKCITIEPUMEH-
TaJIbHBIX Ipynmnax B 2—8 pa3 (Ko pUIHEHT BapHallli KOH-
uentpaunn *Sr cocrasaster 13,5—25,9 %, KoHueHTpalyu
dropa — 23,5—36,5 %, maccoBbIx nokasaresneii — 5,8—
18,2 %). HecMoTpsi Ha MeHbLIYIO BeJMUHHY aKKyMyJISLHH
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Puc. 3. Konuenrpauus *Sr B koctHOiT TKanu Mbitieit CBA B otie-
JILHBIX CEMBSIX KCrepUMeHTaIbHBIX rpynn (K — KoHTpoJib,
O — onwit, 1-ro 1 2-r0 BO3pacTOB COOTBETCTBEHHO )

%Sr B KOHTPOJIbHBIX TPyIIax Mo CpaBHEHHIO C OMbBITHBIMH,
MaKcHMaJbHble MHANBHIya/lbHble MOKa3aTe 1 AeNOHHPOBA-
HUST B KOHTPOJIbHBIX TPYMMAax MonajaloT B pa3dpoc HHIUBH-
JyasbHBIX TOKa3aTe el B OMBITHBIX MPYIINAX, TO €CTh pa3Max
VHAMBHIya/IbHBIX TT0Ka3aTesell MepeKpblBaeT MeXKrpymnro-
Bele (Crapuuenxo, 2005). as ¢ropa mogobHas kapTHHa
HabJmoIaeTest sl OTACNBHBIX JIMHUH BHYTPH SKCTEpPHMEH-
TasibHbIX rpyni. [Ipu 9TOM XxapakrepHo, 4TO 0COOGEHHOCTH
HakoneHus *°Sr u dropa 3aTparuBatot Lesbie ceMbu. Pas-
MaX HHAMBHIyaNbHBIX MapaMeTPOB AEMOHUPOBAHHS BHYTPH
OT/IeNBHBIX CeMeH TpeicTaBleH Ha PUCYHKAX 3, 4.

Pegy/ibTaThl AMCMIEPCHOHHOTO aHa/IM3a MPEeJCTaBAEHbl B
tabmuuax 3 u 4. Konuenrpaumu *Sr u dropa npuse/ieHs B
CPaBHEHMH C JAHHBIMHU 10 Macce Tesa U Macce OeIPEeHHON
KOCTH.

AbdexTel (PAKTOPOB «MOJ», «BO3PACT», <JIHUHHUSI» H
«Tpymma» Ha BCe paccMaTpHUBaeMble MoKasaTesn o6cyxkKie-
HBI BBIIIE H COBMAMAIOT C JAHHLIMU Tabauibl 1, 2. Bausnue
KOBApHAaThl «BeJIMYHHA MOMETa» B 000MX C/IyUasix BBISIBJIECHO
TOJIBKO JUIS1 MAaCChl T€J1a U Macchl 6e/IpeHHON KOCTH.

KomrioHeHTa jaucniepcud, 0o0yc/oBjeHHass (haKTOpOM
«ceMbsi», 3HaunMa (p<0,0001) B oGoux skcrnepuMeHTax
JJIsT BCeX MCCJ/IEIOBAHHbIX Mokasartesell. BHyTpucemeiinas
KOppeJislis cocTapsieT yist Macebl Tesia 0,391 B skenepu-
meHTe co PSru 0,455 — B skcnepumenTe ¢ GTOPOM, ISt
macchl OepeHHbIX Kocteil — 0,443 u 0,478, 11d KOHLEH-
tpauuu BentectB — 0,513 1 0,417 coorBercTBeHHO. [1pH
9TOM BHYTPHCEMEHHAs KOppesalnsa 0OMEHHbBIX MToKa3aTeJ/er
(KOHILIEHTpaLMH BelllecTBa ) 6/113Ka K KOPPEISIHHE MAaCCOBBIX
XapaKTepUCTHK.

OBCY)XOEHVE

[enorunuueckast JETEPMUHHUPOBAHHOCTbL YYBCTBUTEJIb-
HOCTH K ﬂeﬁCTBH}O OCTEOTPOINHLIX TOKCUKAHTOB, BHELIHE-

Puc. 4. Konuenrpaims ¢propa B KOCTHOH TKaHH JUHEHHBIX MbIILIEH B
OT/IE/IBHBIX CEMbSIX 3KCIepUMeHTabHBIX rpynn (K — KoHT-
posib, O — omeIT).

My M BHYTpPEHHEMY (B 4aCTHOCTH, OT HHKOPIMOPHPOBAHHOTO
B ckesiete PSr) o6syueHnio mokazaHa BO MHOTHX paboTax
(IMocnumna, Baxa, 1986; JltoGauiesckuii u 1p., 1996; [Ise-
noB, Aknees, 2001; Roderick, 1963; Storer, 1966; u np.).
B oTHOlIEHHH KUHETHKH OCTEOTPOIHbLIX BEIIECTB POJib Ha-
CJIZICTBEHHOH KOMITOHEHTBI BBISIBJIEHA TOJIBKO fiJis1 MOP(O-
(husnosiornyeckux (hakKTopoB, OTBETCTBEHHBIX 3a CyIbOY
TOKCHKAHTa B OpraHu3Me 1o3BoHOUHbIX (CTapHyeHKO H JIp.,
1993). U, xots B HacTosiliee BpeMsl He MOAJEKHUT COMHe-
HHUIO, UTO BCE TMPU3HAKH M CBOKCTBA OpraHu3Ma JIeTepPMH-
HUPOBAHbI TEHETHYECKH, JUIsi OCTEOTPOMHBIX TOKCHUYECKHX
BCLIECTB NPSIMble J0KA3aTe/bCTBA HAC/AEACTBEHHONW 00yC-
JIOBJICHHOCTH MX MeTab0JIM3Ma OTCYTCTBYIOT. DoJiee Toro, He
06HAPYKHUB HACJIEACTBEHHYIO KOMITOHEHTY C MOMOIIbIO Me-
TOJa MEXKJIMHEHHBIX CPABHEHHUH, B 4aCTHOCTH /151 ©°Sr, aBTO-
pol (LBenoB, 1965; Ulsenon, Aknees, 2001), B cyiiHocTH,
OTPHILAIOT €r0 HACJIECTBEHHYIO IeTepPMUHALINIO. Mbl TaKXKe
MOKAa3aJii He3HAUUTEJIbHbIE MEXKJIHHEHHbIE PA3J/IHuKsl B Ha-
KOTJIeHHH (hTOpa U OTCYTCTBHE PA3JIMUKEl B I€MOHHPOBAHUH
9Sr (Ha THX Ke JHHUSX sabopaTopHbiX Mbiteit) (Crapu-
ueHko, Ipuropkuna, 1991).

IT0T PaKT MOKET ObITh HHTEPIPETUPOBAH C TPUHLUITH-
aJibHO JIpyrux nozuiyit. CoryiacHo KOHLEMIMH JHMHTHPYIO-
umx Mopgousnosornieckux gaxkropon ooMena (JIMPD)
(J/Trobawmesckuit, 1980; Crapuuenko, 2007; CrapuueHKo,
JltoGauiesckuit, 2009 ), KHHETHKA OCTEOTPOTTHOTO BELIECTBA
B CKeJIeTe MO3BOHOUHBIX 3aBUCUT OT cucTeMbl 3 1 1 JIMD D
(Ba U3 HUX — TMJIOLIAJlb KOCTHBIX MOBEPXHOCTEH M 00bEM
KOCTH — YaCTHYHO MPOSIBJISIIOTCS Y4epe3 Maccy CKeJiera).
MaccoBbie XapakTepPUCTHKH CKEJIeTa MbILIeE HEeCKOJbKHX
mannit (BALB/c, CBA, C57BL/6, BC), usyueHnele HamMu
paHee, 0ueHb OJIM3KH M MOTYT CJIy?KHTb HHIHKATOPOM CXOJIC-
TBA KOCTHBIX MOP(OCTPYKTYP ¥ HHTEHCHBHOCTH MTPOTEKAHHUST
MeTab0JIMYeCKUX MPoreccoB B ckesiere (CTapHyeHKo u Jp.,
1993). BrisiBsieHo, uTo, HECMOTPST Ha 3HAUMMOCTb PAJTHUNH
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Tabauya 3

KoadduumeHT BHyTpHUceMeiiHOI KOPpeSLIMU MACCOBbIX NOKa3aTesei U KOHUeHTpauuu *Sr

y Pa3HOBO3pacTHbIX Mbiwiei JuHun CBA
HeTounnk ek OcraTok

F p< R
aucnepenu Tun | df | MS df MS
Macca tena
Besnunna nometa DuxcupoBaHHbIit 1 68,25 71,99 10,80 6,32 0,0142 -
Ipynma DuxcupoBaHHbIit 1 3955,03 73,58 10,36 381,70 0,0001 -
[Toan DuxcupoBaHHbIit 1 445,09 271,40 3,44 129,33 0,0001 -
Bospacr DuxcupoBaHHblit 1 1747,47 72,89 10,55 165,68 0,0001 —
Cembsi CayuaiHblii 76 9,78 353,00 2,19 4,46 0,0001 0,391
Macca 6eapeHHOI KOCTH
Besinunna nomera DuxcupoBaHHblit 1 0,0041 72,60 0,00024 16,96 0,0001 —
[pynna DuxcupoBaHHblit 1 0,0865 73,95 0,00023 375,52 0,0001 -
[Tos OukcupoBaHHbIH 1 0,0020 243,67 0,00007 28,43 0,0001 -
Bospact DukcupoBaHHbIH 1 0,0358 73,37 0,00023 152,60 0,0001 -
Cembsi CayvaiHblii 76 0,0002 353,00 0,00004 5,28 0,0001 0,443
Konuenrpauus *Sr

Besinuuna nomera DukcupoBaHHbIH 1 623389 73,31 197234 3,16 0,0796 -
[pynna OukcupoBaHHbIH 1 40476254 74,38 188501 214,73 0,0001 -
[Ton OukcupoBaHHbIH 1 348176 209,47 51320 6,78 0,0099 -
Boapact OukcupoBaHHbIH 1 16459766 73,91 192176 85,65 0,0001 -
CeMbst CayvaiHblii 76 176924 353,00 26543 6,67 0,0001 0,513

110 a6COIOTHLIM 3HAUYEHUSAM, OTHOCHTeJIbHbIE (B % OT Macchl
CKeJleTa) BeJIMUMHBI 0KA3aJHCh CXOAHBIMH, UTO MOATBEPANIIO
Tpe/noJozkeHne 06 OTHOPOAHOCTH CKEJETHBIX OTHOLLIEHHH Y
BCEX UCTOJIb30BaHHBIX JIUHUI ( CTapuieHKo u p., 1993).

B nanHom nccseoBanuy BriepBble Ha JIMHEHHBIX MbILIAX
OBl MPUMEHeH MeTOof ceMeliHoro ananuda. O6Hapy:keHHe
3HAYUMOH M CPABHUMOH 10 CBOEH BbIPAXKEHHOCTH BHYTPH-
CeMEHHON KOPPeJIALHMH MaCCOBBIX U 0OMEHHbIX MOKa3areJiel
CBMJIETENILCTBYET O HACJEACTBEHHOH JleTepMHHALIUH MeTa-
60J1M3Ma OCTEOTPOIHLIX TOKCHYeCKHX BellecTB. [Tpu sTom
HCTIO/b30BaHNE B SKCIIEPUMEHTE ¢ (PTOPOM CPABHUTENbHOH
OLIeHKH BKJI1a/1a PaKTOPOB «JIHHUS» H «CeMbs» B OOILyI0 Ha-
CJIEICTBEHHYIO KOMITOHEHTY U3MEHUMBOCTH MoKasaJo (Cra-
puuenko, 2007), uto dakrop «ceMbsi» 00Ja1aeT MpeBasm-
PYIOILIMM JEHCTBHEM, TaK KaK MO CPaBHEHHIO C (PAKTOPOM
«JIMHUST» ero 3(deKT B 2—3 pasa Bhlllle KaK /st MOpdosio-
THUECKHUX, TaK U JJIs1 MeTa00IHIeCKUX XapaKTe PUCTHK.

OTHOCHTEIBHO XapaKTePUCTHK MAaCChl TOJyUeHHbIE pe-
3yJIBTaThl COTVIACYIOTCS C JAHHBIMU JIPYTHX aBTOpoB (Muna,
Knesesanb, 1976; Hukutiok, 1977; Maxyra, Xpucandona,
1980; ®orenb, Motynbeku, 1990; Castle, 1941; Falconer,
1960; Roberts, 1965; Slemenda et al., 1996; u np.), uccae-
JIOBABIINX HACJIEACTBEHHYIO I3MEHUMBOCTb MACChl U pa3Me-
POB TeJia Y >KHBOTHBIX W UeJIOBEKA W MPHUILIEIINX K BHIBOJLY,
YTO, HECMOTPS Ha GOJIBILIME PA3JIMUMS B OLEHKAX H3MEHUH-
BOCTH, OHA JIOCTUTraeT, a HHOra W npeBbiaet 0,5, 1 MaJo

pa3iMyaeTcs y MO3BOHOUHBIX PA3HBIX CHCTEMATHUECKHX
rpynr.

JIsi JIMHEHHBIX XKUBOTHBIX, XapaKTepPHU3YIOLIUXCS Bbl-
COKOH CTereHbl0 TeHETHYECKOH OIHOPOJHOCTH, haKT
MEXKCEMENHON M3MEHUHBOCTH MOXKHO OOBSICHHUTb Kak
SMUTeHeTHYECKON H3MEHUMBOCTBIO, TAK U OCTATOUHOH re-
TEPOT€HHOCTBIO KUBOTHBIX BHYTPH JIHHHH (CIIOHTaHHbIE
MyTalllH, olMOKY padseneHust) (Purep, Muxasauc, 1967;
Hy6unun, 1976; Apmasckuii, 1980; baannosa u ap., 1983;
Bacusbes, 2005; Griineberg, 1952). 3HauuTesbHast MoOp-
thostorrueckasi U MeTaboJHUecKast Bapuabe/bHOCTb Cpelu
MbIIIEN UUCTBIX JIMHUE (BHYTPH JIMHWE ) OTMEU€eHa U IPyrHMH
aBTopamu (JleGenrapu, 1989; Penet et al., 2006). K Tomy
JKe MPH MoA60Pe AKUBOTHBIX I MEAMKO - OUOJOTHUECKHX HC-
CJIEIOBAHUH OOBLIYHO TPOU3BOAUTCS 2KECTKask BbIOPAKOBKA
0co0€i, OTJIMYAIOLIUXCS 10 KOHCTUTYLMOHAJIbHBIM 0Ka3a-
tesisiM. [TocKobKy st Liesieil JaHHOTO SKCIepuMeHTa TakoH
HeOOXOMUMOCTH He OblJIO, Mbl MCIOJIb30BaJH BCEX YKHUBOT-
HBIX, MOJYUEHHbBIX B XOJIe SKCTIEPUMEHTA.

Bricokasi BHyTpuceMelHas KOppeJsilysi BbIsiBJeHA
(Crapuuenko, Kunsices, 2003; Crapuuenko, 2004; 2007)
TaKkKe J1yisi aKKyMyJasiii *°Sr y 06bIKHOBEHHOF CJICMYIIOH-
ku (Ellobius talpinus Pallas, 1770), o6uratoiiieit B ycjio-
BHSIX XpoHuueckoro nocryrenust *Sr (snuuentp BYPCa,
n0THOCT 3arpsisHennst Sr 37 MbBk/m? ~ 1000 Kun/km?)
1 XapaKTepHU3sylolleHcst MoA3eMHbIM 00pa3oM »KH3HH, Toce-
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Tabauya 4
Koadduumenr BHyTprcemMeilHO# KOppesiii MacCOBbIX NMOKa3aresiell U KOHUEHTpaluuu gropa
y OIHOBO3pacTHbIX Mbiiei aunuit CBA, BALB/c u BC

M CTOUHNK Apdexr OcraTok

F p< R
aucnepenu Tun | df | MS df MS

Macca tena
Besinunna nomera duxcnpoBaHHblit 1 996,62 64,56 27,79 35,86 0,0001 —
[pynna DuxcnpoBaHHblit 1 370,75 69,14 20,21 18,34 0,0001 —
[Tox duxcnpoBaHHblit 1 207,90 273,76 3,87 53,69 0,0001 -
JInnus duxcnpoBaHHblit 2 111,96 73,25 16,52 6,78 0,0020 —
Cembsi CayyaiiHbli 74 16,01 502,00 2,28 7,03 0,0001 0,455
Macca 6eapeHHO# KOCTH
Besinuuna nomera duxcnpoBaHHblit 1 631071,7 65,26 52363,93 12,05 0,0009 -
[pynna duxcnpoBaHHblit 1 179172,7 69,51 3798257 4,72 0,0333 —
[Tox DukcrpoBaHHbIH 1 52083,5 258,11 6971,25 7,47 0,0067 —
Jlunus DukcrpoBaHHbIi 2 275632,6 73,31 30980,45 8,90 0,0003 —
Cembsi CayyaiiHbli 74 30014,6 502,00 3944 81 7,61 0,0001 0,478
Jlorapudm KoHueHTpauuu dropa

Besinunna nomera DukcrpoBaHHbIi 1 1,23 63,29 0,51 2,42 0,1249 -
[pynna DuKkcrpoBaHHbIH 1 930,99 68,48 0,37 2513,03 0,0001 —
[Ton DukcrpoBaHHbIH 1 0,34 301,69 0,08 4,49 0,0350 —
Jlunust DukcrpoBaHHbIH 2 2,24 73,15 0,30 7,36 0,0012 —
Cembs CayyaiiHbli 74 0,29 502,00 0,05 6,17 0,0001 0,417

MEHHOH OpraHu3aluen moceJieHui 1 KpaiHe MaJiol crocoo-
HOCTBIO K pacce/IeHHIo.

[Ipu 3TOM crenyeT o6CyauTh 3PdeKTh APYruX GaxTo-
poB, Ha (hoHE KOTOPBIX MPOBOAUIN aHANU3. TaK, yMeHb-
IIeHHe MacCOBBIX MOKazaTesell JKHUBOTHBIX, COJEpKaB-
ILINXCSl HA OBCSIHOM MOHOJMETE, COBMAAaeT C M3BECTHBIM
U3 JUTepaTyphl (DAaKTOM 3aMe/IeHHsT POCTOBBIX Mpolec-
COB B OpraHuaMe NpH HecOANTaHCHPOBAHHOM pallHOHe
(ITapxon, 1959; Kacasuna, Top6enko, 1979). Mamen-
yaHMe XKUBOTHBIX, PA3BUBABIINXCS HA (POHE MOCTYMJIEHHS
MOBBILIEHHBIX KOJMYECTB (PTOpa, MOXKET OBITh 06YCI0B-
JIEHO KaK MPSIMBbIM yTHETAIOLIUM JieficTBHeM (pTopa B me-
PHOJL CAMOCTOSITEJILHOTO MUTAHUsI, TaK U Mpe- U MOCTHA-
TaJbHBIMU 3(ppeKTamu Bo3sieicTBUSA (hTOpa, MPOLIE/IIEro
B KPOBb TJI0JIa Uepe3 MJaleHTy BO BpeMst 6epeMeHHOCTH
WJIH TOCTYIHUBILIEr0 ¢ MoJiokoM maTepu (la6osuu, 1957;
Kuuxuukos, 1975).

MesKrpynmnoBele pa3iuunst B HAKOMJIEHUH TOKCHKAHTOB
CBsI3aHbl 11 pTOpa C YPOBHEM €ro MOCTyMJeHHUs (KOHT-
poJib — (OHOBOE, OMBIT — TOBbIlLIEHHOE ), A5t St —
C pasjuyMeM BO3PACTOB M BO3JIEHCTBHEM Ha MPOTSKEHUH
JJTHTEJIBHOTO BPEMeHH CTPECCHPYIOIEro 3K30TeHHOTo (paK-
TOpa — OBCSIHOH MOHOAMETHI. AKKymyJisitinst St 3HauMMO
BbIllle Yy KMBOTHBIX OMbBITHBIX TPYMI, YTO COOTBETCTBYET
JIAHHBIM JIPYTHX aBTOPOB 00 M3MEHEHHUH MOBEECHUS OCTEOT-
POIMHBIX PAAHOHYKJIMIOB MO BJAMSHHEM SHIO0- U 9K30T€HHBIX

(haxTOpOB, HANPUMeEp, TIPH U3MEHEHHH UETHl U TOPMOHAJIb-
HOro cTaTtyca opraHuama (cm. 063op CrapuueHko H Jp.,
1993). CyulecTBoBaHue BO3paCTHON 3aBUCHMOCTH aKKyMY-
JITAK OCTEOTPOIHBIX PAIMOHYKJ/IHUIOB B CKEJICTE MO3BOHOY -
HbBIX TaKXKe HEeOJHOKPAaTHO omucaHo B jutepatype (Mera-
6os3m crponis, 1971; Bynnakos, 1990; Jlio6aieBckuii,
1980; Kasnucrpartosa u ip., 1996; [lIeenos, Axknees, 2001;
v ap.).

OTHOCI/ITG.HbHO BJIMFIHUSA T10J1a 2KUBOTHBIX Ha BEJHUYHUHY
HaKOIJIEHHS B CKeJeTe OCTEOTPOITHbIX BEUIECTB €IWHOr0
MHeHust HeT. Ha CeFO[LHﬂLHHI/IIjI JIeHb HAaKOIIJIEHbl MHOT'OYUC-
JIeHHble JIaHHble 00 OTHOCHUTEJIbHO HeOOJIbLIOM BJIHSHUH
MOJIOBOH MPUHAIYICKHOCTH HA IEMOHUPOBaHKHe abCOMIOTHO-
ro GOJIbLINHCTBA OCTECOTPOIHBIX BEUIECTB, 4aCTbl0 aBTOPOB
CyIIeCTBOBAHHE TMOJIOBBIX 0COOEHHOCTEH oOMeHa Ja)Ke He
obeyxknaercs (la6osuu, 1957; Kuwxknukon, 1975; Stover
et al., 1959; Momeni et al., 1976; Hefti, Marthaler, 1981,
u 1p.). Mckiouenne coctaBssiioT nepuoa 6€peMeHHOCTH 1
JlaKTalliu, KOrjaa B opraHusMme caMoK TMPOUCXOAsiT U3MEHE -
HUSI B MUHepasibHoM oOMeHe (Mibenko, Kpanueko, 1989;
bBaxkenoB u 1p., 1990), a Takke Bpems ObICTPOro pocTa,
Korjia (hopMHpyeTcsl Macca CKeJietTa — 3a CUeT TMO0JIOBOro
auMopgusMa B pasmepax ckesera (Tesa) (Tosetsix U ap.,
2001; Shagina et al., 2003).

Kamylueecsl MPpOTUBOpPEYHE B OTCYTCTBHUH BJIUAHHUS T10J10 -
BOH TPUHA/IEKHOCTH YKUBOTHBIX HA KOHIEHTpalUio ropa
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BHYTPH OT/IEJIbHBIX JIMHKE (Tabs1. 2) 1 3HaunMbli (p < 0,035)
ekt akTopa «moa» Ha TOT MoKazaTesb NpH JUCIEp-
CHOHHOM aHaJjiuze (TabJl. 4) cBsi3aH ¢ yKpyMnHeHHeM BbIGOp-
KH, 4TO BEJCT K YBEJUYCHUIO YyBCTBUTECJIbHOCTH KPUTEPHUSI.
[Ipu ananuze OTAE/ILHO KOHTPOJILHOM M ONBITHOH rpymnn
BUsIHHME (haKTOpa «IMOJ» MPOSIBJASETCS TONBKO B KOHTPOJIE
(p = 0,032 u p = 0,199 coorBercTBeHHO) (CTapHueHKO,
Kumnsces, 2004 ). Bo Beex ciyuasx agpdekt storo daxropa
Ha KOHUEHTpalnio TOKCUKAHTOB (HO CpaBHEHHUIO C APpYTUMHU
(hakTOpamMM ) caMblil HeGOJBILIOH.

Bnusinue KOBapuaTbl <«BeJIM4KMHa T[OMeTa>», BblfB-
JieHHOe B 0OOUX 9KCTEepPHMEHTaxX TOJbKO JJIsT MAcChl TeJsa
M Maccbl OeIPeHHOH KOCTH, MOATBEPXKAAET HM3BECTHLIH
qﬁ)aKT, YTO Y MHOTOIJIOJHBIX MJIEKOTIHUTAIOUINX MacCCOBbIE
[oKasaTeJin IleTeHbIIJ_leljl U HUX KOJIMYECTBO B IMTOMETE HMeE-
10T 06paTHYIO 3aBUCHMOCTb (cM. 0630p Muna, Knesesaib,
1976). To ecTb Bce 3KCrepUMeHTaJIbHbIE Pe3yJbTaThl, 3a
HCKJI0ueHreM speKTa (hakTopa «Ccembsi», Il KOTOPOro
BﬂOCTyHHOﬁ HaM JuTepaTtype matepuads 1jisg CpaBHEHHUsT OT -
CYTCTBYET, HAXOAATCH B MMOJHOM COOTBETCTBUU C JAHHBIMU
JIPYTUX aBTOPOB.

Takum oGpasom, BrepBble ¢ OMOLLBLIO CEMEHHOro aHa-
JIM3a MOTOMCTBA JIMHEHHBIX J1a00paTOPHBIX MbIlLeH I1po-
Be/leHa OlIeHKa HAC/IEJICTBEHHOH (CeMeHHOM) KOMMOHEHTDI
M3MEHUHBOCTH (BHYTPHCEMEHHOH KOPPEJSILMI) KUHETHKH
OCTEOTPOIHbIX TOKCHYECKHX BelllecTB — St (oiHOKpaTHOE
BBeJIeHHE ) U cTabUIILHOTO (PTOpa (XPOHHUYECKOE TIOCTYILIE-
HHe) — B CPaBHEHHH C M3MEHUYHBOCTbIO MopdoJoruyec-
KUX MPU3HAKOB (Macchl Tejla U Macchl OEIPEHHON KOCTH),
Hac/eACTBEHHAsT T€TEMUHUPOBAHHOCTL KOTOPLIX A0Ka3aHa.
[Tokasano, uTo MeTab0/IM3M OCTEOTPOMHBIX BEIIECTB B CKe-
JieTe MO3BOHOUYHBIX HACJEICTBEHHO (CeMelHO) 06yC/IOBIIEH;
HacJieACTBeHHass KOMITIOHEHTa H3MEHUYHUBOCTH 0OMEHHBIX U
MOP(OJIOTHUECKHX XapaKTEPUCTHK HAXOJAUTCST B TIpesiesiax
0,4—0,5(p<0,0001). D1 naHHBIE MPEICTABJSIOT CyLIECT-
BEHHBIII MHTEpPeC MPH SKCTPATIONSLMY HA YeJI0BEKa, /s KO-
TOPOTO BPSI/L JI BO3MOXKHA HoJiee UeTKasi SKCrepuMeHTab-
Hasl OLIEHKA.

B npakrnueckom mnjaHe yyeT Hac/JeJICTBEHHOH KOMITO-
HEeHTbl MeTabosu3Ma OCTEOTPOINHbIX BEUICCTB SABJISICTCH
OCHOBOH /IS MPOTHO3a MX 0OMeHa B OpPraHu3Me OT/eJbHBIX
WUHAWBUIOB, BXOASAUINUX B T'PYIIYy pUCKaA MPHU paldallHOHHbBbIX
HHOUACHTAX UJIU TEXHOT€HHBIX aBapHsiX (HO CoCOOHOCTH K
TOH WJIM MHOH CKOPOCTH JEMTOHHPOBAHMS ), @ TAKXKe B CJIy-
yae mpedepeHINH KaHAWAATOB MPH MPOdecCHOHaTbHOM
ot6ope 11 padOT B YCJAOBUAX MATOJOTMYECKHUX HArpy30K
Ha KOCTHO-CYCTaBHYIO CHCTeMY (Hampumep, Mpu AJIUTENb-
HOU TUITOKKWHE3WH, MPHU XPOHUUYECKOM MOCTYIJICHUHU quOpa,
CBUHLA, OePUILINS U APYTHX OCTEOTPOIMHBIX TOKCHKAHTOB ).
DTOT Ke MOJAXOJ JNeHCTBUTEJIEH TIPU OTOOPE CeNbCKOXO-
3SIHCTBEHHBIX 2KMBOTHDBIX, MPUTOAHBIX K BbIITACy Ha 3arps3-
HEHHBIX TEPPUTOPHUSX (HO NOTEeHIHAJbHO HU3KOMY YPOBHIO
akkymyJisiuun ). [Ipu 3T0M 0co6M ¢ ymMeHblIEHHBIM HAKOM-

ABTop BbIpaxkaer GaarogapHoctb K. 6. H. M. A. Kuins-
CeBY 3a NMOMOLULb B CTATHCTHUECKOKH 00paboTKe Marepuana,
1. 6. 1. H. M. Jlio6amesckomy 1 1. 6. H. B. H. [lmotoBy — B
00CYK/IeHUH TOJTydeHHBIX Pe3yJIbTaToB.
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METABOLISM OF OSTEOTROPIC TOXICAL SUBSTANCES:
HEREDITARY DETERMINATION

Starichenko V. I.

% SUMMARY: The hereditary component of the variability (intrafam-
ily correlation) of the metabolism of osteotropic toxical substances —
%Sr (a single injection) and stable fluorine (a chronic entering) were
evaluated in laboratory linear mice in comparison with correlation of
the morphological signs, hereditary of development of which is known.
The evaluation was made with the control of the effects of sex, age and
linear membership of animals and also taking into account the condi-
tions of their development and the size of offspring. Significant intra-
family correlation of the concentration of °Sr and of fluorine in bone tis-
sue was revealed (r=0,4—0,5; p<0,0001). It can be compared with the
correlation of morphological signs, which is the evidence of hereditary
determinacy of the metabolism of osteotropic toxical substances.

% KEY WORDS: osteotropic substances (*Sr, fluorine); bone tissue; linear
mice; family analysis; analysis of variance; coefficient of intraclass correlation.

Crapuuenko Bepa UBanoBHa — Bejyiumil HayuHblii COTPYIHHK, JOLEHT,
7. 6. H.

VHeTHTYT 9KOosIorHH pacTennil 1 xusoTHbiX YpO PAH,

Exarepun6ypr 620144, yai. 8 Mapra, 202.

E-mail: starichenko@ipae.uran.ru.

Starichenko Vera livanovna —leading researcher, docent, doctor of bio-
logical science. Institute of Plant and Animal Ecology, Russian Academy
of Sciences, Ural Division.

8 Marta str., 202, Ekaterinburg, 620144, Russia.

E-mail: starichenko@ipae.uran.ru.

® dKo102UHeCKaA eeHemuKa

TOM VIII Ne3 2010

ISSN 1811-0932



-

<

TEHETHKA ITOITYJIALHHA H 3BOJIFOIHA

©E. M. YekyHoBa

Kadenpa reHeTHKH U cesieKIMH
GHOJIOrO-MTOYBEHHOTO (haKyJIbTeTa
CII6IY, Cankr-Iletep6ypr

% B o030pe u3n0xeHbl

pe3yJbTaTbl FEHETUYECKHUX,
MOJIEKYJASIPHO-0MO0J0TMUECKUX U
OMOXMMHUYECKUX UCCIEe0BAHUI IBYX
NPOTOXJ0PO(UIIHI-OKCHAOPENYKTA3
(MOP) — ¢epmenToB,
o0ecneynBaloUIUX CBETO3aBUCUMBbIi
(cI[10OP) u TemuoBoii (TI1IOP) nyru
BOCCTAHOBJIEHHUS TPOTOXJI0pOdUIINIA
B npouecce 6MocHHTe3a XJ10poduiia.
O6cyxaaloTcs 3BONIOLMOHHbIE
ACMEKTbl UX MNPOUCXOKIECHUSA U
¢yHkunonuposanus. OcHoBHOe
BHUMaHUE y1€JIEHO reHETUKE
HauboJiee IpeBHEro0 TeMHOBOTO
6uocuHTe3a xaopoduiia.

% Kntouesble ciioBa: GHOCHHTES
XJ0pOdUIIIA; BOCCTAHOBJIECHHE
MPOTOXJN0PODHIIIHIA.

[Toctynuaa B penaxuuio 20.11.2009.
[Tpunsra x ny6ankauu 05.07.2010.

YOK 575:577.152-355:581.132

FEHETUKA BUOCUHTES3A XJIOPOPUIIIA:
TEMHOBOU N CBETO3ABUCUMbIN NMYTU

[IpunsiTble cOKpalleHUs:

c[TOP — cBeTo3aBHCHMAs TIPOTOXIOPODHUIINI-OKCHIIOPElyKTA34;
T[TOP — TemMHOBast MPOTOXJI0POGHIIHIL-OKCHIOPEYKTA3,;
[TXJIIL — npoToxJopodhHIIIINI;

XJL — xsopodummr,

OC — dorocucrema;

XJ1 — xsopoduar;

BXJI — Gakrepuoxaopoduiur;

OPC — oTkpbITasi paMKa CUHTBIBAHHSI.

BBEJIEHVIE

DoroTpoduble GaKTepUH U MIACTHB COEPXKAT TETPATHPPOJIbHbIE MHUIMEH-
Thl — OGakrepuoxyopodubl (BXJ1) u xnopoduninl (XJ1), obecneunBatoiime
npouecchl horocunresa (1llecrakos, 1998). AHoKcHTeHHbIE GAKTEPHU CHHTE3MU-
PYIOT UX B TEMHOTE, unaH06aKTepun — Ha CBETY U B TEMHOTE, a NOKPbITOCEMEH -
Hbl€ pacTeHHs1 — TOJIbKO Ha CBETY. Crnoco6HOCTD K CBETOHE3aBUCUMOMY I/I/I/IJII/I
ceerosaBucumMomMy ob6pasoBanuio XJI wian BXJI obecreunBaercst hepmeHtamu,
KaTaJM3UPYIOLIUMH TIpeBpalieHne npotoxaopoduntnaa (MXJIA) B xaopodumnina
(XJ1). B sBosio1inu chopMUpOBaJIOCh Ba MyTH OCYILIECTBIEHHS STOH peaKIyH.
OI[I/IH U3 HUX CBfA3aH C UCITIOJIbBOBAHUEM HE 3aBI/ICﬂLU,€fI OT CBeTa, HJH TEMHOBOH
npotoxaopodunna-okeunopenykrasol (tINOP). B cBoto ouepenn, cBeTo3aBuCH-
moe o6pazoBanue XJIJ1 ocyuiecteaser HAIIOH: nporoxsmopodummn okeunope-
nykrasa (c[1OP). CoBpemenHble npeacTaBaeHts O TeHETHIECKOH AeTepPMUHALNH,
[POUCXOKIAEHHUHN U le)yHKLIHOHHpOBaHI/II/I 9THUX Cl:)epMeHTOB KOPOTKO H3JI02KEHBI B
Hacrosuiem o63ope.

1. BUOCUHTE3 XJIOPO®WJT/IA

[IXJII — nocaeanuii obuinii 6HOCHHTETHUECKUH mnpeamecTBeHHUK XJI n
BXJI, 1BYyX CTPYKTYPHO POACTBEHHBIX MUTMEHTOB, KOTOPbIE PAa3JIMUAIOTCS, B UACT-
HOCTH, MPUPOJIOH OOKOBBIX Ll€Mel MPH aToMax yrjepoaa TeTparnupposbHOro MaK-
pouka (puc. 1). OHM MONJIOUIAIOT CBET H YUACTBYIOT B Pasjie/IeHUH 3apsifioB Mo-
NepeK SHeproconpsAratroliuix OHOMeMOPaH, YTo ABJAETCA OCHOBOH aHOKCHUTECHHOH
cortoTpodun y OGakrepuii, cunresnpyronx bXJI, u okcurenHo# horoTpodud y
nMaHo6aKkTepui, MPoXJ0POHUTOB, BOAOPOCE U BEICIINX pacTeHni. /n vivo XJI
1 BXJI cyuiectByioT B popMe HEKOBAJTEHTHO CBSI3aHHBIX XPOMO(OPOB MUIMEHT-
6€eJIKOBBIX KOMITIEKCOB CBETOCOOMPAIOIINX aHTEHH U PeaKIIHOHHBIX 11eHTPOB ([ 1u-
HeBuu, ABepuHa, 2002).

BuocunTes TeTpanupposos y GOTOTPOGHBIX OPraHU3MOB OCYILECTBISETCS
uepes3 LEMOUKy OMOXHMHUYECKHMX peakluil, KaTalH3HPyeMbIX KaK pacTBOPH-
MbIMH, TaK U MeMOpaHOCBsi3aHHbIMH (epMeHTamu. [1yTh npeBpaileHus TeT-
panuppoJibHoro Makpouukaa nporonopepupuna IX (ITI1), nocneanero obiie-
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cBeToHe3aBucMMast
npoToxnopoduinung,
okcuaopenykTasa

BchL
BchN
BchB

COcH COOOCH,
[MpoToxnopodunnng,
(Amakc: 625 Hm)

cocH COOOCH,
Xnopodunnng a
(AMakc: 661 HM)

Xnopodunnng a
(AMakc: 661 Hm)

xnopopunnup,
okcuaopedykTasa
—_—
BchX
BchY
BchZ

BakTepuoxnopodunn a
(AMakc: 771 HMm)

Puc. 1. Cunres xnopoduia 1 6akTe pHOXIOPOhHIIIA U3 IPOTOXIOPOPHUIILIA.
Y anoxcurennoii 6akrepuu R. capsulatus uuxknnueckuit Tetpanuppo [TXJIL npesparuaercs B XJI/1 B pesysisTate BOCCTAaHOBJICHHS
nBoHHOM cBsisn B nosoxkennu C,—C o B Kosbie D Makpouykia dpepmentom TITOP, cocrostumm us tpex cyGbemnni: BchLNB. Hanee
komniexe XJI-okennopenykrasbl BchXYZ, Boccranasiupaet asofinyio cesiab B kosible B (C,—C;) ¢ o6pazoBannem GakTepHox/iopo-
tunza, uz koroporo cuntesupyercst BXJ1 a. Ma XJ1I1 a y okeureHHbIX (DOTOCHHTETHKOB T10C/Ie TPHCOSAUHEHHsT (DUTOMIA 00pasyeTcst
XJI a. B ckoOKax ykasaHbl MAKCHMYMbI B CIIEKTPaX MOIVIOLLIEHHS] THTMEHTOB

ro 6MocuHTeTHYeCcKoro npeawecrsennuka XJI v rema, B
Mg-nporonopdupun 1X 1 nanee uepes psig HHTEpPMEIH-
aroB, B XJI uau BXJI, uaBecTHblll Kak MariueBasi BETBb
OMOCHHTE3a TETPANUPpPOJIOB (pUC. 2), XapaKTepeH Jis
Bcex doroTpoduex opranuamos (Reinbothe, Reinbothe,
1996). MulieHblo CBETOBOH PEryJIALHM STOTO MyTH CJIY-
*Kut [IXJ1L. /n vivo NUrMeHT cyllecTBYeT B IByX popMax:
muBuHua-TIXJIJL u monoBuHui-T11XJI, cooTHolieHue
KOTOPBIX BAPbUPYET y pa3HbIX OPraHU3MOB M 3aBUCHT OT
BHEUIHHX YCJIOBUH M CTaAuu OHTOTeHe3a. buosoruyeckas
11e71ec0006Pa3HOCTb TeTePOreHHOCTH STHX MOJIEKYJT 10 CHX
nop He sicia (Bbensiera, 2009).

[TXJIJI — cy6erpat peakuun, Kotopasi 3ak/iouaercs: B
BOCCTAHOBJICHUH JBOHHOH CBSI3U B YETBEPTOM KOJIbLE MOJIE-
Kyabl B nonoxkennn C . —C  (puc. 1). Ira peakuus moxer
MPOXOJUTh B TEMHOTE U Ha cBeTy. CBETO3aBUCHMOE BOCCTA-
Hossienne [TXJ1J] cBoiiCcTBEHHO OKCUreHHBIM (hoToTpOdaM.
TemuoBo# 1 cBeTo3aBUCHMBIN GuHocHHTe3 XJI cocyliecTBy-
I0T Y MHOTHX OPTaHU3MOB, B TOM UHCJIE€ UMAaHOOAKTEPHUI, BO-

JIopocJiel U rojioceMeHHbIX pacTteHui. [TokpeiTocemenHble
pactenust He o6pasyloT XJI B TemHOTE. DTa CMOCOOGHOCTD
yTepsiHa Uy Takux roJJoOCEMEHHBIX, KaK PEJIMKTOBOE JINCTO-
najHoe aepeBo Ginkgo biloba, Tponuueckas nuana Gnetum
ula v pactymas B nycteinsx Welwitschia mirabilis, a Tak-
)Ke 'y nanopotHuka Psilotum nudum, 3ejieHOl Boaopoc-
mi Euglena gracilis w kpacHo#t Bopopocau Cyanidium
caldarum. DBoJBIIMHCTBO aHOKCHTEHHBIX (POTOTPOGOB,
BKJIOUast MypriypHble U 3ejieHble 6akTepuu, o6pasyior bXJI
TOJIbKO B TeMHOTe (Armstrong, 1998).

Y opranusmos, cuntedupytowux XJI B TeMHoTe, Kavec-
TBEHHbIC U KOJHUYECTBEHHbLIC XaPAKTECPUCTHUKH 3TOro IMpo-
11ecca CHJIBHO BapPbHUPYIOT B 3aBUCHMOCTH OT CTajiH pa3BH-
THS U BHEUIHHX YCJIOBHH. AKTHBHbBIH TEMHOBOH OMOCHHTE3
XJI, xapakTepHblll A/1s1 B3pPOCJbIX IOJIOCEMEHHBIX pacTe-
HUH, 3HAYUTENBHO CHUXKEH y KX rnpopocTkoB (Wettstein et
al., 1995). IlepBuunble urosouxku cexkBoiin (Metasequoia
glyptostroboides) n BTOpUUHbIE HIOJIOUKH €BPOMEHCKOH
nunun (Pinus pinea) coxpaHuiu crnocoGHOCTb 3e/eHETh B
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Puc.2. Cxema OuocuHTe3a XJopoduiia B (POTOCHHTE3UPYIOLIEH
KJIeTKe.
[TurmMeHT cHHTE3MpyeTCsl U3 rylyTamara uepes3 cepuio gep-
MEHTATHBHBIX peaKiui, nokazaHHbx crpejkamu. AJIK —
5-aMHHOJIEBYJIMHOBAs KUC/IOTA — KJIIOUYEBOH HHTEpPMeInaT
6uocuHTesa. CTpesika yKasblBaeT MeXaHU3M  peryJisiuu
6uocuntesa XJI: nporoxsnopodusinn vepes Gesok FLU
penpeccupyer GluTR-ramyramar-tPHK-penykrazy (Mes-
kauskiene R., Apel K., 2002)

temuore (Laudi, Manzini, 1975; Ou, Adamson, 1995), Tor-
Jia KaK MPOPOCTKH HEKOTOPLIX BU/IOB JIMCTBEHHULL, HATIPUMED
Larix decidua, ee npaktnueckn yrpatuan (Mariani et al.,
1990).

2. CBETOHE3ABUCYIMbIV BUOCUHTE3
XJIOPODUITTIA: TEHETUHECKWE NICCJIEQOBAHVIA

2.1. loka3aTenbCTBa CyLEeCTBOBaHUSA ABYX NyTen
BoccTtaHoBneHus MXJ14: xentble B TEMHOTE
(yellow) myTaHTbI 3eneHbIX BOAOPOCIEN
Hpeunonomewe O HaJUYUHU HECKOJIbKHUX MEXaHHU3MOB,
o6ecneunBatolux Boccranossenue [TXJIII B npouecce 6uo-
cunresa XJI, 6bL10 BbICcKa3ano erile B Hadase H0-x rogos XX
BEKA TNPH H3YyYEHHH PA3HBIX BHIOB 3€JIEHBIX BOAOPOCIEH.
Kiaccuueckui reneTHdeCKUM aHaJu3 MO3BOJINJI BbISIBUTD JI0-
BOJIbHO OOLIMPHBIN KIacC TaK Ha3biBaeMbIX xKeqThIX (yellow)
MYTAHTOB C Hapyll€HHbIM TE€MHOBbIM CHHTE30M XJL KOTO-
pbl€ UMEJIN KEeJITYIO OKPACKY TPHU BbIpallluBaHUHU B TEMHOTE,

HO MOJOOHO 3THOJMPOBAHHBIM MTPOPOCTKAM BBICLIMX pacTe-
HHﬁ, 3€JIEHEJIN TTPU OCBEUIECHHUH. Hx I[MUC'MEHTAalUHusA B TEMHOTE
obycsosseHa orcyrerBueM XJI, nakonnenuem [TXJI] u na-
JIMUUEM 2KeJIThIX KapOTHHOWIOB. MyTaHThl yellow Oblin mo-
JIydeHbl y Psijla 3eJIeHbIX Bojlopoceil, B Tom uncie Chlorella,
Scenedesmus (Bogorad, 1976), a Takke Chlamydomonas
reinhardtii, B AlepHOM TeHOME KOTOPOH WIEHTH(PULMPOBA-
Hbl 7 JIOKYCOB, MyTallhUh B KOTOPBIX MPUBOJAT K MOABJCHHUIO
nono6Horo Qenotuna (Sager, 1955; Ford, Wang, 1980;
1980a). Ceftuac U3BeCTHO, UTO KOAUPYEMbIE STHMH TeHAMH
6eJIKH He BXOAT B cocTaB (hepmMeHTHOro kommjekca TIIOP
(cm. paznen 2.4). Tem He MeHee, SKCMEPUMEHTBI, B KOTOPBIX
ObLIO MOKA3aHO, UYTO CMOCOOHOCTL MyTaHTOB yellow xsamu-
JIOMOHA/Ibl 3€JICHETh HA CBETy MOXKeT ObIThb OJIOKUpOBaHa
slepHON MyTaler pc- 1, Mmoc/y’Kujn MoBOIOM TOBOPHUTH O
COCYULECTBOBHHU JIByX T€HETHYECKHU Pa3INnvHbIX (CBQTO38-
BHUCHMOTO W CBETOHE3aBMCHUMOTO) TMyTeH BOCCTaHOBJEHMS
[TXJIT (Ford et al., 1981).

2.2. CBeTOHEe3aBUCUMMOE BOCCTaHOBNEHUEe
nporoxsiopodounnupa y aHOKCUreHHbIX
c¢oToTpOohHbIX GaKTEepu ob6ecnevnBaeTcs
npoaykrtamu reHos bchB, bchL n bchN

OCHOBHbIE CBEJIEHHS O TeHETHIECKOM KOHTPOJIE TEMHOBO-
ro 6nocunresda XJIJL ua [TXJIJL 66111 nostydeHbl npu anaJu-
3e TIMTMEHTHBIX MyTaHTOB GakTepuit popa Rhodobacter. dtu
HecepHble MyprypHble GaKTEPHUH CTOCOOHBI K AaHOKCHTEHHOMY
(hoTOCHHTE3Y W HE3aBUCHMO OT cBeTa 00pasytotT bXJla. My-
TaHTbl PaKyJabTaTHBHBIX poToTpodoB R. sphaeroides u R.
capsulatus ¢ pa3HbiMu 1eekTaMi POTOCHHTE3a U OUOCHH-
T€3a MUTMEHTOB CTaJ/IH MPEJMETOM I'eHETHIECKOTO aHAJIN3a,
B pe3yJ/ibTaTe KOTOPOro Obl BbISIBJEH YUACTOK XPOMOCOMBbI
NPOTS?KEHHOCTHIO B 46 TITH, HA3BaHHBIH «(POTOCHHTETHUEC-
KHM reHHbIM Kaactepom». On coctout 6osee uem u3 40 re-
HOB, OTBEUAIOINX 33 (hOTOCHHTETHUECKHE (PYHKIIMH (ZSebo,
Hearst, 1984), u comepKut BClO reHeTHUECKYI0 UH(pOpMa-
uuio, HeoO6xoMMyto st cuuTe3a BXJI n3 nporonopdupuna
[X(puc. 3A). Cpean HHIY M POBAHHbBIX TUTMEHTHBIX MyTAHTOB
R. capsulatus 6bm 1 6ecxa0poHUIIbHBIE [ITAMMBI, HAKAarl-
muBatotye [TXJII. VIx MoJieKysipHO-reHeTHUeCKH aHa/Iu3
MO3BOJIMJ HAUTH TPH reHa — bchB, bchl w behN, myTaiun
110 KOTOPbIM OJIOKMPYIOT TeMHOBOE BoccTaHoBjieHne TTXJIJT
(Burke et al., 1993), 1 npeAnonoXuth, 4T0 KOAUPYEMblE MU
MOJIUMENTH/IbI ABJSAIOTCH CyObeUHHIIAMH (DepMeHTa, ToJTy-
UMBLIEr0 HA3blBaHWE TEMHOBOW (He 3aBMCHIIEH OT CBeTa)
okeuopenykrasbl (TITOP). [1pu 3TOM BbISICHUIOCH, UTO I'eH
bchl xonupyet 6esioK, ToMosiorHuHbIl cyObenuuuile NifH
HuTporeHasbl Oakrepuii (Hearst et al., 1985).

2.3. XnoponnacTtHbIl reH frxC — noucku pyHKunm

Opnny U3 npobJieM He 3aBUCHIIET0 OT CBeTa OHOCHHTE-
3a XJI ynanoch peuinTb Npu CpaBHUTENLHOM aHaU3e HYyK-
JICOTHJIHBIX TOCJIEN0BATENBHOCTEN MJIACTHAHBIX T€HOMOB
neueHounuka Marchantia polymorpha w nByx npeicTaBu-
TeJslell TTOKPLITOCEMEHHbIX pacTeHuil — Tabaka Nicotiana
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Puc. 3A. dorocunrernueckuii rennblit knacrep R. sphaeroides 2.4 (no: Choundhary, Kaplan, 2000).
YepHbIM 11BeTOM 0003HaUYeHbl TeHbl GHOCHHTe3a GakTeproxyopodusia (beh). Crpeskamn nokasaHo Harpas/ieHHe TPaHCKPHITLHHN

YKa3aHHbIX T€HOB

tabacum v puca Oryza sativa. BoJbIIHHCTBO U3 HUX ObLIH
cxoaHbIMU, HO OPC, nepBoHauanbHo HasBaHHyto frxC Gaa-
rofgapsi CTPyKTYPHOMY CXOJICTBY MPOJIYKTa ITOr0 reHa ¢ ep-
PEIOKCHHOM OaKTepHH, yAaJ0Ch HAUTH TOJBLKO B IMJIACTHJL-
Hom renome M. polymorpha (Ohyama et al., 1986). Ona
OKazasach TOMOJIOTHUHON TeHy R. capsulatus, xomupyto-
uemy NifH — vy-cyObennnuiy nutporenasnl (Fujita et al.,
1989). IlpucyrcrBue rena frxC B MJIACTHAHOM TeHOME Tie-
YEHOYHHMKA Ka3aJoCh MapajoKCoM, TIOCKOJIbKY sIePHbIE Op-
TaHU3MBbl He CIIOCOOHBI (PMKCHPOBATH MOJIEKYJSIPHBIH A30T.
B nanbHedimem, Korja oprogioru reHa frxC Obiu oGHapy-
2K€HbI B MJIACTHAHBIX F€HOMAaX 3€J/JICHECIOUIUX B TEMHOTE pac-
TEHHI — HECKOJIbKUX BUJIOB COCHBI H 3€JIEHOH BOIOPOC/IH
C. reinhardtii, NOABUIUCH TIPEANOJIOKEHUS, YTO MPOIYKThI
ITHX T€HOB BOBJICUEHBI HE B MpOLECC (UKCALMH a30Ta, a
HEOOXOIUMBI [IjIsi He 3aBUCSILIETO OT CBETA BOCCTAHOBJICHHSI
[TXJII (Lindholm, Gustafsson, 1991; Huang, Liu, 1992).

2.4. HekoTopble nnacTupHblie reHoMbl coaepxaTt
reHbl, kogupytouwue NMNOP

CyU_leCTBeHHle pOJib B U3yYEHUHU I'€HETHYCCKOTO KOHT-
poJisi TeMHOBOTO GuocuHTe3a XJI chirpanu MyTaHThl yellow
xnamupomonazpl. [Tomumo siiepHbIX MyTaumil (CM. paszen
2.1), y Hee Obljia OTIHCaHA XJIOPOTIJIACTHASA MyTallls, TPHBO-
nsuas K penotuny yellow (Anexcannposa, 1979). B nanb-
He#eM NofoOHbIe MYTaHTBI NOJy4YaJsd B Pe3yJ/ibTaTe HHeep-
unoHHoro myraretnesa (Roitgrund, Mets, 1990). OpTtosoru
OIHOI'O0 M3 TaKHWX AeJIETUPOBAHHBLIX XJOPOIJIACTHBIX T'€HOB
xJaMuoMoHapl gidA (cokp. aHri. no green-in-the-dark)
BCKOpe ObLIH HaﬁﬂeHbI B IJIACTHUAHBIX reHOMaX HECKOJIbKUX
BHUJIOB COCHBI, Il¢ OHM OKa3aJIMCb CLEIJIEHHbIMH C I'€eHOM
frxC (Lindholm, Gustafsson, 1991). CxonHoe B3auMHOe
pacroJsioyKeHne THUX reHoB (puc. 3B) GblI0 ycTaHOBJIEHO B
nJiacTuiHoM reHome M. polymorpha w Ha XpoMocoMe 1H-

anobakrepun Synechocystis sp. PCC6803 (Ogura et al.,
1992). Ipsmoe yuactue renoB frxC (chiL) n gidA (chIN)
B TeMHOBOM OuocuHTede XJI ynanoch nokazaTb MpH aHa-
Jm3e (eHOTHNOB MHCepUHOHHBIX MyTaHToB C. reinhardtii
(Suzuki, Bauer, 1992; Choquet et al., 1992) u asor¢uxcu-
pytolieil unano6akrepuu Plectonema boryanum (Lyngbya
sp. PCC7419) (Fujita et al., 1992; 1993). Bosee Toro, kak
1 B CJlyuae ¢ TOMOJIOTHEH TPOJyKTa reHa chll v nosvnen-
tuaa NifH (cm. pasnesst 2.1 1 2.2) 6b110 yCTaHOBJIEHO, UTO
0eJIOK, KOMPYeMbIil reHOM ch/N, HMeeT BBICOKYIO CTereHb
cxozictBa ¢ Gesikamu NifD u NifK (a- 1 B-cy6beaununamu
MoFe-6esika nurporenasnl 6akrepuii (Fujita et al., 1993).

B 1993 r. B nsacrumHbix reHomax M. polymorpha
u C. reinhardtii Obun oOGHApYKEHBI OPTOJOTH TeHa
bchB (chiB) R. capsulatus. @yHKIMOHAIBLHBIF aHAIU3 HH-
CEPUHUOHHBIX MYTaHTOB XJaMHUIOMOHA/bl 1 I_lI/IaHO6aKT€pI/Iﬁ
MO 3TOMY TeHy MOKasaj, 4To OeJIOK, KOAUPYEeMbIH TeHOM
chilB, neo6xomum juis Boccranosgaenus [1XJII1 B TemHorTe, a
€ro MepBUYHAsT CTPYKTYPa UMEET CXOJACTBO C aMHUHOKHCJIOT-
Hoil mocseoBatebHoCThIO GeskoB NifK n ChIN (Li et al.,
1993, Fujita et al., 1996).

2.5. Cnoco6HOCTb 3eneHeTb B TEMHOTE
Koppenupyet ¢ Hanuuuem reHos chiB, chiL v chIN
B XJIOPOMJIaCTHbIX FeHoMax

Ko/ib ckopo OblIO YCTAHOBJIEHO, UYTO XJIOPOTJIACTHbBIE
renbl: chiB, chll. v chIN KOHTpOJMMpPYIOT He 3aBuCsIIIEe OT
cseta BoccTaHoBs1eHUHe [TXJII], BO3HUK BOIIpOC, KOppeJupy-
€T JIM HAJIMYHE STUX TEHOB CO CITOCOOHOCTBIO 00PA30BbLIBATD
XJI B remuore. JHK-JAHK ru6puansaumsi, ocHoBanuble
na [ILIP mertonpl maeHTH(HUKALMKE ONpeeeHHBIX y4acT-
koB JIHK u npsimoe cpaBHeHHEe HYKJICOTHIHBIX [10C/1€10Ba-
TEJILHOCTEH XJIOPOTIJIACTHBIX T€HOMOB — BCE 3TH METOJIbI
OBL/IM UCIIOJIb30BAHbI JJIs1 TOUCKOB reHoB chiB, chiL w chIN
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R. capsulatus

bchM  bchL  bchH bchB bchN
IR KK ]
CHs Gk el Synechocystis sp. PCC6803
) > ,
chie ChiN  chiL Marchantia, Chlorella
]
chiB chiL chIN Pinus
< A )
chiB ChiN — chiL  cycas, Ginkgo
< << ]
chiB chik chiN Chlamydomonas
[ [ 2

Puc. 3b. CrpykrypHoe pacriosnio:xkenune reHos, kopupytoumx Tl IOP.

Ha nmarpamme npesicraBiieHbl opyeHTalsi U B3aumopacroJioxkenue retoB TIIOP B xpomocomax aHokcurentbix 6akrepuit (bchB,
behl., bchN), okcnreHHbIX 6aKTepHi U B XJIOPOTJIACTHBIX TeHOMAX siiepHBIX poToTpodoB (chlB, chil. chIN), cuuTesnpyrolmx XJI0po-
wn B Temuore. [enst behl v behM xomupyror H-cy6benunuily martuii-xenarasnl 1 pepmeHT Maruuii-npotonopgupun X mertni-

TpaHcdepasy

Y PasanyHbIX (OTOCHHTE3HPYIOLINX OpraHuamMoB. B remno-
Max BCeX M3YUeHHBIX K HACTOSIIEMY BPEMEHH TOKPhITOCE-
MEHHBIX PAaCTeHHI UX He oOHapy:Ku/u. B To ke Bpemst oHH
HailieHbl B xsoponactHoil JIHK rosocemeHHbIX pacTeHuit
(3a nckJoueHreM He CroCOOHbBIX 3e/IeHeTh B TEMHOTE MPef-
cTaBuTesiell cemelictBa rHetoduToB — Gnetum gnemon
u W. mirabilis), nanopoTHUKOOOpa3HbIX (KpOMe ycaThbiX
NanopoTHUKOB) U Bojlopocnieti. He okazanoch 3THX reHOB y
E. gracilis w 6ypoii Bojopocau Odontella sinensis, Kotopbie
He cuHTe3upytoT XJ1 B remHoTe (Armstrong, 1998). Takum
00pas3oM, BbISICHHJIOCH, YTO Ji/IsI TeMHOBOrO chuHTe3a XJI/]
u3 [TXJIII Heo6XoauMOo Ha/lMYHe B XJOPOIJIACTHBIX PFeHOMax
reHoB chiB, chll v chIN. Dto npaBuIo 0Ka3a10Ch HETIPUMe-
HUMBIM TOJIBKO K PEJIUKTOBOMY MTPECTABUTEIO TOJ0CEMEH-
HbIX G. biloba, MPOPOCTKH U JIMCTb KOTOPOTO HE CMOCOGHDI
3eJleHeThb B TEMHOTE, HECMOTPSI HA HAJIMUKE BCEX TPEX FeHOB
(Richard et al., 1994; McCoy et al., 2008). O6bsicHeHuUst
3TOMyY (peHOMeHY JI0 CHX TTop He HaHAeHO.

2.6. Perynauus cuHte3sa 1I1OP

ﬂaHHbIe O peryJsisitiui 3KCrpecCuu reHoB, KOJAUPYIOUIHX
cy6obemmnniiel TIIOP, noka ouenb parMeHTapHbl ¥ CUIBHO
pasMyIaloTCcsl B 3aBUCUMOCTH OT TAKCOHOMMUYECKOH MpHHA-
JJTeXKHOCTH M3yuaeMOro opraHu3Ma.

Tpanckpunuus rena chlL y unanobakrepuu P. boranyum
UMEET MECTO TOJIbKO TPU MOIaBJICHHUH HI/ITpOI‘EHaBHOfI aK-
tuBHocTH (Fujita et al., 1991). Dtot pakT no3Bosn 3akio-
UUTh, YTO CBA3AHHbBIH a30T U ( UJIH ) MOJIEKYJISIPHBIA KHCJOPOJL,
KOTOpble MHTHOUPYIOT (PUKCALHUIO a30Ta — HeoOXOAUMbIe
MPEANOCHIIKH 9KCITPECCHH 3TOTO N'eHa y LIMaHOOAKTEPHIL.

Tpanckpuntsl xjoponyacTubix renos chlB, chll w chiN
XJTaMUJIOMOHAa/1bl OIMHAKOBO MPUCYTCTBYIOT B KJIETKAX AUKO-
ro THMa ¥ MyTaHToOB yellow, pacTylyx U Ha CBETY, U B TeM-

HOTe, XOTSI ypPOBEeHb MX HAKOMJIEHHS] HA CBETY OKa3bIBAETCS B
2—4 pasza Boie. besku ChIN u ChIB raxcke BrIsiBAsIIOTCS
B CXOJHBIX KOJIMUECTBAX B KJIETKAX AUKOTO THIIA U MyTaHTOB
yellow, pacTyiiux u Ha cBeTy U B TeMHOTe, a 6esiok ChlL —
TOJIBKO Y IMKOTO THMA B TEMHOTE. $S11epHbIe MyTaHThI HE CO-
nep:kat 6eska ChlL 3a vckaoueHneM MyTaHTa y-7, KOTOpbI
CHHTE3MpPYeT MMMYHOPEAKTHBHBIH MOJHUMENTH MEHbIIEro
paamepa (Cahoon, Timko, 2000). Ha ocHoBe 3THX pe3yJib-
TaToB Obl1 ¢jles1al BbiBOJ, uTo y C. reinhardtii cunres 6e-
Ka Chll. HeraTuBHO PeryJUpyeTcsl CBETOM, a /IepHbIE TeHbI
yellow KOHTpoPYIOT ero 06pa3oBaHKe WK HAKOTIJIEHHE.

B xnerkax M. paleacea, koTopble 0I1HAKOBO XOPOLLIO 3eJ1e-
HEIOT B TeMHOTe U I1py ocBellieHuH, coneprkanie MPHK renos
chiB, chil. v chIN ne 3aBucut ot ceta (Takio, Satoh, 1995). I'o-
BBILLIEHHbIH YPOBEHb HX TPAHCKPHITTOB Ha CBETY OblJ1 0OHAPy KeH
TOJIBKO B KJIETOUHBIX JINHHUSIX, He CUHTE3UpPYIOLX XJ] B TeMHO-
Te, T. €. B YCJIOBHSIX, KOTJIa BO3MOKEH MPOLIECC 3e/IeHEHHSI.

Nayuenue perynsiuyu TeMHOBOro 6uocnHTeda XJ1y 3ene-
HBIX B TEMHOTE TPOPOCTKOB esi Picea abies n MMCTBEHHULI
L. decidua, cnocobHbIX HaKarMBaTh XJI B TeMHOTE TOJBKO
Ha PaHHHUX CTaIMsIX OHTOTeHe3a, MOKa3aso, UTo y 060HX BHIOB
rensl, koaupyiotie TI1IOP, skerpeccrpyioTest KOHCTHTYTHBHO.
Paszsinuust ObWIK HaleHbl HA YPOBHE GeJIKOB — IOXKEeJITeHHe
TMPOPOCTKOB JINCTBEHHUIIB! OKA3a/10Ch CBSI3AHHBIM CO CHIKEHH -
eM ypoBHs1 cofieprkannst 6esika CHLB (Dembko et al., 2009).

2.7. TNOP cxopHbl ¢ HUTPOreHa3samu 6akTepuin
Crpyktypa TI1OP KoHcepBaTBHa, OHa coxpaHsijach B
TeueHHe MUJUIMAPIOB JIET 9BOJIOLMH. MIeHTHIHOCTD aMu-
HOKHCJIOTHOH mnocJiegoBaTesnbHocT 6esikoB Behl, BehB u
BchN y R. capsulatus ¢ TIIOP npanoGakrepuii, 3eaeHbIX
BOJIOPOCJ/IEi, TamopOTHUKOOOPA3HBIX U TOJIOCEMEHHBIX pac-
tenuit cocrabsier 30—60 %. [Tpu 9TOM OHM UMEIOT 3HAYH-
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TeJIbHOE CXOJICTBO C CyObeAMHUIIAMH HUTPOTeHa3bl 3y6aKTe-
puit NifHDK (Fujita, Bauer, 2000).

HurporeHasa — 3TO YyBCTBHUTEJbHBIH K KHCJIOPOMIY
(hepMeHTHBI! KOMIJIEKC, KOTOPBIH BOCCTAHABJUBAET MOJIe-
KyJISIpHBIH a30T ¢ ucrnosbzoBanueM ATD u joHOpa 371€KTPO-
HOB:

N, + 8H*" + 8¢~ + 16AT® — 2NH, + H, + 16A/lD
+ 16D.

[onodepmMenT COCTOUT M3 ABYX KOMIMOHEHTOB: Fe-6eska 1
MokFe-6esika. Fe-6es1ok — 9TO 2/1eKTPOHIOHOPHBIH TOMOJIH-
Mep, KoIUpyeMblil reHoMm nifH, kotopblii umeet ia MgATd-
CBSI3bIBAIOLINX CAHTA H CONEPAKUT UyBCTBUTEJILHBIH K KUCJIOPO-
ny [Fe,S,]-knacrep, JMranapoBanHbIil YeTbIPbMsT OCTATKAMH
LMCTENHA, 110 JIBa OT Kakioro MoHomepa. MoFe-6e/ok npejt-
CTaBJsieT coOOON reTepoTeTpamep, COCTOALIMA U3 CyObEeIMHULL
NifDK. Kaknas napa cyobeauuui conepkut P-knacrep [Fe S, |
u Fe-Mo kodakrop [Fe,MoS,]. JIoHOPOM 3/IEKTPOHOB CJTyKHT
BOCCTaHOBJIEHHBIH (peppenoKcHt. Besen 3a ruaposnzom moite-
Ky MgAT® Fe-6esok nepeHOCHT 3/1eKTPOHBI OT (heppeIoK-
cuHa yepes P-knacrepbl K Mo-coeprkalliiM peloKe-1eHTpam
TeTpamepa NifDQKQ, a TOT, B CBOIO OYepe/ib, TPHAKbI OTAET
napy 3/JeKTPOHOB MOJIEKYJle cyOCTparTa, BOCCTaHABAB/IMBAsT ee
JI0 IBYX MoJieKys1 ammuaka (Rubio, Ludden, 2005).

[Ipn OOWIMM TEHEeTHUECKMX M MOJIEKYJISPHO-T€HETH-
UECKMX JIAHHBIX O He 3aBUCSIIEM OT CBETa BOCCTAHOBJIEHHH
[TXJIJT, noJstydeHHBIX B TeueHHe rnoceHux 50 jiet, ucceno-
BaHUsi GMOXUMHUH 3TOTO Mpollecca Hayaluch CPaBHUTEJIBHO
HenaBHo. M3 R. capsulatus ynanocwk uzonuposath TIIOP, u
ee aKTHBHOCTb OblIa U3yUeHa in vitro. DKCTPaKThl CyObeaH-
uuiL TTTOP nostydasu B pesysbrate CBEPX3KCIPECCHH TEHOB
behl v bchN-B, BBejieHHbIX B reHoM R. capsulatus ¢ nomo-
1IbI0 cKoHCTpyHpoBaHHbIx mnasmu (Nomata et al., 2005).
Mx ananna nokasas, 4to pepMEHT COCTOUT U3 ABYX KOMIIO-
HentoB — romomumepa L (BchL), u rereporerpamepa NB
(BchN),(BchB),, u anst ero akrupnoctn neo6xoaumbl AT® 1
JIOHOP 3JIEKTPOHOB. B COOTBETCTBHM C HETABHO YCTAHOBJIEH-
HOW Kpucranandeckoil crpykrypoit TIIOP R. cupsulatus,
Kakzast KataquTndeckast equnnua BechN-BehB conepaxut
omun [TXJ1JI v omn [Fe4S4] KJacrep, JUraHaupoBaHHbIN 0C-
TATKOM acrapTaTa U Tpems llicTeHaMu octaTkamu (Muraki
et. al., 2010). B npucyrersuu AT® L-6enok (BehL), nepe-
naet 2 ssekTpoHa oT deppenokcuna Ha NB-6esok (BechN-
BchB),, KoTopblii conepKuT KataauTHuecKHii caiT 115 BOC-
craHoBsieHust TIXJII. IIpocrpaHctBenHas ctpyktypa NB
kaacrepa u [TXJIJ] okasannch COOTBETCTBEHHO HAEHTHUHBbI-
mu P-knacrepy u Fe-Mo kocakropy B MoFe-6esike HUTPO-
reHasbl. CXOJICTBO MPOCTPAHCTBEHHbBIX CTPYKTYP 000UX (hep-
MEHTOB CBHJIETEJILCTBYET, uTo cyObeaunuiibl ChlL, ChlB u
ChIN oxasanuch (yHKIMOHANLHO CXOMHBIMU C CYObEIMHH-
namu Hutporenasbl 6akrepuii NifH, NifK n NifD.

Tak ke, kak HuTporenasa, TIIOP nuano6akrepuit uyBc-
TBHTeJIbHA K Kuesopoy. B onbitax in vitro O, unruGuposar
aktuBHoCcTh GesikoB ChIL u ChIN-ChIB B Teuenue 5 n 30
muHyT (Yamamoto et al., 2009). [To-BuauMomy, OKCHTeHHbIE
dhorotpodhbl Hayuusmch 3atiate TIIOP oT BosneiicTBus

O,, ¥ NPHPOJly COOTBETCTBYIOLIMX PEry/IATOPHBIX MEXaHH3-
MOB €l11€ MPEJICTOUT BbISICHUTD.

Y nyprypHoil Gaktepun R. capsulatus u3BecTeH elle
OJIMH (PEPMEHT, TIOXOXKH I HAa HUTPOTEHA3Y — 3TO XJI0PODHII-
aui-okeunopenykrasa (XOP), konupyemasi renamu behXYZ
(puc. 1), xoropas npespammaer XJII a 8 bXJI a (Nomata,
2006). AMHHOKHCJIOTHAST TTOCIE0BATENLHOCTD MOJIUIENTH -
na BehX cxonHa ¢ aMHHOKHCIOTHOM MOC/I€10BATENBHOCTHIO
cyObenuuuiibl Hutporenasol NifH u nmeer 32 % WIEHTHY-
HOCTH C IPOJyKTOM reHa behl.. Bosiee Toro, BehY u BehZ —
nBe apyrue cyobenuuuibl XOP — romosiornunbl Gesikam
BchN/ChIN u BchB/ChIB, cootserctsento. CTpyKTypHOe
1 (YHKIMOHANBLHOE CXOACTBO (DEPMEHTHBIX KOMIIEKCOB
t[1IOP (BchL, N, B) u XOP (BchX, Y, Z) y R. capsulatus
JIlaeT OCHOBAHHS TOBOPUTb 00 MX OOLIEM MPOUCXOXKIACHHH.
BeposiTHO, OHH MOSBHJIKCH B pe3yJibrate MyMJUKallud U JIn-
BEpPreHIIMH MPEIKOBBIX TeHOB, KOIMPOBABILIMX MEHee Criely-
(h1UHbIE M0 OTHOLIEHHUIO K CyOCTpaTy (PepMEHThI, CMOCOOHbIE
BoccranassuBath [IXJIJ] (Raymond et al., 2004).

3. CBETO3ABUCUMbIN BUOCUHTE3
XJIOPOOUTITIMAA

[TpopocTKH BbICLLIMX pacTeHHUH, BbIpALleHHbIE B TEMHOTE,
OKpallleHbl B 2KeJIThIN LIBET U MOp(i)OJIOI‘I/I‘{eCKI/I OTJINYAIOTCA
OT 3eJIEHbIX, PACTYLIMX Ha cBety. KX xj0poriacTbl He conep-
»Kat THIakon1oB U XJI, GHoCHHTE3 KOTOPOro rnpepbiBaeTcsi
Ha craaun obpazosanus [IXJIJL, u npeacraBssior cobon
STUOMJIACTBI C MPOJaMEJIJIIPHBIM TE€JIOM U OTXOAAUIUMH OT
Hero MpoTuaakouaaMu. B TemMHOTe B HHMX aKKyMyJHPYIOT-
csi komriekebl: TIXJI-HAII®H-cITOP. Crer 3amnyckaet
npouece 3eseHeH sl STHOMUPOBAHHBIX NpopocTKoB: TTXJIJT
npespautaercs B XJIIL u nanee B XJI, u npoucxonut nud-
(hepeHLMALIUA ITHOIIACTOB B XJIOPOMJIACTbI, KOTJA MpoJia-
MeJIISIpHBIE TeJla U MPOTHIAKOMIbl TPaHC(HOPMUPYIOTCS B
TUJIAKOUIbI C Pa3BUTOH JaMeJuIsipHOl cuctemoit. Crapro-
BbIM ME€XaHHU3MOM >5THX CprKTypHO-Cl:)yHKLLI/lOHa.HbeIX U3-
MeHeHHH cy:kut petieniusi ceta cI[IOP. K nacrosmemy
BpeMeHH OH JI0BOJIbHO ToApo6HO u3ydeH (Lebedev, Timko,
1998; Bensiea, 2009), u 31eCb Mbl OCTAHOBUMCSI JIHLIb HA
KPaTKOM H3JI03KeHHH HCTOpUH OoTKpbITHS c[TIOP 1 renern-
YeCKHX aCreKTOB ero HCC/1e10BaHUH.

3.1. FleHeTU4YECKUI KOHTpPOJb (hoTONpeBpaLLeHUsA
nxna

BriepBble 0 Bbljie/IeHHH U3 3THOMIACTOB MUTMEHT-6e-
KOBOT'O KOMIIJIEKCA, B OTCYTCTBHH KOTOPOTO He MPOUCXOIUT
BoccranoBsenue [1XJIML, coobumau A. A. KpacHoBckuii
(1952), a rakxke Cmut ¢ Benurezom (Smith, Benitez, 1953),
KOTOpbI€ HA3BAJIH €I'0 TIPOTOXJIOPOPHILIHU-TOJTOXPOMOM >,
YcraHoBJeHHe KOPpeJISiiiiK MeXK/y yYMeHbIIeHHeM Cojiep-
»kauus [IXJIL n yBesinuenuem conepxkanus XJ1IL npu oc-
BElLIEHWH 3THOJUPOBAHHBIX JHCThEB B YCJOBHSIX HHU3KHX
temneparyp (Smith, Trench, 1958) nogsosinso BbicKazaTh
NPENoozKeHHe, UTO FOJOXPOMHBIH GeJoK siBJsieTcst o-
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TO3aBUCHMON peLyKTa30H. DTa rurnoresa MoJaydusa moj-
TBepKeHue B KoHIle 70-x rooB, Korna c[TOP mosiekyssip-
Hoft maccot 36 kDa Gbl1a Belie/ieHa H3 TPOPOCTKOB SUMEHSsI
(Apel et al., 1980), a 3atem apyrux pacrenuit. ['en Por siu-
MeHst, KoTopblfl koaupyet cI1OP, 6611 KIOHHPOBaH MEPBBIM
Cpeay reHoB, KOHTpoJupylotiux 6uocuntes XJIy pacrenui
(Schulz et al., 1989). Aropam ynagoch Bbieauts c[1OP B
KOJIMUECTBE, 10CTATOUHOM /17151 CO31aHHsI AaHTHTEJI, KOTOpbIe
OblJIM HCMOB30BAHBI JIJIs TOMCKOB TeHa 3TOr0 (pepMeHTa B
oubauoreke Kk IHK. B ganbneiiiiiem 3ToT red OblJI HACHTH-
(bULHpPOBAH y pasHbIX pAcTEHHI: MIIEHUIBI, OBCA, TOpPO-
Xa, apaOMIOTNCHCa U COCHBI, @ TAKI)Ke Y XJaMHAOMOHAMbI U
uuaHobakrepuu Synechocystis sp. PCC6803 (Reinbothe,
Reinbothe, 1996).

Myrtantsl C. reinhardtii no renam, kopupyotim clTOP,
OblIM MOJydeHbl B pe3yJbTaTe MyTareHesa KJETOK Tep-
MOUYBCTBUTEJIHOTO JKeJITOro MyTaHTta y-1-4 (denornm:
JKeJNTHIA B TEeMHOTE, 3eJIeHbIH Ha CBETY), KaK LITAaMMbl, He-
crocoGHbIe 3eJIeHETh HA CBETY MPH HeMepMHCCHBHOH TeMTrIe-
parype. [eHeTHuecKkuii aHa/M3 MOKasaJ, UTo TakKoH PeHOTHI
06yC/IOBJIEH MyTALMSIMHU B SAEPHOM JIOKyce pc- I, KapTupo-
BaHHOM B [ rpynne cuensienust Ha 1 ¢M nucrajibHee Jiokyca
y-5 (Ford et al., 1981; 1983). Oxazasochb, uto pc-1 — 370
MyTallusl, MPUBOASIIAS K CABUTY PAMKH CUHTBIBAHHS B reHe
Porl, xomupyomieM cl[1IOP. KneTkn MyTaHTOB reHoTHma
pe-1 Gblmi cnocoGHbl cunTesuposath 52 u 36 % xmopo-
(bus1a IMKOTO THMA B TEMHOTE U HA CBETY, COOTBETCTBEHHO.
Dto 03Havaso, uto B oTcyTcTBUM c[TOP MexaHU3M TeMHOBO-
ro BoccranoBsennst [IXJIJ] MoxkeT yHKIMOHHPOBATH U HA
ceety (Li, Timko, 1996).

HeckosibKko reHoB, komupytolmx uodopmsl Gesnka [10OP
(PORA, PORB, PORC) umetorcs y A. thaliana (Oosawa et
al., 2000), slumens (Holtorf et al., 1995), u HekoTOPBIX BUIOB
rojioceMeHHbIX pacrenuit (Skinner, 1999), torna kak B re-
HoMe 1MaHoGakTepui u xnamunomonanst (Li, Timko, 1996)
OH MOHOMOp(EeH. Y BceX M3yueHHbIX pacTeHu# reHbl POR
10-pa3HoMy perysupylorest cBetoM. OH MHTHOMpYeT 3Kc-
npeccrio PORA — reH akTHBHO TPAHCKPHOUPYETCST TOJIBKO
B 9THOJIMPOBAHHBIX MTPOPOCTKAX, U AKTHBHPYET IKCIIPECCHIO
renoB PORB n PORC npu nepeHoce pacTeHUi H3 TEMHOTHI Ha
cset (Frick et al., 2003). Posib pazmmunbix uzopopm cI[1OP
1 KOAMpyloLMX Ux reHos B npespattennd TIXJI B XJII; B
6uoreHese THIAKOMIOB, B hopMHpoBanuu Kommaekca cITOP,
3aliiTe oT POTOOKUCIEHHS U B ITPOLIeCCe 3eeHeHHs B HACTO-
sllee BpeMst ycusieHHo uaydaercst (JIuteuH, bensena, 2007;
bBensiea, 2009: Masuda, Takamiya, 2005).

3.2 MonekynsipHas cTpykTtypa cl1OP

[IponykT rena stumenst Porl — 370 6esok u3 388
AMHUHOKHCJIOT C TPAH3UTHBIM MENTHIOM pasmepom 74 a.
0. (Schulz et al., 1989). I'enbr, konupytouue cl1OP, uzo-
JINPOBaHbI U3 OPraHU3MOB, OTHOCSAUINXCsA K Pa3HbIM TakK-
COHOMHWYECKUM Tpyrnimam, OT unaﬁoéamepnﬁ JIO BbICHIHX
pacrennti (Schoefs, Franck, 2003). [Tepsuunas ctpykrypa
6enka cl[IOP xapakrepusyeTcsi BBICOKMM CONEp:KAHHEM

AMUHOKHCJIOT C OCHOBHBIMH CBOHCTBAMH M GOJIBIIUM KO-
JIMUECTBOM THJIPOGOOHBIX aMUHOKHCJIOTHBIX OCTATKOB.
Bce usBecTHble K HacTosiiieMy Bpemenu cl[1OP conepxkar
4 KoHCepBATHBHBIX OCTATKa IIUCTeHHa (y ropoxa B MO3H-
uusx: 119, 170, 280 u 307), oMH U3 KOTOPBIX MOXKET ObITh
BoBJieueH B cBsidbiBanue ¢ [IXJIJ. Bropuunas ctpykrypa
c[1OP ycranoBsiena Ha ocHOBe CMIEKTPOB KPYroBOTro IHX-
pon3Ma MOHOMEPHOTo 6eJlKa — €ro MoJIeKyJ1a COCTOUT U3
8—9 a-criupaueit (33 %), 7 B-ueneii (19 %), 20 % nosopo-
T0B M 28 % cayuaitubix netedn (Birve et al., 1996). [Toka-
3aHo, uto moJjekyaa c[IOP npucoennnsiercst k MemGpane
JIBYXCTOPOHHUMH CETMEHTaMH, COJEepXKalllUMH OCTATKH
Tpunrtodana, J0KaJaH30BAHHOTO oKoJio C-KOHIA, HJIH
rujpdobubiMu netasimu. CpaBuenune cTpykTypsl cITIOP co
crpykrypoit ipyrux HAJI®-3aBucuMbIx 6€J1KOB MO3BOJIH-
JIO OTHECTH 3TOT (DEPMEHT K CEMEHCTBY aJKOTOJTbJIETHAPO-
reHas (Beale, 1999).

3.3 Jlokanusauusa u pyHkLumoHuposaHue clOP

In wvitro ounwleHblél 0eJOK, KOLUPYEMbIH TIeHOM
PORI, — MoHOoMep MoJieKyJspHOH Maccol 35—38 kDa
(Oliver, Griffith, 1980; Apel et al., 1980). B ycsoBusix
in vivo clIlIOP accouunpoBan ¢ memGpaHaMu MJacTHA.
O6paszoBanne Kommjaekca storo ¢epmenta ¢ HAJIDH
u [IXJIJ] siBasieTcss HeOOXOAUMBIM yCJOBUEM CTaOUJIb-
HOI accouMalluu ¢ Tuaakouaamu. [Tosnarator, 4to B 3T0OM
kommiekce TTXJIJL cayxut doropeuentopom (Griffiths,
1991), a HAJI®H BhicTynaeT B KauecTBe JIOHOpa 3JIeK-
TpoHoB, KoTopble mepenatorest [IXJII (Griffiths et al.,
1996). Ecain komnsieke He o6pasyercs, To c[IOP paspy-
aeTcsl nMporeasamu, cojpepxkauiumucs ctpome (Beale,
1999).

Tpanckpuntel siiepHbIX TreHoB, Koaupyiounx clIOP,
00BIUHO HAKAMJNUBAIOTCS B 1IMTO30J1€ OKOJIO MOBEPXHOC-
TH niactua (Marrison et al., 1996), rne u NpoucxoanT UX
TpaHcasuus Ha 80S pubocomax (Batschauer et al., 1982).
Mouiekyaibl  nipe-c[1OP, copepKaliiine XJopomnJacTHble
TPpaH3UTHBIE NENTH/IbI, TPAHCTIOPTUPYIOTCHA B XJOporiJjiac-
Tel. B 3T0 Bpemst onn B3aumonencTBytoT ¢ 6enxkamu PTC
(cokp. aura. protochlorophyllide-dependent translocation
complex), KoTopble siBasioTess komnonentamu Toc/Tic-
TPAHCJIOKOHOB, HJIH KOMIIJIEKCOB, KOTOPbIE PACMOJOKEHbI
1o 06e CTOPOHbI 000JIOUKH XJIOPOMNJIACTa U 00€CNeynBaIOT
uMnopt 6eaKoB U3 uurongasmbl (Reinbothe et al., 2004;
2005). CymecrBoBanue [1XJI/I-3aBUCHMBIX TpaHCJIOKO-
HoB (Schemenewitz et al., 2007) noarBepauao o6eyxaa-
emyto ¢ 1995 r. runoresy 06 yuactuu [1XJI/L B peryasinuu
TpaHcnopTa 6e/KoB B xJjoporniact (Reinbothe et al., 1995).
Yeranosaeno, uyto aasa accouuanuu clIOP ¢ Tumakounma-
MU B KadecTBe Kodaktopa Heobxoaum HAJID (Dahlin et
al., 1999). Boamoxxnast poJib B 3TOM Tpolecce BTOPHUHOIM
ctpyktyphl c[1OP aktuBHO 06cyrkaaercs (Aronsson et al.,
2003).

Eciu 3THONIMPOBAHHbIE MPOPOCTKH MOKPLITOCEMEHHbIX
pacTeHuil (UMeHs!, TpaJleCKaHIIMK U JIP.) OCBETHThb B Teue-
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TMNOP

ChiL chin e

cloP
s 0 POR £ .0
COOCH, COOCH,
COOH COOH
cnopP TMnoP
941 Arabidopsis thaliana PORA
996 Arabidopsis thaliana PORB Angiosperms
Al 0.05
(.)'—05._) Arabidopsis thaliana PORC p—
993 | 1450
Pinus mugo Gymnosperms Pinus thunbergii* 853
999
Marchantia paleacea Bryophytes Marchantia polymorpha™ | 484
Chlamydomonas reinhardtii Chlorophytes Chlamydomonas reinhardtii* 1000
Plectonema boryanum Plectonema boryanum
—|: Cyanobacteria 688
1000 Synechocystis sp. PCC6803 Synechocystis sp. PCC6803 638
Heliobacteria Heliobacillus mobilis
Green sulfur bacteria Chlorobium tepidum
I1 000
Green nonsulfur bacteria Chloroflexus aurentiacus
831
Purple bacteria Rhodobacter capsulatus
Mus musculus
L carbonyl reductase Azotobacter vinelandii NifH
100 Streptomyces hydrogenans 1000
3a, 20B-hydroxysteroid dehydrogenase Plectonema boryanum NifH
758 Escherichia coli

Ta-hydroxysteroid dehydrogenase

Puc. 4. ®unorenusi TTIOP u cI[1TOP.

[Tpencrasiena mosiekyasipHasi dusorenus (B) depmenros, ocyuiectsasiounx npespautedne TIXJI B XJIL (A) (no:

Yamazaki et al., 2006)

HHE HECKOJIbKHMX YaCOB, a 3aTeM CHOBA TIOMECTHTb HX B TEM-
HOTY, OHHU MPOJOJ/KAIOT CUHTe3UpoBaTh XJI Ha ypoBHe 20—
30 % nopmbl (Popov, Dilova, 1969; Adamson et al., 1985).
OTBeuast Ha BOTIPOC, KAKHM 00Pa30M OCYLIECTBIAETCH ITOT
cunre3 B orcyterBue TIIOP, Packun n [Bapu (Raskin,
Schwartz, 2003) ycraHOBHIIM, UTO HHIHOUPOBAaHUE ACKOP-
OaTrnepoKCHAA3bl CAMULUIOBON KUCJOTOH BEJET K MpeKpa-
ILIEHUIO0 TeMHOBOTO cuHTe3a XJ1 y sumensi. OHM Mpeanoso-
KU, uTo B TeMHoTe npespatiienne TIXJI1 B XJII1 moxeT
ocyutectsaTh U c[IOP, KoTOpast CTob3yeT 3/MEKTPOHBI,
rnoJslydeHHble OT ackopbaTta. MeTon HHU3KOTeMIlepaTypHOU
CTEKTPOCKOIMHUH MO3BOJIUJI M0KA3aTh, UTO KaTaJUTHUECKHH
mexanuam cITOP Bkjtouaer B ceGs Be NMPOMEKYTOUHbIE
CTajvu, He Tpebylolllie cBeTa, KOTOpble MOTYT ObITh CBfi3a-
HbI C UI3MEHEHHEM TOJIOXKEHHS HITH KOH(DOPMALIMH MOJIEKYJTbI
tdhepmenta (Heyes et al., 2003).

3.4 . OBonoymoHHoe npoucxoxpeHue NMNOP
[TepBoHauanbHo mogaranu, 4yto c[IOP mosiBunach B
npollecce IBOJIOLHH TOJNBKO y MPOKPBITOCEMEHHBIX pac-
Tenui, oqHako, B 90-x romax XX Beka BBISCHHJ/IOCH, YTO
FeHOMbl LIMAHOOAKTEepHUl U BOAOPOCJEH TaK»Ke Coxep-
JKaT TeH, KOAUPYIOUIUH 3TOT GepMeHT. ¥ 1LHaHo6aKTepHH
Synechocystis sp. PCC6803 on 6bl1 06HApyKeH KaK TeH,
KOTOPBIH TIpH TpaHCOpPMAILIUH KOMIIJIEMEHTHPYET MY-
Tal{lo0, aHaJOTHUHYI0 MyTaluu, GJokupytoiei TIIOP
R. cupsulatus (Suzuki, Bauer, 1995). AMuHokucj0THAS
MOCJIe/IOBATENBHOCTD OeJKa, KOAUPYEMOrO 3THM TEHOM,
0KasaJlach CXOAHOH ¢ aMHHOKHCJIOTHOH MOCJIe0BATE/Ib-
Hocteio c[IOP Beicmnx pacrenuii. PujoreneTHueckuit
ananus cy6veaunul clIOP n 6.1n3kux x Heil pepmeHTOB
ceMeiicTBa KOPOTKOLEMOUEUHbIX JerHAporeHas/peayKkras
nokasaadJl, UTo 9BoJIolMoHHast uetopus renos ¢l IOP naua-
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Jach ¢ uMaHoGakTepuil (puc. 4), a 5yKapHoOTbl MOJYUHIN
UX B pesyJ/ibTare 3HA0CUMOMOTHYECKOTO FOPH30HTAJ/BHO-
ro rnepeHoca, CJy4MBLIErocsi 10 MOMEHTa AMBEPreHLHH
tdoToTpodHbIX faepHbIX opranuaMoB (Yang, Chen, 2004;
Fong, Archibald, 2008). Mouxaexyasipnasi Qusorenus
TIIOP oaHO3HAYHO CBUAETENBLCTBYET O MPOUCXOXKIAEHHH
KOJIMPYIOLIMX €ro TeHOB OT HUTporeHnaa 6akrepuil (Xiong
et al., 2000; Yamazaki et al., 2006).

4. AHAJIN3 COLEP>XAHWSA XJIOPOOUJT/IOB
Y OPTAHU3MOB, CUHTE3UPYIIOLLINX
XJIOPO®UJIJI B TEMHOTE W1 HA CBETY

[lepBrunas onenka 3(hpeKTHBHOCTH TeMHOBOTO U CBe-
TOBOro 6uocuHTesa XJ1 MoxkeT ObITh JaHa yTeM H3MepeHHs]
YPOBHS STHX MUTMEHTOB B KJETKAaX JIMKOTO THNA M GeCXJo-
PO(HUIBHBIX MYyTAHTOB, BbIPAlllEHHBIX B TEMHOTE U Ha CBETY.
[Ipu u3yyeHnu BJHSIHUS OCBellleHUsl Ha HakorieHue XJIy
HECKOJIbKHX BHJIOB COCHbI ObLJIO YCTAHOBJIEHO, UYTO B TEM-
Hote 14—22-x nueBnele nmpopoctku Pinus taeda (Griffiths,
1991), P. thunbergii (Shinohara et al., 1992) u P. sylvestris
(Drumm-Herrel, Mohr, 1994 ) cuntesupyror 20—25 % cse-
TOBOro ypoBHs XJI.

Y MyTaHTOB LIHAHOOAKTEPHH C HEAKTHBHBIM KOMIJIEK-
com TITOP Ha cBeTy MOJIHOCTBIO BOCCTAHABJIUBAETCS YPO-
BeHb cofeprKkanus XJ1 3a cuer akrusHoctn cITOP. Ckopoctb
nakorienust XJI npu cotorpochHOM pocTe Tak ke, KakK H
B XeMOTeTepOTPO(MHbBIX YCJIOBHAX B TEMHOTE, Y MYTaHTOB
P. boryanum c nedpextHbiMu reHamu chll, chIM w chIN
ObIM CXOJIHBI ¢ TAKOBBIMH Y LITaMMOB jiikoro tvna (Fujita
et al., 1998). Anasoruunble pe3ysnbTaThl ObIM TOJyYeHbI
Ha myTaHTax Synechocystis sp. no renam chil v chIN (Wu,
Vermas, 1995); 1 3T0 CBUAETEJILCTBYET O TOM, UTO CBETOHE -
3aBUCUMbBIH OnocuHTe3 XJI He saBjsieTcst He0OXOAUMBbIM JJIs1
LMaHOOAKTEPHIl HA CBETY.

Mtuorue yellow-MyTaHTbl XJJTaMHIOMOHA/IbI (KaK sifiep-
Hble, TaK U XJIOPOTIJIACTHbIE) TIPH POCTE HA CBETY HaKar-
JuBaioT MeHblie XJI, uem mTammbl 1MKOro Tuna. B 3a-
BUCHMOCTH OT F€HOTHIA €r0 COAepPKAHUSA CHUXKAETCSH 110
35 % (myTanty-5) 10 78 —98 % (MmyTanty-la) yposHs qu-
koro tuna (Ford, Wang, 1980; Ford et al., 1981). Knetku
mytanta pe-1 C. reinhardtii, y KoToporo He (yHKIIHOHU-
pyet cI1OP (Ford et al., 1981; 1983; Li, Timko, 1996) B
TEMHOTE CojlepKaT HaroJJoBUHY MeHblie XJI, yem mram-
Mbl JIMKOTO THIMA, BbIpallleHHblE B CXOJHBIX YCJOBHSX.
B03M0XKHO, UTO OTCYTCTBHE CBETO3aBUCHMOr0O pepMeHTa
KaKUM-TO 06pa30M CHHXKAET YPOBEHb TEMHOBOTO CHHTE-
3a XJI, okasbiBasi Bausinue 6o Ha akTuBHOCTb TITOP,
an60 na conepxkanue I[IXJIJI. Ha cBeTy aToT MmyTanT Ha-
kanausaeT 36 % XJI quxoro tuna. ITo-BuaumMoMy, Takoil
ypOBeHb MUTMeHTa oOecneunBaeTcsl akTuBHOCTHIO TIIOP.
CrocoGHOCTb MyTaHTa pc-1 HaKanJMBaTh HA CBETY BTPOE
6oabliie XJI, ueM B TeMHOTE, MO3BOJISIET TPEANOXKHUTh, YTO
cetonesaBucumas peaykius [TXJIIL moxeT mo3uTHBHO
PEryJHpPOBATHCS CBETOM.

SAKJIIOHEHVE

Euie B navase 90-x rogos XX Beka CUHTAJH, UTO TEM-
HOBOH O6HocuHTe3 XJI — pesysibTat GMOXHMHUECKUX MOJIH -
¢dukaumnii c[TOP. Ceftuac o4eBHIHO, YTO TEMHOBOE M CBe-
To3aBucHMOe BoccTaHoBjeHue [IXJIIL kouTposupyloTcs
pa3HbIMK TeHaMH, KOJIUPYIOIMMH /IBa Pa3HBIX 10 CTYKType
M TMPOUCXOXKIEHHI0 (DepMEHTHBIX Komriekca. MeTtomamu
KIACCHUECKOH U MOJIEKYJ/ISIPHOH TeHETHKH M TeHOMHKH MPH
M3yueHun (POTOCHHTE3UPYIOIMX GAKTEPHH, 3e/eHbIX BOJO-
pocJiell ¥ BBICUIMX PACTEHUH ObLIM HAWIEHbI TPH TeHa, KOH-
TpoJipyloLHe cBeToHedaBucuMoe npespatenve [TXJI B
XJUL — chiL, chiB v chIN (bhIL, bhiB v bchN y Gaxrepuit,
cunresnpyronx bXJI). DTH reHbl KOMUPYIOT CyObHEIHHH-
bl pepmentHoro kommiexca TIIOP, cxomnble Mo cTpyKTy-
pe ¢ cyobenununamu vurporenassl NifHDK (Muraki et al.,
2010). Onu oGHapy»KeHbl TOJBLKO Y OPraHU3MOB, CHHTE3H-
pytowux XJI B TeMHOTe, W y MpeACTaBUTe/1eH SyKAPHOT J10-
KaJIM30BaHbl B reHoMax ryactus (Armstrong, 1998; Nomata
et al., 2005).

[Tono6uo JIHK-doTonaze (Begly, 1994), c[TOP — 310
«(pOTOIH3UM», UIH (hEePMEHT, KOTOPOMY ISl TPOSIBJAEHHS
KaTaJIUTHUECKON aKTHBHOCTH HeoOXoauM cBeT. OHa oTHO-
CUTCSl K ceMefiCTBY Jlerniporenas/petyKras KopoTKOoLero-
UeUHBIX CIIUPTOB U Tak ke, kKak TIIOP, umeer npokapuorHoe
TIPOUCXOXKIEHHE.

OcHoBbIBasich Ha (PUIOreHETHUECKOM aHAJH3e U XapaK-
tepe pacnpenenenus TIIOP u c[IOP cpean dortorpodhubix
OpraHW3MOB, MBI MOXKEM MPEANOJNOXKUTb, YTO TMpPHCYLIast
aHokcurennsiM 6akrepusim TIIOP — Gosee apxanunas
(bepmMeHTHAs cUCTeMa, HMelolast 061Ilee MPOUCXOKIEHHE C
nurporenasoil. B mpouecce sposounn cl1OP, no-suanmo-
MY, TIOSIBMJIACh BMECTE C OKCHTEHHOH (hOTOTPOHEN B OTBET
Ha yBeJnuenne conepxkanus O, B aTMocdepe, 4TO KOMIEH-
CHPOBAJIO MOTEPIO AKTHBHOCTH YyBCTBUTENBHOH K KHCJIOPO-
ny TITOP (Schoefs, Franck, 2003; Fujita et al., 2006).

Kaxkumu npuunHamu 66110 00yCJI0BJEHO [10SIBJICHHE CBe-
TO3aBHCHMOTO annapata 6uocunresa XJI? Kakopa 1ieHa yr-
patsl kommiekca TIIOP nokpbIToceMeHHBIMH PaCTEHUSIMH ?
HMcueprbiBaioliie oTBETH HA 3TH BOMPOCH! ellle He MoJtyde-
ubl. buonnrtes BXJI y coBpeMeHHbIX aHa9pOOHbIX OaKTepHit
MHrHOUpyeTes cBeToM M KucsaopogoM (Shiba, Shimada,
1997). Takoe mHru6upoBaHHe MOXKHO paccMaTpHBaTh Kak
MeXaHH3M MPelOTBPAleHHs] TMOTeHIHAIbHOH OMAcCHOCTH
torooxucaenus (LLaneiro, 2004 ). MonexyJisl ToppUPHHOB
(k xoTopbiM otHocsiTest BXJI, XJI 1 ux GHocHHTeTHUeCKHE
Tpe/IlIeCTBEHHUKH) — CHJIbHbIE (DOTOCEHCHOUIN3ATOPH,
Ha CBETY BBI3bIBAlOIIME 0O6pa3oBaHHe CHHIJIETHOTO KHCJIO-
pona. B aspoGubix yenoBusix uaruoupoatue TI1IOP cBeTom
1 KMCJIOPOJIOM MOXKET CHUKATh 9(DEKTUBHOCTb (DOTOCHHTE3A
v npuBomuTh K Hakoruienuto TIXJIJT (Fujita, Bauer, 2000).
[TosiBaienune clTOP npenotBpauiano sToT npouece u odec-
neunBaso 3PMEKTUBHBIA OKCHIeHHBIH (POTOCHHTE3.

YCTaHOBJIEHO, YTO OPTaHU3MBI, CMOCOOHBIE K CBETO3a-
BUCUMOMY U cBeTOHe3aBucUMOMY cuHTe3dy XJI (BXJ1), Bbi-
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6upator nytH BoccranoBsaenus [1XJII] B 3aBucumocTt ot

MHTEHCHBHOCTH OCBELIEHUS U CcofiepKaHus kucaopoaa. [u-

aHobGakrepus P. borianum Ha cnaboM cBeTy (HHTEHCUBHOC-

Thio MeHee 10—25 Mkmosib KBaHTOB M~ 2% ¢~ 1) 0Gpasyer XJ1

TosibKO ¢ omotipio TITOP; npu ocBeniennocTH caeiiie 130

MKMOJIb KBAaHTOB M 2% ¢! Bech XJ1 cunTe3upyercst HCKJIO-

unTesIbHO ¢ omoliibio ¢l TOP, a npu cpeiHeit MHTEHCHBHOCTH

cBeta (25— 130 MKMOJIb KBaHTOB M~ 2% ¢~ ') hyHKIMOHHPY -
toT 0o6a epmeHTa, U GoJblias yacth XJI o6pasoBbiBasach
no ceerodaBucumomy nytu (Fujita et al., 1998). Myranr,
quuennslt c[1OP, Tepsin cnoco6HOCTL pacTH B a3poGHBIX

YCJIOBUSIX U TIPU BBICOKOH MHTEHCHBHOCTH cBeTa. Ero nepe-

HECEHHE B aHAPOOHDIE YCJIOBHSA MPUBOIUIIO K BO30OHOBJIE-

Huio pocta u 6uocunresa XJ1 (Yamazaki et al., 2006). Bee

9TU JIlaHHbIEe CBHAETEJbCTBYIOT 0 ToM, uto TIIOP u c[1OP

KOMIEHCHPYIOT (PYHKIMK JPYT Jpyra B 3aBUCHMOCTH OT CO-

CTOSIHUSI OKPY2KalOlllel CpeJibl, TI03BOJIsIT OpraHku3MaM Bbl-

JKUBATh MPH H3MEHEHHH OCBELIIEHHOCTH U CONEPIKAHUS KHC-

Jiopoja.

Jlnst aspoGHbIX poTocuHTeTHKOB cITOP nmeet Heckosb-
KO oueBUJIHBIX Npeumyliects nepen TIIOP:

*  (pepMeHT HEeUyBCTCBUTEJIEH K KHCJIOPOJLY;

+  Kak (hOTOIH3UM, OH JIUMUTHPYET HaKOMJIeHHe (POTOCEH-
cubuanzatopa [XJ1/1, npenorspaiias npoiecchbl GpoTo-
JIECTPYKIIUH;

+ ckopocTb BoccraHoBseHus TIXJIJL ¢ momotubio cITOP
3HAUUTEJILHO Bhille, ueM B caydae TITOP, uro oGecneun-
BAET BbICOKYIO MPOAYKTHBHOCTb GHOCHHTe3a XJI.
[To-BUAMMOMY, 9TH TPEUMYILECTBA CTaJH TMPUUUHOMN

nepexojia MOKPbITOCEMEHHbBIX PACTEHHH K CBETO3aBUCH-

MoMy cuHTe3y XJI B yCJIOBHSIX OKCUTeHHOTO (POTOCHHTE3A,

UTO COTPOBOXKAANOCK TOTepeil reHoB, Kopupyiouux TI1OP.

Jlsig ananTtauuu K pa3HbiM YCJIOBHSM OCBEIIEHH ST HEKOTO-

pble pacTeHusi, HarnpuMep apaGHIONCUC, B3aMeH yTpaueH-

Hoit TIIOP o063aBesnch HECKOJbKHUMH TOMOJIOTHYHBIMH

reHamu c[TIOP (PORA, PORB w PORC), sxcnipeccus Ko-

TOPBIX T10-Pa3HOMY 3aBUCHT OT cBeTa W Hajmuus HAJIOH

(Kim, Apel, 2004).

CJieflyeT OTMETHTb, UTO CBET M KHCJOPOJ OKa3blBAIOT
KPUTHUYECKOE BJIUSIHUE HA YKU3Hb (DOTOCHHTE3UPYIOLINX OP-
TaHU3MOB U, TM0-BHIUMOMY, SBJSIOTCS OCHOBHBIMH (DaKTO-
pamu 3BOJIIOLMH (POTOTPOGOB, KOTOpas 111/1a B HAMIPaBJIeHUH
ajanTalil K 9THM H3MEHSIOIMUMCS MapaMeTpaM BHElIHeH
cpenbl. bosiee apxanuHblii TeMHOBO# GrocHHTe3 XJ1 chop-
MHPOBaJIC B aHAPOCHBIX YCJOBHUSAX, a 3aTeM 3BOJIOLHS
XJ1-cHHTe3UPYIOLIMX OPraHW3MOB 111J1a 110 MyTH afanTHIHN K
YBEJIMUEHHIO HHTEHCHBHOCTH CBeTa (MPH Mepexojie U3 BOJbl
Ha CyLly) ¥ COIep2KaHUsl KHCJI0POoJa.

B T0 Bpemst kak c[TOP ugyuena noBosibHO noapo6Ho (be-
asieBa, 2009), coBpeMeHHble 3HaHUS 0 TEMHOBOM GHOCHHTE-
3e XJI, TaK ke, KaK W CBeJeHHs] O MeXaHW3Max afanTaluu
PACTUTEJIbHON KJETKH K CBETY KpaiHe HeMHOTOUHCJIECHHbI.
B KysibTypax mraMMoB XJIaMHIOMOHAJIbI, PACTYIIHX HA CBE-
Ty, MyTalyi yellow cnoHTaHHO BOZHUKAIOT C BBICOKOM 4acTO-
toit (107=107*). [1o-Buaumomy, B pOTOTPODHBIX YCIOBHSIX

notepst TIIOP naer cenekTHBHOE MPEUMYIIECTBO, U HAJH-
uhe siIepHbIX TeHOB yellow, MyTallu Mo KOTOPbIM OJOKH-
pyioT TemHoBoe BoccTanosenne [TXJIJI, Heo6xonumo assi
perynsiunu aktusHoctd TIIOP. BeposiTHO, MpoayKThl 9THX
FeHOB Y4aCTBYIOT B PETYJISILIUH SKCIPECCHH XMOPOTIACTHBIX
reHOB, OTBETCTBEHHbIX 32 HuocunTes XJI Ha ypoBHe obpa-
30BaHMsl M (DYHKIHOHHPOBAHHS KOAMPYEMBIX HMH O€JIKOB
(Cahoon, Timko, 2000). BuoJsiornueckasi mpuposa U mMexa-
HU3MBI JIEHCTBUST STHX PETYNSTOPOB KpaiiHe HHTEPECHHI, HO
MOKa HEM3BECTHBI.

TemHnoBo#t 6uocuntesd XJI oGecneunBaeTcst He TOJLKO re-
HaMH, KOHTPOJMPYIOLUMY HaKomeHne u peryJsiio TITTIOP,
[Tomumo mytanTtoB yellow, y xn1aMUIOMOHAB!I OMHCAH MHOH
THIT MyTaHTOB 10 TeMHOBOMY OHocuHTedy XJI, KoTopble Ha-
KarJnBaloT B TeMHoTe npotonopdupun IX — Gosee panuuii,
ueM TIXJI[, npentectsenuuk XJI 1 crnocoGHble 3e/1€HETh B
temHote (Wang et al., 1974; UekyHosa, Keutko, 1986; [1la-
Jbiro u p., 1990). Kommnekcnoe renetnko-6HoXUMHUECKOe
uccsieioBanne atux mytantos (bre-1 u 1ts3) nossosiniio Haii-
T crnetuduunbii A1st sykapuor GATA L -TpaHCKpHITIHOHHBI
daxrop LTS3, HeoOXOAMMBIH /151 SKCTPECCHH B TEMHOTE
FeHOB, KOJUPYIOUIMX (PepMeHT MarHuii-xenartasy — Gosee
panHuii, yem [TOP B nienu Guocunresa XJI (Hekynosa, Ca-
BesibeBa, 2010). OGHapykeHue 3Toro hakTopa CBHIETE/bC-
TBYET, YTO HE3aBUCHMBIH OT CBEeTa OMOCHHTE3 TETPANTUPPOJIOB
B (hOTOCHHTE3UpYIOLIEeH KIeTKe 00ecneunBaeTcs  yTeM pe-
TYJISILK HA YPOBHE TPAHCKPHITLIMK TeHOB, KOAUPYIOLINX Mar-
HUI-XeJ1aTasy.

Hawm npeacrasjenuss o reHetuke GoJiee apXauuHOro
TeMHOBOro cuHTe3a XJ1 erte Tosbko hopmupytotes. Heese-
JIOBaHHUSI B 3TOH 06/1aCTH MO3BOJISAT BBISICHUTD POJIb T€HOMOB
s7Ipa M XJIOPOTJIACTOB B PETYJISILIMK 3TOTO MPOllecca, a TaKxKe
B o0ecrneueHnHy aganTauuu GoToTpodos K BarKHeHIIeMy /151
HHUX (DAKTOPY BHEILIHEH CPe/ibl — CBETY.
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TBEHHbI YHHBEPCHTET,
Cankr-Ilerep6ypr
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MaTHKH, YHuBepeutet r. Oc/o

% C noMoLpbio MYJIbTHIOKYCHBIX
mapkepos AFLP 6bin1a uzyuena
MOJIeKY/ISIpHAs MK3MEHYUBOCTb

B 49 nonyasiuusx Silene acaulis.
l'lo.nyqubl JaHHbI€ B MOJIb3Y
nocJjeseJHUKOBOI KOJOHU3aLUH
ceBepa u3 peyruymos,
pacnoJsioXKeHHbIX B TOPHbIX pailoHax
tora EBponbl. BoabinHcerso
ceBepo-eBPONelCcKUX NonyJasuun
XapaKTepu3yloTcs HUI3KMM YPOBHEM
reHeTHYeCcKoro pasHooopasus

Y ¢1a00 BbIPAXKEHHON reHeTUYeCKO
CTPYKTYPOIi, O CPaBHEHUIO

C F0O2KHbIMHW MOHTAHHbIMHU
nonyasiuusavu. Kononusauus Silene
acaulis BbICOKOAPKTHYECKOTO
apxunenara Llinuu6epren
OCYILLECTBJISNIACh U3 PAa3HbIX
UCTOYHUKOB, CpeIU KOTOPbIX
Haubosee 3HaYMMbIM Obli1a BOCTOYHAS
Ipennanams.

% Katouesble cioBa: dusoreorpadust;
Silene acaulis; ueTBEPTUUHBIHA EPHOL;
AFLP; pedyruym; nocieseHuKoBas
KOJIOHH3ALIHsT; aPKTO-a/IbIHHCKast

daopa.
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MOJNEKYNAPHAA NBMEHYUBOCTb N ®UJIONEOIPADUA
CMOJIEBKW BECCTEBEJIbHOW SILENE ACAULIS (L.) JACQ.
(CARYOPHYLLACEAE) HA CEBEPE EBPOIbI

N APXUNENATE WWNAUBEPIEH

BBEJIEHVIE

KiumaTtnueckne M3MeHeHHs MJeHCTOlleHA OKa3alu 3HauuTesbHbIH 3hdeKT
Ha (opMUpoBaHue apkTHuecKoi quiopbl. Cyxo# W XOJIOIHBII KJMMAT BO BpeMs
MOKPOBHbBIX OJIEIEHEHUH CMEHSICA OTHOCHTEJbHO GJIArONPHUATHBIM B MEPHOJIbI
MeKJIeMHUKOBUH. JIeHUK OTCTynaJ/ U pacrnpocTpaHsiycs HEOHOKPATHO, H3MEHSIS
MecTa 0OUTaHUS XKUBBIX OPraHU3MOB, KOTOpPble OblJIM BbIHY:K/IEHbI MUTPHPOBATD
wi moru6ath. Bumpl, npucrnocobiieHtblie K CypoBOMY XOJOAHOMY KJAUMATy, UMeJH
6oJiee HPOKOE pacrnpocTpaHeHHe Mo CPaBHEHHIO C MX COBPEMEHHBIM apeaJsioM
(Birks, 2008). Mecrom ux o6uTaHus Oblia 061IMPHAs TYHIPOCTeb. Bupl Gosee
YMEPEHHOT0 KJIUMaTa HaXoauu yoexuila (pedyruymbl) Ha 1ore, Ha HEMOKPbITHIX
JbI0M Tepputopusix. Takum oGpasom, GopeasibHble BUIbI MEpeKUBaIU «3(PdeKT
OYTBIIOUHOTO TOPJIbIIIKA» B JIETHUKOBbIH MEPHOJI, TOTJA KaK MPUCTIOCOOIEHHbIE K
IKCTPEMAJIbHBIM aPKTHUECKUM YCIOBUSIM — B TI€PHOJIbI MEXKJIETHHKOBBS.

SHauUTEbHBIH BKJIaJ B U3yUe€HHE BOTIPOCOB HCTOPHHU MOC/EJIEIHUKOBOTO pac-
CeJIeHHs] BHJIOB BHeC/M (huioreorpaduueckue UCCJe0BaHUsA MOCJAEHETO Bpe-
MeHH. 3Hasi TeHeTHueckoe pa3HooOpa3ue U CTPYKTYPY BHIOB, MOXKHO MPEITOJNO-
JKUThb, KaK (POPMUPOBA/IICH HX COBPEMEHHbIe apeasibl. O6acTH, KOTOpble OblIH
pedyruymamu, J0JKHbI HMETh BBICOKHE YPOBEHb M€HETHUECKOT0 padHoobpasus,
TOT/Ia KaK TEPPUTOPHH, 3aceIeHHbIe MoC/ie OTCTYIIeHHs JeJHHKa, — GoJiee HU3-
KH1il U3-3a 3ppekra ocHoBaTeJ s U ipeiida reHoB. MckimoueHneM MOTyT ObITh KOH-
TaKTHbIE 30HbI HJIM 30HbI KIIIBOB» — YYaCTKH, IJIe MUTPAHTbI U3 JIBYX PA3JIMUHbIX
pedyruyMoB BCTPETHIIUCH BO BpeMs MOCJENEIHUKOBOH peKosionn3atnu (Hewitt,
1996).

Jlnst nauGosiee TMONHON XapaKTePUCTHKH TeHETHUYECKOH M3MEHYMBOCTH BHJA
HeOoOX0IMMO M3ydeHHe JI0CTATOUHOTO Ynca JIOKYcoB. C 9TOH TOUKH 3peHHs Ha-
160J1ee HHTEPECHBI MHOTOJIOKYCHbIE MAPKEPhI, B UaCTHOCTH, MOJUMOP(U3M JTHHbI
ammuimposanubix gparmentos (AFLP) (Vos et al., 1995). Cratucruueckune
MOJIXO/Ibl aHaJ/IM3a MHOTOJIOKYCHBIX TaHHbIX, BKJI0Uast MeTo/ibl batiecoBckot Kaac-
cuhUKallH, TO3BOJIAIOT TECTHPOBATH CJI0XKHbIE (hUJIOTeOrpaUUECKUe THIOTE3bI,
HampuMep, o reorpauueckoM MeCTOHAX0KIECHUU JIETHUKOBbIX YOEXKHIIL K TIPOUC-
XOXKJIEHUH COBPEMEHHbBIX TTony sy, Tak, /151 roJyOuKH, KII0UeBOT0 KOMIIOHEHTA
ceBepHbIX KocHcTeM, ¢ ucnonbzoBanreM x/IHK, ITS u AFLP nokazana oueHb
CJIOJKHAs TeHeTHUEeCKast CTPYKTYpa, KoTopasi 00bsiCHsIeTCsT ObICTPBIM PacnpocTpa-
HeHHEM M3 psilia pedyruyMoB ¢ (OPMUPOBAHHEM HECKOJLKUX KOHTAKTHBIX 30H
(Eidessen et al., 2007-a).

CwmosieBKa GecerebesibHasi — apKTO-aJbIIHACKUI BUJL, IOBOJBHO OOBIUHBIH B
TYHJIPOBBIX U BLICOKOTOPHBIX coobiecTBax ( Koxkanuukos u ap., 1971). Bun npen-
CTaBJieH MHOTOJIETHUMM, MOJAYLIKOBHAHBIMKM, HACEKOMOOMbBIIEMbBIMA W THHOJ-
BYJIOMHbIMU PACTEHHSIMH, MTPHYEM B CEBEPHBIX PETMOHAX J0JIsi repMadpPOIUTHBIX
ocoGeit menblie (Sastad, 1991). M3yuenue a03MMHON HU3MEHUMBOCTH CMOJIEBKH
6eccrebenbHOl B nonyasuusix ¢ reppuropuu Lnundeprena, Hopseruu, Menau-
auu 1 ornananu nokasaso, 4To nonyJsiun U3 Beicokoil Apktuku (11Inuu6ep-
TeH ) UMEIOT BLICOKHIH YPOBEHb H3MEHUHBOCTH, CXO/IHBIH C TAKOBBIM, BbISIBJIEHHbBIM
y Godiee 10xkHbIX nonyJsauui (Abbott et al., 1995). Ananus noanumopduama AJaHHbI
pecTpuKIMOHHBIX pparmenToB X/IHK, npoBeieHHbII B 9T0# e paboTe, BbIABUII,
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UTO BCE U3yUeHHbIE MOMYJALNN UMeJH 001ui ramiotur. [To
9THM pe3yJibTaTaM OblJI0 CeaHO 3aK/I0YeHHE O BO3MOKHOM
MOCJIEICIHNKOBOM 3aCeJIEHUH CMOJIEBKOH OeccTeOe/IbHOM
CEBEPHBIX TEPPUTOPHH M3 10XKHBIX pedyruymMoB. BuiBojbl,
nosiydeHHble B padote Abbott et al. (1995), ocHoBaHbl Ha
N3YyYCHHH aJJI03UMHON M3MEHUYMBOCTH JIMLIb CEMU T'€HHBIX
JIOKYCOB.

Hacrositiasi paGota cTaBUT CBOEH 11€/bI0 H3YUHTh YPO-
BeHb W CTPYKTYpy TeHeTHUeCcKoro pasHooOpasusi Silene
acaulis na eBponeiickom CeBepe C HCMOJIb30BAHHEM MYJIb-
THI0KycHbIX MapkepoB AFLP, a tak:ke BeIsIBUTH reorpadu-
HECKHE TEPPUTOPHH, TOCTY2KUBIIHE BO3MO2KHBIMH HCTOY-
HHKaMM 3acesieHust 3TUM BujoM apxunesara nuuGepren.
Kpome Toro, cpaBHeHHe CeBepo- M 10XKHOEBPOMEHCKHX
HOHyJ'lﬂLLI/Iﬁ MOCJY2KUT MaTepraioMm Ji/ist OUEHKH THUITOTE3bl
Abbott et al. (1995) o npoucxoxkaeHnn ceBepoeBpONeNCcKUX
NOMyJNALMN CMOJIEBKH OeccTeOe/IbHOM.

MATEPUAJIbI 1 METOAbI

MaTtepuansbli

B pa6ore OGvuto ucrosnb3oBaHo 250 pacrenuil BHAA
Silene acaulis w3 49 nonyasiiui, U3 OCHOBHBIX MECT pac-
npoctpanenust Buna B Cesepnoit EBporne (tabm. 1). s
noJiyueHust 6ojiee TOUHOH HH(OPMALMK 06 MCTOPHH BHAA
B aHAJIU3 BKJIOYEHO HECKOJbKO TOMYJISILHI U3 psiia MecT ¢
tora EBponel 1 Boctoka Kananpl. Hueso pacrenuii Ha nomy-
JISILIMIO BapbHUpoBaJo ot 2 10 1 1. Jljist reHeTHUIECKOTO aHaJH-
3a MCIOJIb30BAMNCh 00PA3Lbl, BBICYILIEHHBIE B CHJIMKATese.
Becb marepuasn B cuskaresie u rep6apuit saydepos JHK
xpausitcess B Borannueckom Mysee Yuuepcutera Ocio,
Hopgerusi (O).

Bbiaenenve AHK n AFLP douHrepnpuHTUHr

Toranbuas JIHK Bbinessiiach U3 namesbueHHON pacTH-
TEeJIHOM TKaHH ¢ nomoltibio HabopoB DNeasy Plant 96 Kit u
DNeasy Plant Mini Kit (Qiagen, Hilden, Germany) corniac-
HO MHCTPYKLMsM npoussoantesnsi. O6pasusl JJHK xpansr-
cs1 B 6anke JIHK HauponanbHoro nentpa 6uocucreMaTiky
Yuuepcurera Oco.

AFLP ¢unrepnpuHTHHT TPOBOAMIICS C HCMOMb30BAHHEM
pectpukras EcoRI u Msel cornacno Gaudeul et al. (2000)
¢ momucukaumsamu Alsos et al. (2007), 3a uckaoueHrem
TOTO, YTO /IS 9Tara PeCcTPUKLHH-JIUTHPOBAHUS UCTIOIb30-
Bajiock O pl Boinenennoit JIHK. Jlns BoiGopa noaxoasuimx
KOMOMHALMH npaliiMepoB ObLIM MPOTECTHPOBAHB! 24 mapsbl
npaiiMepoB. s nanbHeliero aHannsa OblIH BbIOPaHbI
cnenytoye komounatmn: EcoRI-AGA/Msel-CTG, EcoRI-
AGG/Msel-CAG u EcoRI-AGC/Msel-CTC. 2—3 ul dutioo-
PECIIEHTHO MeUYeHOro MPOAYKTa KaxKA0H U3 TPeX CesNeKTHB-
Heix [TLLP coennnsinvick u pactBopsiich B 14 il ouniieHHoOH
BOJIbI Mepes cMelliiBanneM co cranpaprom GeneScan ROX
500 (Applied Biosystems) u ¢popmamuiom, nocse uero ana-
suaupoBamick Ha ABI3130x1 JIHK-cekBenatope (Applied
Biosystems). ITosyuennbie XxpomaTtorpamMmbl Oblin o6pa-

GOTaHbl C UCTOJbL30BAHUEM BHYTPEHHETO CTaHaapTa B Mpo-
rpamme GENEMAPPER 4.0 (Applied Biosystems) nnst ye-
TAHOBJIEHUS JJIUH TOJyYeHHbIX PparmMeHToB. [Tocie sToro
(bparmMeHTsbl, paszjauualolecs Mo JUIMHe MeHee, ueM OHa
napa HyKJeoTHIOB (M. H.) OblIH 00bEAMHEHBI BPyUHyl0. B
aHann3 ObIM BKJIOYEHbI (hparMeHThl pazmepom oT 50 10
500 n. 1. Hanmuune wim otcyTeTBHe (hparMenTta KoaupoBa-
JIoCh KaK « 1» nn «0», COOTBETCTBEHHO.

J1151 KOHTPOJISt BOCTIPOU3BOIMMOCTH MAapPKEPOB ObLJIH Bbl-
MOJIHEHbBI TOBTOPbI HA Pa3HbIX ITanax aHajnusa. PparMeHTbl
C HHU3KOH MOBTOPSAEMOCTBIO ObLJIM HCKJIIOYEHBI M3 aHa/n3a.
[ToBTOpHBIE 00pasiibl ObLIH HCIOJb30BAHbl /11 OLEHKH
omn6ku 1o Bonin et al. (2004).

AHanu3 gaHHbIX

BuyTtpunonyssiuponHasi H3MeHYHBOCTh Obl/1a paccunTaHna
Kak reHetuueckoe pazHoobpasue nmo Nei (Nei, 1987) ¢ no-
motpto yrunutel AFLPdat (Ehrich, 2006) B nporpammHoit
cpene R (R Development Core Team, 2004 ). Muneke pen-
kocTn MapkepoB AFLP (DW) olieHeH ¢ oMolIbIo MOHKKA -
I01Ilero B3BEIMBaHUS 110 UacToTe MapKepoB (Schonswetter,
Tribsch, 2005), takxke c¢ nomouipto AFLPdat. Ilnsi sToro
4acToTa BCTPEUaeMOCTH KOHKPETHOTO MapKepa B MOMy s i
Oblj1a pasjieJieHa Ha CyMMy BCTPEUaeMOCTH 9TOT0 XKe MapKe-
pa BO BceM MaccHBe JaHHbIX. MIHIeKe peakocTH Mapkepos
W BHYTpHUTIONYJISHUOHHasd USMEHYUBOCTb ObLTH paccuuTaHbl
JUISt BCEX TMOMYJIALMI € MATHI0 MHIAUBUAYYMAMH B BLIOOPKE.

Martpuua c pesysnsratamu AFLP Gbliia KoHBepTHPOBaHa B
dopmar st nporpamm ARLEQUIN, STRUCTURE n BAPS
¢ nomotpto R-ckpunra AFLPdat. Ananus mosekynspHoit
aucriepern (AMOVA: analysis of molecular variance) bl
nposesiet B mporpamme ARLEQUIN 3.11 (Excoffier et al.,
2005), Ha ocHOBe TMOMApPHOTO 1 MePAPXHUECKOT0 CPABHEHHS
06pastioB ¢ ucnosbzoBanrem 1000 nepmyTranuii.

[enernueckast cTpykTypa 6bljia MpoaHaaM3npoBaHa ¢ 1o-
MOULbIO MOJCJIb-OPUEHTUPOBAHHBLIX aJITOPUTMOB B KOMIIbIO-
tepubix nporpammax STRUCTURE 2.2 (Pritchard et al.,
2000; Falush et al., 2007), BAPS 5 (Corander & Marttinen,
2006) un anamsa rnaBubix KoopauHat B NTSYS-PC 2.02h
(Rohlf, 1998). B nporpamme STRUCTURE 2.2 ontumasb-
Hoe yucsio rpynn nonynsuuit (K) onpenensiercst ¢ nomotipio
Jorapuma BepOSTHOCTH pasjiesieHust HHIMBUIYYMOB 110 K
YMCy TPYIIH, KOTOPOE PACCUMTHIBAETCS C MCMOJb30BAaHHEM
BailecoBckoli knactepusalyy, OCHOBAHHOK Ha Mojies Xap-
nu-Batin6epra. Ananus Beinosnsiicss Ha buonoprane Yuu-
sepeuteta . Ocro (http://www.bioportal.uio.no/). Mcnon-
30BaJIMCh aBe Mmozedu: “admixture” u “no admixture”. s
mozean “admixture” BoO3MOKHO CMelIaHHOE MPOUCXOKIIEHHE
NOMyJISAILMIH, TOra Kak Jyis Mojiesi “no admixture” npenxu
HpeﬂCTaBl/lTEJ'leljl OﬂHOﬁ NonyJigivi - MOTYT TIpUHaJl/IEKaTh
TOJILKO K ofiHOMY Kjaactepy. Ananus anst K ot 1 o 10 npo-
Boausicst ¢ 1 000000 urepaumsmu, npu Bebxkuranuu (burn-
in) B 200000 utepauuii, st kaxknoro K ananus nosropsiics
10 pas. [paduueckoe npeacTaBieHne U aHaIH3 pe3yJibTaToB
OCYLLECTBJISIMCh C MOMOLIbIO yTHauThl Structure-sum 2009
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Tabauya 1
Monynsiuuu Silene acaulis, Boweaune B uccae0BaHue
Kox Yucno KoauiekTop, Y Koop- | X Koop-
S paCTUe— Mecrto c60pa rox cbopa JHaTa | JuHata
HUI (JiosiroThl) | (LIMPOTHI)
93-100 3 [ Inuu6epren, 3emist Yauesa dpcbepra (Wedel Jarlsberg Land) CB, 1993 77 15,55
93-103 5 [ nuubepren, Semust Yaneaa Apcbepra (Wedel Jarlsberg Land) CB, 1993 77,04 15,16
93-108 5 HInuucepren, Semius Hopaenweansaa (Nordenskiold Land) CB, 1993 77,51 14,5
93-148 5 Inuucepren, Semas Jukcona(Dickson Land) CB, 1993 78,4 14,38
93-151 5 HInuucepren, 3emst Ockapa Il (Oscar Il Land) CB, 1993 78.4 14,38
93-156 4 Inuucepren, 3emJst ukcona (Dickson Land) CB, 1993 78,52 15,95
93-169 5 [ Inuu6epren, 3emas byncos (Bunsow Land) CB, 1993 78,58 16,44
93-191 3 HInuubepren, Semas Anjape (Andree Land) CB, 1993 79,67 14,27
93-196 5 HInuusepren, Semast Ockapa I1 (Oscar Il Land) CB, 1993 78,22 13,84
93-215 5 Lnuu6epren, 3emist Hoprenmesbaa (Nordenskiold Land) AH, 1993 78,17 15,98
93-224 5 [nuucepren, 3emsst Hoprenmesibaa (Nordenskiold Land) AH, 1993 78,23 15,43
93-240 3 [nuucepren, 3emsst Hoprenmesbaa (Nordenskiold Land) CB, 1993 78,16 15,83
93-244 5 [InuuGepren, 3emis Caoun (Sabine Land) AH, 1993 78,35 17
93-522 5 Inuucepren, Semus Hopaenweanaa (Nordenskiold Land) AH, 1993 77,87 15,32
93-272 5 HInuucepren, Semaust Hopaenwennaa (Nordenskiold Land) AH, 1993 78,18 16,33
93-273 5 nuucepren, 3emsst Hoprenmesibaa (Nordenskiold Land) AH, 1993 78,19 15,52
93-285 5 HInuucepren, 3emst Ockapa Il (Oscar II Land) AH, 1993 78,84 12,17
93-293 5 HInuuocepren, 3emsst Ockapa Il (Oscar II Land) AH, 1993 78,92 11,95
93-307 5 [nui6epren, 3emas Xokona VII (Haakon VII Land) AH, 1993 78,83 12
93-316 5 HInuuGepren, Measexxuii octpos (Bjerneya) VB, 1993 74,46 18,9
94-392 2 Hopserusi, Cep-Tpenneaar (Ser-Trendelag) CB, 1994 62,6 9,7
94-450 5 Hopserust, Byckepyn (Buskerud) CB, MMT, TMG, 1994 | 60,63 8.56
94-454 5 Hopserust, Byckepyn (Buskerud) CB, MMT, TMG, 1994 | 60,86 8.55
94-456 5 Hopserust, Onmuann (Oppland) CB, 1994 61,13 8,57
94-522 5 Hopserust, Xypasanu (Hordaland) TMG, MMT, 1994 60,57 6,92
94-534 5 Hopserust, Onmiann (Oppland) CB, MMT, TMG, 1994 | 61,84 8,57
AK-1345 11 Hopgerusi, @unmapk (Finnmark) @S, KH, 2004 70,07 30,11
AK-3131 6 Mcnanus, ¥Yacka (Huesca) TG, JV, LV, 2004 42,14 —0,41
AK-3132 2 Mcnanust, ¥Yacka (Huesca) TG, JV, LV, 2004 42,66 —0,59
CB-96-004 6 Wcnanus, Karanonus (Catalonia) CB, 1996 4218 2.49
CB-99-002 5 [pennanmust, 3emuist Jkeiimca (Jameson Land) CB, JN, PB, SK, 1999 70,75 —22.71
CB-99-037 5 [pensanms, Jlusepnysbckasi semiist (Liverpool Land) CB, JN, PB, SK, 1999 70,49 —21,95
HOG-95 9 Mcnanausi, Crpancucia (Strandsysla) AKB, 1995 65,73 —22.1
SUP-04-006 6 Hopserus, Onnuann (Oppland) HC, 2004 61,62 8,04
SUP-3011 5 Kanana, Helodaynmnena (Newfoundland) IGA, AKB, 2004 51,36 —55,67
SUP-3013 5 Poccust, pecniy6snka Komu IGA, AT, 2004 65,3 60,67
SUP-3019 6 Kanana, Ke6ek (Quebec) IGA, AKB, 2004 48,93 —66,18
SUP-3078 5 [Inuucepren, 3emist Cepkar (Serkapp Land) MHJ, IS, 2004 76,94 15,88
SUP-3085 6 [ nnu6epren, Semiist ¥aneaa Apcdepra (Wedel Jarlsberg Land) MHJ, IS, 2004 77,07 15,18
SUP-3114 6 [Tosbiia, Kpakos, Tarpsl (Krakow, Tatra Mts.) PS, MR, 2004 49,24 19,91
SUP-3126 5 [ nnubepren, Semsst ¥aena Apcbepra (Wedel Jarlsberg Land) MHJ, IS, 2004 77,01 15,57
SUP-3133 5 [nuuGepren, 3emsst Yanena ApcGepra (Wedel Jarlsberg Land) MHJ, IS, 2004 77,01 15,57
SUP-4212 5 [Tosabiia, Kpakos, Tatpsl (Krakow, Tatra Mts.) PS, MR, 2004 49,17 20,14
SUP-4485 5 Poccus, dmano-Heneukuit AO, [Mossipublii Ypas MK 65,45 66,84
SWS-97-310 10 [pennanuusi, Mecrepesuk (Mestersvik) EH, 1997 72,25 —23,97
Coemnennoe Koposieserso, lotnanausi, Apraii, TMG, SWS, KTH, MT,
TMG-44 6 (Scotland, Argyll county) KWa, 1997 56,64 5,03
TMG-52 9 Coennnennoe Koposeserso, [lotnanmus, Musepnecc, (Scot- | TMG, SWS, KTH, MT, 56.8 _5
land, Inverness) KWa, 1997
Coemunennoe Koposneserso, Hlotnanaus, [eprimp, TMG, SWS, KTH, MT,
TMG-58 4 (Scotland, Perthshire) KWa, 1997 56,54 4,22
7SNG 5 [pennanaus, Mcenenosatebekas CTaHLs 3akenbepr KWe, KB, TD 7447 | —20.,57
(Zackenberg Station)
Wunimanamu 0603HaueHbl KOJIEKTOPbI pacTuTesbHoro matepuana: AH — A. Hapenes, AKB — A. K. Brysting, AT — A. Tribsch,
CB — C. Brochmann, EH — E. Hartz, HC — H. Carlsen, IGA — 1. G. Alsos, IS — I. Skrede, JN — J. Nylehn, JV — J. Valleés, KB —
K. Bakke, KH — K. Hansen, KT — M. Tebbitt, KTH — K. T. Hansen, KWa — K. Watson, KWe — K. Westergaard, LV — L. Villar, MHJ —
M. H. Jargensen, MK — M. Kapralov, MMT — M. M. Tollefsrud, MR — M. Ronikier, @S — @. Stensrud, PB — P. Bronken, PS —
P. Schonswetter, SK — S. Kjolner, SWS — S. W. Steen, TD — T. Dahl, TG — T. Garnatje, TMG — T. M. Gabrielsen, VB — V. Bakken.
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(Ehrich, 2006; Ehrich et al., 2007; www.nhm.uio.no/ncb) B
cpene R. B BAPS 5 ucnonbaytorest 6aileCOBCKHI MOIXOML U aJl-
FOpUTM CTOXaCTHYECKON ONTUMHU3ALMH NJ1 OLL€HKHU ﬂorapn(bma
NPaBronofoOUs NApTHLMK, KOTOPAst Pa3ae/IsieT BCe UHIMBHLY -
yMbl Ha ornpesiesieHHoe unciio kaactepoB (K). JlanHble Obliu
MpoaHaIN3UPOBAHBI C MOMOILIBIO TporpamMmbel BAPS 5 tpoek-
paTHO MpH MaxkcuMasbHbIX 3Hauenusix K pasubix 30. Kpome
TOro, aHaJiu3 reHeTHUECKOH CTPYKTYPbI ITPOBOAUJICH C MTOMO-
HIbIO METOoAa TJIaBHbIX KOOPAWHAT HA OCHOBE KO9C1:)C1')I/ILLI/IQHT8
cxoncrsa Jarica B NTSYS-PC 2.02h.

Ornpenesienne BepOSITHBIXX MPEIKOBBIX TMOMYJISILMI, 3a-
censBinx apxunenar IlInuibepren (assignment test) mpo-
BOMJIOCh ¢ Tomoliblo  nporpammbl AFLPOP  (Duchesne,
Bernatchez, 2002). Ha6op nanHbix Obl1 pasaeneH Ha TpybL,
COMJIACHO X reorpadpuueckoil MpuHamiexKHocTH. Kaxias n3
rpynn TeCcTUpoBaJiaCb KakK BO3MO2KHas1 MpeIKoBasi MOIMyJIsdLims
st pacrenuit nuuGeprena. Ilpasronogodue onpesessioch
Ha OCHOBe cpaBHeHHst yactoT Mapkepos AFLP. Mnentudpuxarus
MPEIKOBBIX MOMYNALMH CUHTAIACH JOCTOBEPHON MPH PAJIHUHH
3HaueHU#H JIorapu@MOB MPaBIoNoa00Hs GOJIbLIIE, YeM TPH.

PE3VYJIBTATHI

C nomol1pio Tpex KoMOHHALME TTpaiiMepoB OBIIO YCIeLIHO
NpoaHaM3upoBaHo 212 pactenuit us 49-tu nonyssuuii no 279
nosMMophHbIM JIokycam. O1nbka 6bl1a paccuntana n3 66 nos-
TOPHO BBIMOJIHEHHBIX 00PA3LI0B, €€ 3HaUeHHE He MPEBOCXOIUIO0
2,4 %. ®parmenTsl, 0JJUMOPGHBIE B UKC/Ie 00PA3LOB, COCTAB-
Jstioux Mexee 2,4 % oT 0011ero KONHUECTBA, HCKITIOUANCh U3
aHaJIn3a, KpOMe TeX CJIydaeB, KOraa OHH ObIH XapaKTepHbl st
TPYMITbI MOMYJISILAI U3 OXHOTO PETrHOHA H, TAKHM 06pa3oM, HeCTH
CMBICJIOBYIO HArpy3Ky. B aHa/mn3e 6b111 HCMOJIb30BAHBI CIEYIO-
1me Habophbl JanHbIX: EBpona BMecTe ¢ BoctokoMm Kananpt (279
MOJUMOP(HBIX JIOKYCOB), ToJIbKO EBpona (272 nomumMopgHbIX
Jiokyca ), ceBepHasi EBpona (240 noJIMMOPgHbBIX JIOKYCOB ), 10K-
Hast EBpona Bmecte ¢ Ypasnom (204 nosumopHeIX JoKyca) 1
OTZIeJIBHO BhICOKOApKTHUeckut apxunesnar [Imiu6epren (197
TOJIMMOP(DHBIX JIOKYCOB).

FeHeTuYecKoe pa3Hoo6pasue

BuytpunonynsigonHoe  reHeTHueckoe  pasHoobpa-
3ue, nocuutanHoe no Nei, BapbupoBaso ot 0,06 10 0,19
(puc. 1A). MakcumasbHble 3HaYeHHs HAOJIOAIUCh B TOTTY-
asiunu u3 [lupenees (0,19), oTHOCHTEILHO BeJIMKK 3HAue-
Hust OblK B nonyJsiuusx u3 Kapnar (0,17) 1 pa3ubix uactei
Hopseruu (0,14-0,16), a Tak:ke B ABYX MOMYJISLHAX C apXH-
nesara [lInuibepren, ogHa U3 KOTOPBIX 0OMTAET HA OCTPOBE
Mengexuii (0,14). Kpafine HU3KHil ypOBEHb TeHETHUECKOTO
pagHooGpasus HabJoascs B nonyasiuu us Kee6eka (0,06),
HEBbICOKHE 3HaUeHU$1 OblIH XapaKTePHbI JI1 HECKOJIbKHX 110~
nyasuuid u3 lInuubeprena u onHo# us Ipennanmuu (0,08 —
0,10).

3HaueHue HHJEKCA YacTOThl peakux aseseil (DW) Ba-
perposano ot 4,8 no 23,0 (puc. 1B). Bricokas uacrora
perkux ajuiesiell HabJoaanach B nomnydsuusax u3 Ilupexees

YpoBeHb
reHeTMYECKOTOo
pasHoobpasus: o

© 0,06-0,10 °
®0,105-0,14
®0,141-0,19 o

3HayeHuA
uHaekca DW:
0 4,8-7,667 L
® 7668-11,7
®1175-230 *

Puc. 1. BuyrpunonyssitonHoe pazHoo6pasue (A) n nHaeKe yacTo-
Thl pefikux asuienedt (B) B nonynsiuusix Silene acaulis

(23,0), Kapnat (19,9), a takke KpeGeka (15,9). Cpemu
CEBEPOEBPONEHCKUX TOMYNALUN OOJbLUINE 3HAYECHUS HH-
Jlekca HaOJMoaueh y pacTeHuil u3 pasHbix uactein Hop-
Berud (9,2—11,7), Wornanauu (11,2), onHoit nonyssuuu
u3 Ipennanauu (11,4), psna nonyasumi co HInuubeprena
(10,2—8,6), cpenn Hux U3 octpoBa Menpexuii (8,6). Ouenb
HHU3KMM 3HadeHne DW 6blio y psita momyJsiiinii ¢ ocTpoBa
Sanannbiit nuudeprena (4,8—5,0).

leHeTHMYecKas CTPyKTypa

Ananua Bcero amguatgaHTHueckoro Habopa AaHHBIX C
MOMOILbI0 MeTola TyaBHbIX KoopauHaT (PCo) nokasbiBaer
3HAUYUTEJIbHOE OT/lesieHue TipesicTaButenelt Silene acaulis ¢
BocToka KaHajibl ot eBponefickux (puc. 2IN). [1pu oGpadoTtke
Ha0OPOB JAHHDIX, BKJIIOUYABLINX KAK MOMYJIALHH C 000UX Oepe-
roB Arnantuku (puc. 2°), Tak u TosibKo U3 EBporbl (puc. 2A)
ObLIO BLISBJICHO, YTO €BPONEHCKHE MOMYJALUN Pa3IesoTCs
Ha ceBepHbIe U K0XKHbIE 110 epBoMy (axTtopy (K010 15 % 06-
ieit uamenunsoceth ). [To Bropomy dakropy (3,5 %) He Gbl10
BBISIBJIEHO 3HAYNTEJIbHBIX pasiuuuil. [To Tpetbemy daxropy
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Puc. 2. Teneruueckasi ctpykrypa nomnyJsiumit Silene acaulis (MeTOJL Bbiie/IeHHsI TJIABHBIX KOOPIMHAT): €BpoIelickiue pacTenus (A), 10xKHOeB-
pornefickue 1 ypanbckue pactennst (B), ceBepoesponefickue pactenus (B), pacrenus EBponbl 1 Boctoka Kanampt (I'). PCo — rnaBnas

KOOp/MHATA

(3,5 %) pacxomsTest monyasiuyy ¢ tora u uentpa Esponbr: [Tn-
penees n Kapnar. IOsknoeBponetickne nomnysiiu hopmMupy-
10T iBe HeGoblIne GJIM3KHE TPYMIB HA TpaduKe, Toria Kak
CeBepHbIe MOKAa3bIBAIOT 3HAUMTEBHBIHA pa3dtpoc. OTae/bHbI
ananua nonyJsiyk u3 [ossipaoro Ypana, [Tupenees u Kap-
Nat BbISBUJ TPYIIbl, COOTBETCTBYIOIIHE reorpadueckomy
NPOUCXOXKAeHNIO 00pa3ioB (puc. 2B). OtnenbHblil ananua
ceBepa EBpornbl mokasas HeKoTopyto 060C06IeHHOCT oIy -
asiumil tora Hopeerun u Llornaumuu (puc. 2B.). CpaBHeHue
nonyssiuuid apxunenara LmuuGepren ¢ nomouisto PCo He
BBISIBUJIO KAKOH-/TMO0 FreHeTHUECKOH CTPYKTYPHI.

B ananmuze STRUCTURE umcno rpynn oTindanock mpu
UCI10/1b30BAHHH Pa3/IMYHbIX Mojiediell. B GoJiee mpocToil Mozte-
am «no admixture» GbIIO BbISIBJIEHO NATH KJIACTEPOB: KaHAJIC-
KU, THPEHEHCKUI M YPaJIOKapIaTCKUIA 1 1Ba CEBEPOEBPOIIEH -
ckux (puc. 3A). CeBepoeBporieiickie pacTeHUs PaseHIUCh
Ha [Be€ TepeKpbIBalolnUecs Tpymnrbl, MpUyeM pacTeHusi K3
OI[HOfI NomyJisiiuK NMpUHajyiezkalii, B HEKOTOPLIX C/lydasiX, K
pas3HbIM reHeTHYecKUM rpymnnam. HeckosbKo pacTeHuil u3
JIBYX MOMyJsILMA ¢ ceBepa EBpornbl nonagain B 102KHOEBPO-
nefickyto rpynny. C ucnosb3oBaHneM Mojesn «admixture»,
KOTOpasi YHUTbLIBACT BO3MOKHOCTH MPOUCXOKICHHsT TTOITYJIs1-

LMH OT pa3HbIX KJ1ACTePOB, ObIIO HIEHTH(PUIIMPOBAHO YeThIpe
reHeTHUECKHE TPYIITBL: KaHaJICKasl, 103KHOeBporeicKast 1 iBe
ceBepoeBporneiickux (puc. 3b). [upenefickue, kapnarckue u
ypanbCKUe pacTeHHsl OKA3aUCh B OJHOH 102KHOEBPOIEHCKOH,
WM MOHTaHHOM, rpynre. 21 o6pasel u3 [pennanmuu, Hop-
Berun u 3anajguoro Llnuubeprena TpyaHo 66110 OHO3HAUHO
OTHECTH K OJIHOH U3 ABYX IPYTIIL.

[Tporpammoit BAPS 6bl10 MaeHTH(PUIIPOBAHO UYEThIpE
KJactepa, 1o COCTaBy CXOAHBIX C TeHETHUEeCKHMH Tpyrmmna-
v, BoisiBAeHHBIX STRUCTURE npn monenn «admixture»
(puc. 3B).

AMOVA — aHanus MONneKynspHou gucnepcumn

[To pesyasratam AMOVA (tabj. 2) Gosbliiasi 1045 U3-
MeHunBocTH (79,62 % ) NpUXOAUTCS Ha OBIILYIO BHYTPUIIONY -
JISTIMOHHYIO U3MEHUMBOCTB. [IpH Mepapxuueckux aHannsax
3HAUYUTENbHBIE 100 MOJIEKYSIPHON AUCIePCHH ObIIH MEK-
Jy KaHaJCKMMH W eBponefickumu pactenusmu (31,33 %),
MEHbILIE MIPH PA3JEeJEHUH €BPONEHCKHX MOMyJALHUH Ha ce-
BepHble U 1oxkuble (14,39 %), a Takke MeXIy YeTbipbMs
rpynnamu (cesep Eponsbl, [Tupenen, Kapnarter, ¥pan —
11,83 %). Ananua ceBepoeBpONEHCKUX U HIMHIIGEPreHCKUX
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Puc. 3. Tenernueckas crpykrypa nonyasiuuii Silene acaulis cornac-
Ho knacrepuzauun B nporpamme STRUCTURE, wmonesb
«no admixture» (A), B nporpamme STRUCTURE, monesnb
«admixture» (B) u B nporpamme BAPS (B). Packpatuentbie
W HCUEPUCHHbBIC KPY?KOUKH OTPaKatoT NPUHA/IE2KHOCTb K I'e -
HETHYECKHUM IpyIam. ﬂByXLLBeTHbIe KPY2KOYKH ITOKa3bIBAIOT

FEHETUYECKH reTePOreHHbIe TOMyJIsIIuN

HOHyJTHU,I/Iﬁ rnoxkasaJi, 4To J0Jisd BHyTpI/II'[OHyJIﬂIlI/IOHHOﬁ u3-
MEHYUBOCTH 3HAYUTEJILHO MPEBOCXOIUT ME2KI'PYIITOBYIO.

TecT onpepeneHust BEpOATHbIX NPeAKOBbIX
nonynsiuun

B KadyecCTBe BepOﬂTHbIX HpeILKOBbIX HOHy.HﬂLLI/IIjI JUJTA ap—
xurejara IInuubepren Oblin BbIOpaHbl MOMYJISILIUK 102K-

100 ~

HeompegeneHo 49

60 -

wor Hopeeruu 8
Honasgua 9

40 -

Puc. 4. Tecr jsioKan3aunm BO3MOKHbIX POAUTEILCKHX MOMYJIALNH
Silene acaulis na UlnuuGeprene. ITo ocu opaunat —
YUCJIO PACTEHUN

Holt u ceBepHoll Hopseruu, Ypasna, 3anannoit Ipennanauy,
Wlornaumun, Menanauu, I[upenees n Kapmar. M3 112
NpoaHaIM3HPOBAHHBIX MIMHIGepreHcKnx obpasios Silene
acaulis 46 O OTHECEHBI K TPEHJAHACKOH MOMyJISIIHH.
Heckonbko pacTenuil ObLIM OTHECEHBI K POAHTEbCKHM
nonyasuuam u3 Menanauu (9) u oxxuoit Hopeerun (8).
49 pacrenuit He pacrpeeUINCh HU B OJIHY U3 TIPEJIOKEH -
HBIX TOMYJA1NH (pUC. 4).

OBCY>XAOEHVE

YpOBeHb BHYTPUIONYJISILIHOHHOIO Te€HETHYECKOro pas-
HoobGpasus y Silene acaulis (0,06—0,19) cxoneH u naxe
MpeBbILIAeT TAKOBOH y PN aPKTHUECKHUX PACTEHMH, TAKHX
Kak Draba fladnizensis 0,02—0,11, D. nivalis 0,01—0,11
(Skrede et al., 2009), Arabis alpina 0—0,108 (Ehrich at al.,
2007) u Cassiope tetragona 0,068—0,126 (Eidessen et
al., 2007-b). OueHku reHeTHYecKoro pasHooOpasus Silene
acaulis B EBporne, noJiydeHHbIE 10 a/JIO3UMHBIM MapKepam,
BbIstBHIM TouMOophuaM 110 90 % JIOKYCOB 10 CpaBHEHHIO
¢ 50 % tunuunbIMK s pacTenuit B cpentem (Abbot et al.,
1995). Takoil BbICOKHH ypOBEHb ME€HETHUECKOTO PAsHO00-
pasusi, CKOpee BCero, CBsi3aH C BBICOKOH CTEIMEHbIO ayT-
OpuaMHTa B TIOMYJSILHSAX CMOJEBKH OeccrebesbHON. ITO
NOATBEPKIAIOT U pedysbrathl AMOVA: 3HaunTe IbHAs UacTh
MOJIEKYJIIPHOI JIMCTIEPCHHU, BbIIBJEHHOH ¢ moMolibio AFLP,
00BbsICHSIETCS BHyTpI/II"[OHyJIﬂU,I/IOHHOI/UI H3MEHUYHNBOCTBIO
(taG.s. 2). Boicokasi BHyTPHIOMYJISIIMOHHAS U3MEHYHBOCTD
Hapsily ¢ HU3KHUM ypoBHeM AHddepeHIMalnT MeXKy ToTy-
JIAOUAM O2KHJa€Mbl UMEHHO [1/11 IEPEKPECTHO - OTIblJIsI€MbIX
BHJIOB. DTO COTJIACYETCSI C MPE/NOJIOKEHHIMU 0 3HAUYHTEIb-
HOM MEXKMNOTYJsIIITHOHHOM TOTOKE T€HOB, TPUCYTCTBOBAB-
LLIUM KaK B NPOLLJIOM [PH 3acesleHHH cMoJieBKol EBporbl,
TaK U B HaCTOSUIEM, B pe3yJibTaTe CUHXPOHU3alluu BPEMEHU
CO3PEBAHHUSA CEMSAH W CE30HHBIX MHMIpALMil NMTHL C ceBepa
na tor (Skye 1989; Crawford & Abbott 1994; Abbot et al.,
1995).
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Tabauya 2
Pesyabratbi AMOVA
Wcrounuk nucnepenu d.f. CymmMma KBajipatoB [Ipouent ucnepeun
Opna rpynmna: nomnyJsiiuu MeKJ1y TIOTYJISILUSIMH 48 1940,44 23,15
amguaTIaHTHKH BHYTPH NOMYJISIIIAH 170 2933,83 76,85
Be rpynnbr: EBpona n Boctok Kanazpl M1y rpymnnamu 1 176,29 31,33
MeXKJ1y MOTYJISIIIUSIMHA 47 1764,15 14,37
BHYTPH MOMYJISIIHH 170 2933,83 54,30
Onna rpynna: nomnyJsitinu EBpornbl MeXKI1y MOTyJISLHIMHI 46 1759,60 20,38
BHYTPH NOMYJISILAH 165 2933,92 79,62
JIBe eBpormefickie Tpynmbl: ceBepHas U MeXKJly TpyrnrnaMu 1 142,22 14,39
MOHTaHHast MeXKIy MOTyJISLHAMHU 45 1617,38 14,75
BHYTPH MOMYJISILUH 165 2933,92 70,86
Tpu eBporefickne rpymnmbl: MOHTaHHAS MesKJly TpyrnrnaMu 2 295,61 8,72
u 1iBe ceBepHble (o BAPS u Structure MesKJ1y TIOTYJISILUSIMH 44 1463,99 14,88
«admixture») BHYTPH MOMYJISIIHH 165 2933,92 76,4
Yetwipe eBponefickue rpynmnbl: [Tupenen, | Mmexay rpynnamu 3 416,06 11,83
Kapnatei ¢ Ypasiom u iBe ceBepHble (110 | MeKLy MOMYJISILIASIMA 43 1343,54 12,79
Structure «no admixture») BHYTPHU MOMYJSLHN 65 2933,92 75,39

[enertnueckast qudpdepenuunaiys Haubosee BbIparkeHa
MeX1y KaHaACKHUMHU W EBpOHeﬁCKHMH MOy JIAUSAMHA. Pas-
JIMUMAMH MEXIY STHMH rpynnamu oobscusioress 31,33 %
MOJIEKYJIIPHOH AUCNIEPCHU BCEX UCCEAOBAHHBIX MHIUBU/LY -
ymoB. BeposiTHo, moTok renos mexkay Kananoit u EBpono#
00YyCJIOBJIEH TOJBKO COOBITHAMU MPOLIJIOT0, HATIpUMep, 3a-
CeJICHHEM aMEPUKAHCKOrO KOHTHHEHTA CMOJIEBKOH Oeccere-
Oe/JIbHOH B MEPHOJ PACIPOCTPAHEHUS BUAA MO CEBEPHOMY
nosyiiaputo. Kanajuckue u eBponeiickue nonyJ/siiiii MOTJIH
MPOHUCXOIUTL U3 Pa3HbIX pedyruymMoB. B mombay otnesnsHO-
ro pedyruymMma U coOCTBEHHOH HCTOpPHUM KaHaICKoil Silene
acaulis TOBOPUT M BBICOKHH HHAEKC PEIKOCTH ajnesed B
nonyssuund U3 Kpebeka. Pedyruym st BocTouHOKaHa/C-
KHX pACTEHHIl MOT pacroJiarathCsi Ha 10ro-BocToke JlaBpeH-
TUICKOTO JIEIHUKOBOTO LINTa, Kak s Cassiope tetragona
(Eidesen et al., 2007-b).

EBpornefickie MnonyJsiid Xopouio JudepeHIHpyoT-
Csl Ha CEBEPHYIO W I02KHYIO I'PYIIIbl, KOTOPbIE TaKxKe MO2K-
HO HA3BaTh apKTHUECKOH W MOHTaHHOU (puc. 2, 3). Takoii
naTTepH HaOJIOAAETCs Uy psaa APYrUX apKTO-aJbIHHACKUX
Bun0B: Dryas octopetala (Skrede et al., 2006), Vaccinium
uliginosum (Eidesen et al., 2007-a), Draba fladnizensis
(Skrede et al., 2009). MoHraHHasi rpynna okKasblBaeTcs
HEOJIHOPOJ/IHA, U, B CBOIO Ouepellb, €€ MOXKHO pas/ie/iuTh.
Pesysbratel ananuzos STRUCTURE ¢ wucnosib3oBanuem
mozean «no admixture» u AMOVA roBopsT B 1noJib3y Ju-
BEpreHIuH IPpymibl Ha BocTouHylo (Ypan u Kapnarter) u 3a-
nazanyio (I Tupenen). IOxxHOeBpoNeiicKue MOMyAALMH MOTJIH
auddepeHIpoBaThesl U HAKOMUTh TeHETHIECKHE OTJIMUMS
B MJeicTolieHe B YCl0BHSAX H30Jsuu. CKopee BCero, BO
BpeMs OJIEACHEHHUST, KOrJa TYHAPOBbIE€ paCTeHHs TUIlA JApU-
anpl (Skrede et al., 2006) 6bTH MHPOKO pacmpoCTpaHeHbI
B TYHAPOCTENSAX, OKAUMJSIONUMX JEIHUKH, Silene acaulis
COXpaHsJIach B I0’KHBIX pedyruymax. BbiCOKHil ypoBeHb re-

HeTHYeCKOTo pazHooOpasust BMecTe ¢ GOJbIIMMH 3HAYEHH -
SIMH HHJIeKca peakocT JokycoB AFLP B monyssiusx iora
EBponbl CBHAETENBCTBYET B MOJb3Y aJbMUTEHHOTO MPOHC-
XOXK/E€HUS CeBEPHBIX MOMYJIALUIA cMOJIeBKH OeccTebe/IbHOM.
Hamune nyeficToleHoBBIX peyrHyMOB B pervoHax tora
EBpornbl MoKazaHo Kak Jyisl pACTHTE/bHBIX BUAOB, TaK H /s
JKMBOTHBIX, HaNpUMep, KOPOTKOKPBIIOTO KOHbKa, Oyporo
MeJIBesIs, psiia 3eMJiepoek, nojieBok 1 TputoHoB (Taberlet et
al., 1998; Kotlik at al., 2006).

[enetnueckas CTpyKTypa ceBepoeBpONEeCKUX pacTeHHI
(ceBepHas rpymnmna) BblpaxeHa ropasno cnadee. Mexmnory-
JISTLIMOHHBI TOTOK TEHOB B 9TOM CJTydae I0CTaTOYHO BBICOK,
JUIsT TOro, 4TOOBI TPEIOTBPATHTH JMBEPTEHIMIO MOTMYJs-
LMH B pedysbraTe caydyadHoro jpeiida renos. Pacrenus c
apxunenara llnmuubepren monagaioT B Te ke jABe caabo-
anddepeHIpoBaHHbIe TPYMIEl, YTO U OCTaJbHbIE CeBe-
poeBporelickie HHAUBHIYYMBI, 9TO TOAYEPKHBAET TECHYIO
MCTOPHUECKYIO CBSI3b OCTPOBHBIX 1 MATEPUKOBBIX pacTeHHH.
Han6osee BeposITHBIMH HCTOUHHUKAMH BO BPeMsl MOCJeeN-
HUKOBOH KOJIOHH3ALIMK apxumesara sIBJSIOTCS MOMYJSIHH
[pennananu, B ropasio MeHbliel crenenu Mcnananm u 1oxk-
noit Hopserun. st apyrux BunoB, oburatowux Ha IInuu-
GepreHe, MOKA3aHO, YTO OHM MOTJIM pacCessiThest U3 YpaJsa
(Rubus chamaemorus, Betula nana, Dryas octopetala),
ceepHoil Hopeeruu (Salix herbaceae, B MeHbllIeH cTeneHH
Betula nana v Dryas octopetala) v Ipennannun (Cassiope
tetragona, Empetrum nigrum) (Alsos et al., 2007). 3na-
ynTebHoe YMcao (44 %) NpoTeCTHPOBAHHBLIX PACTEHHIH ap-
XHMeJara 0kazaaoch HeBO3MOXKHBIM OTHECTH K KAKOH-JIH60
13 TIPEJYIOXKEHHBIX B KaueCcTBe MPEKOBbIX MOMyJISILHi. DTO
MOYKHO OOBSICHUTH HEMOJHBIM MTPECTABIEHHEM BEPOSITHBIX
POAUTEJLCKHX TIOMYJISILIMH, BKIIOUEHHBIX B aHanua. Hanpu-
Mep, B HCC/IEIOBAHHE He TIOMasy PacTeHHsl U3 CeBEePOHOP-
BEXKCKOT0O pernoHa Tpymc u sananHo# Ipennannuu. C apy-
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rOH CTOPOHBI, HM3KHI YPOBEHb BHYTPHIOMYJSLHOHHOTO
pasHooGpa3ust MOT MOBJHATb Ha Pe3yJbTaTbl, KOTOpble B
9TOM CJlyuyae He MOJYYUJIM JIOCTATOUHOW CTATUCTHUECKOH
3HAUMMOCTH. MOKHO JIMIIb CKA3aTh C YBEPEHHOCTHIO, UTO
3acesienue apxunenara nuudepren mpoucxoauao pasHbl-
MH TMyTSIMH, ¥ OJTHUM M3 OCHOBHBIX MCTOYHMKOB TOC/yKHJIa
BOCTOYHas! [peHsanus.

Dunoreorpacuueckuil narrepu Silene acaulis B EB-
porie, BbisiBJIeHHbIH ¢ nomolibio AFLP, cBuieTesbeTByer B
MoJb3y TUoTe3bl, BbiiBUHYTOH Abbot et al. (1995) o npouc-
XOXKJIEHUH ceBepHbIX EBponelickux nonynsuui oT MUrpaH-
TOB ¢ tora EBporbl B KOHIle MOCJEIHETO JIEHUKOBOTO Te-
puona. OJHAKO, OTHOCHTENILHO BBICOKHE 3HAUEHUS HHIEKCa
PEJIKUX aJilesiell y HEKOTOPBIX CeBEPHBIX TOMyNALMH, TT03BO-
JISIET MIPEJINONOKUTD BO3MOKHOE CYIIECTBOBAHHE MECTHOTO
ceBepHoro pedyruyma. KOKHbII JIeTHUKOBBIH pedyruym Mor
pacriosiaratbest B patione Bocrounsix Anbn. Hanpumep, mo-
Ka3aHo, UTO apKTo-anibMUHCKUil BUA Ranunculus glacialis
pacceJqingcs rnocJje oTCTymnJeHus JeJHHKa Ha ceBep EBporbl
uMeHHo U3 Bocrounbix Asbn (Schonswetter et al., 2003).
CeBepHBIfl THITOTETHUECKHH pedyriymM MOT OBbITh Ha TeppH-
tTopuu CkananHaBud. Hecmotps Ha To, uTo CKaHIMHABCKHI
MOJIyOCTPOB OblJ TOKPBIT JIETHUKOBBIM LIIUTOM, OTHOCHTEJb-
HO OOJIbIIOK YPOBEHb HAECMHU3MAa MO3BOJUJ MPEANOJIOKHUTD
CYLIECTBOBAHHE HA €0 TEPPUTOPHH JIOKAJIbHBIX PeyTHyMOB
Ha BO3BBILIAIOLINXCS HAJl JIETHUKOM ropax (HyHaTakax) H Ha
uesibhe CeBEPHOro MOpsi, KOTOPbIH Obl Cylliell BO BpeMs
onenerenuit (Dahl, 1987). Ha Bo3MOXHOCTb CylleCTBO-
BaHUS TAKHX PeyruyMOB YKa3blBaeTCsi, B UACTHOCTH, /s
HopBexKCKUX JieMMuHroB (Fedorov, Stenseth, 2001). Hec-
MoJIb30BaHME CMOJIEBKOH HYHATAKOB B KauecTBe yOexKHIla
MaJIonpasaonofo6HO H3-32 CyPOBBIX YCJIOBHH MOCJEIHHX,
0JIHAKO, BEPOSATHOCTh CYLIECTBOBAHUS MOMYJIAILMH Ha 111eJTb-
(he HeJIb3sl MONIHOCTBIO UCKJTIOUNTD.
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MOLECULAR VARIATION AND PHYLOGEOGRAPHY
OF THE MOSS CAMPION SILENE ACAULIS (L.) JACQ.
(CARYOPHYLLACEAE) IN THE NORTH OF EUROPE
AND THE SVALBARD ARCHIPELAGO

Mikhaylova Y. V.!'3, Gussarova G. L.>3, Brochmann C.}?

% SUMMARY: Molecular variation in 49 populations of Silene acau-
lis was studied using AFLP multilocus markers. Data obtained support
postglacial colonization of the North the from southern European moun-
tain refugia. Most of the northern European populations are character-
ized by lower genetic diversity and poor genetic structure, as compared
to the southern mountain populations. High Arctic archipelago Shpits-
bergen have been colonized by Silene acaulis from several sources, of
which the most significant is eastern Greenland.

& KEY WORDS: phylogeography; Silene acaulis; Quartenary; refugium;
postglacial colonization; arctic-alpine flora.
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M3SMEHEHNA YPOBHSA NOJINMMOP®U3MA
B nonynaunax KOJIOPAACKOIO XXYKA
HA H0O2)KHOM YPAIJIE

BBEJJEHVE

Hcropust popMrpoBanusi BTOPUYHOTO apeana KoJopajacKkoro xkyka (Leptino-
tarsa decemlineata Say) TecHO CBsI3aHa C XPOHOJIOTHEH TMOSIBJEHUST H PACpo-
CTpAHEHUS] PE3UCTEHTHBIX K MHCEKTHIMAAM MOMyJsiHi qaHHoro Buaa (Pocsa-
uea, 2009; Ynanos u ap., 2009). [1peanonaraercs, uTo 9KCNaHCHs, UMeOLIAs
Xapakrep «sKoJoruueckoro B3pbeiBa» (Dacynatu, 2002), o6ycioBjieHa BLICOKUM
YPOBHEM BHYTPUBHIOBOTO MOJUMOP(H3MA U OTHOCHTEJLHON BOJIIOIIMOHHOKN MO-
JIOZOCTBIO, C YeM CBfI3bIBAIOT MOPA3UTENbHYIO MJIACTHYHOCTb M MPHCIOCOOsie-
MocTb Bujia (Yiiarunckasi, 1981; @acynartu, 2002; Tower, 1906).

J1711 yCreHoro KOHTPOJIst M Peryisiidk YHCJEHHOCTH KOJIOPAJICKOT0 »KyKa SBHO
HEJIOCTATOUHO 3aHUMAThCS TOJBKO Pa3pabOTKAMH HOBbIX HHCEKTHIUIOB HJIH BbIBE-
JIEHHEM YCTOHUMBBLIX COPTOB KapTodessi. HeoGxoaumo (B paMkax MHTErpUPOBAHHOH
CHUCTEMbI 3aLUTHI MACJAEHOBBIX OT KOJIOPAJICKOT0 »KyKa ) 60Jiblile BHUMAHHUS YIEATh
aHaJIU3y CTPYKTYPbI €ro nomyJsiiii. [1epBbliil war Ha 3TOM MyTH — MOUCK  ONTH-
MH3all1s METOJIOB U MOJIXO/IOB BbISIBJIEHHS M aHAJIH3a TOJMMOPQHU3Ma JaHHOTO BUJIA,
Kak henetndeckoro, Tak u JIHK (Ynanos u ap., 2003; Ynanos u jp., 2009).

HauGoJsiee yacto /1 U3yueHHsi BHYTPUBHAOBOTO MOJUMOP(PHU3MA B MOTYJISALIH -
X HACEKOMbIX HCIOJIb3yeTcsl (DeHeTHUeCKHi aHau3. B KauecTBe IMCKPETHO H3-
MEHSIIOLINXCS MPU3HAKOB — (PEHOB — Y KOJIOPAJICKOTO 2KyKa MOXKHO BBIIEJIHUTD
BapHabeJIbHOCTb PUCYHKA MOKPOBOB TeJla HMAro M JIMUUHOK, KHJIKOBAHUE KPblJlb-
eB, OKpacky siuil. K3 Bcero storo paznoo6passt Hallie BCEro UCMOJb3YIOTCsT (PeHbl
pHCYHKA MOKPOBOB MMAaro, B YaCTHOCTH — (DeHbl TeMEHHU, 3aThlIKa, MepeaHec-
nuHkd U 3suTp (Koxmantok, 1981; @acynartu, 1985; Epemuna, [lenucoa, 1987;
Knumen, 1997; 3enees, 2002; Benbkorckas u 1p., 2004; 20086).

B nony/siuusx Takoro noJMMop@HOro BUla, KaK KOJOPaACKHUH 2KYK, T0JKHbI
MPOUCXOJUTh MPOLECCHI, MPUBOJSALIME K U3MEHEHHIO TeHO(OH/IA U, KaK CIE/ICTBHE,
theHodonna nonynsuil. B kauecTBe MpUMEPOB MOXKHO MPUBECTH pabOThI, MOKa-
3blBalolllMe H3MEHEHHs] B (DEHETHUECKOH CTPYKType MOMyJslyi KOJOpaaACKOro
JKyKa Kak 3a Mpojlo/kuTesibHbell nepuod Bpemenu (Epemuna, lenncosa, 1987;
OBunnHUKOBA U 1p., 1984; Dacynaru, 1985; 3eneen, 2002), Tak v Mo BJAUSHUEM
KOPMOBO# cocTaBJisiolleil — copToB Kaprodess (Pacynatu v ap., 1994), npy-
rUX pacreHuil cemeiicrtBa Solanacea (Pacynatn, Kapacesa, 1998; benbkoBckas,
2007) u nucekTHLMIOB. M3MeHeHne eHeTHUeCKO CTPYKTYPhI MOMYJISILHI KOJIO-
PaJICKOTO 2KyKa TOJ] BJUSIHUEM TT0C/IeIHEer0 (PakTopa ObIIO MOKA3aHO ISt JIOKAJb-
Hbix nonyasuuit Jluneukoit (Epemuna, Jlenncona, 1987), bpectckoii u JIuneuxoi
o6sacteit (OBunHHHKOBA U JIp., 1982; Knumely, 1988), MockoBckoit u JIunenkoit
o6sacteit (PocnaBuesa, Epemuna, 2005). K coxanenuio, B 60JbIIHHCTBE JaHHBIX
paboT HCITOMB3YeTCsT MaTepHasl Mo MOJTUMOP(HHU3MY TOJIBKO OHOTO (heHa.

Taxknm oGpa3oM, MOKHO ¢/ie1aTh CIeIylolIe 3aK/II0UeHHsT — BO-TIePBBIX, aHa-
JIN3 TIOMYJISIMOHHON CTPYKTYPhI apeasia KoJI0paJICKoro »KyKa (Kak 1 Jo60ro Apyroro
MOJIMMOP(HOTO ¥ IBOJIIOLIMOHUPYIOIILETO BUIA) HEOOXOIMMO MPOBOJIUTH CHCTEMA-
THUECKH, UTOObI HMETh TMOJHOE MPECTABIEHHE O €€ BpeMEHHOH auHamuke. Bro-
poe — SIBHO HEJIOCTATOUHO UCIOJIb30BAHHE B aHAJU3E MOMYJIALMOHHOH CTPYKTYpbI
KOJIOPAJCKOTO 2KyKa TOJIBKO OIHOTO THMA (DEeHOB, KaK 3TO jiesiaeTcsi B GOMBIIHHCTBE
LMTHPYEMBbIX BbllIe MyOJUKalUUi. YBeauueHne B paboTe UX KOJUYECTBA JACT BO3-
MOYKHOCTb OLLEHUTb CTPYKTYPY TOMYJISLMI 110 ropa3no GoJblleMy YHCTy MapKepHbBIX
npugHakoB. TpeTbe — B MOMYJISILUOHHBIX HCCJIENOBAHUSIX HEOOXOIMMO YUHUTHIBATD
pasJyiuHble PAKTOPbI, 0OKa3bIBAIOIME BIMSHHE HA IMHAMUKY MOTMYJISIIHOHHON CTPYK-
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Typbl BUa. Takum o0pasom, LeJblo Hallel paboTbl sBJIsJ1aCh
OLeHKA POJIM MHOIOKPATHOIO OBTOPSIIOLLEr0Cs BO3AEHCTBHS
MHCEKTHIMIOB KaK (haKkTopa, BJMSIOIIEro Ha (heHeTHIeCKyIo
CTPYKTYPY MOIyJISILMM KOJIOPAJICKOTO »KyKa Ha TePPUTOPHH
pecny6snku batkoprocran.

METOAOWKA CCJIEQOBAHUA

BxauecTBe 06beKTaHCCIeJ0BAHUH ObLIMHCIIOb30BaHDI
nepe3uMOoBaBIIMe UMaro KoJopaJcKoro xyka Leptinotarsa
decemlineata Say. CO0p KOJIOPAJICKOTO KyKa MPOBOUJICS
BPYUHYIO C MTOCAJ0K KapTodeJst B psifie parionos batkop-
TOCTaHa, 1o IIHaFOHaJIbHOﬁ JIMHUW ydacCTKa 4epe3 KazK/ble
10—15 meTpoB, no 1—2 sk3emnasipa umaro ¢ kycra. [Tono6-
Hasag MeTOoAHUKa C60pa MO3BOJIFACT MOJYUYHUTh MaKCHMaJIbHO
pasHooOpasHyio BbIGOpKY MaTepuasia (Amupxanos, 1995).

Jlns ananmmsa peHeTHUECKOro MoJHMOp(H3Ma HCMOJb-
30BajiuCh eHbl pucyHka Temenu (Kmumerr, 1997), 3aTbii-
ka (benbkoBckas u jp., 2004, 2008a, 20086), npoHoTyma
(Pacynatu, 1985) u snurp (Kiumer, 1997).

Onpenenenne 4yBCTBUTENBHOCTH KOJMOPAACKOTO 2KyKa
K MHCEKTHLWIaM MPOBOANUJIA TOTTHKAJAbHBIM METO10M pa60—
UM PacTBOPOM MHCEKTHIIMIA POKCHM (Tpenapat BosiaToH)
B 103e | MK/1/0co0b Kak omucano Hamu panee (BenbkoBe-
Kas u 1p., 2008a).

AHaJsu3 BHYTPUTIONYNALMOHHOTO PA3HOOOpA3usi MPOBO-
JIUJIH C HCTIOJIb30BAHHEM JIBYX MOKa3aTeJeH, MpeioxkKeHHbIX
JI. A. JKMBOTOBCKUM — CpeJIHero unc/a Bapualli 4 1 10J11
PEeKHX BapHalMil /1 ¢ HX BBIOOPOUHBIMH OLIMOKAMH S, S

m

nw=_CQ \p,)’,

1

pu(m—p)
SH —_— >
N
n=1-"2,
m
1—
N

rJle M — KOJIMYeCTBO BapHalUil B MOMYJISILUK, P — 4acToTa
Bapuauuu, N — o6bem BeiGopkH (JKuBotoekuit, 1991).

JlocToBepHOCTh pa3nuMil MeKly 4acToTaMM BapHalui
oneHuBamu ¢ nomouislo t-kpurepusi Crbiofenra (Jlaku,
1990).

Pacuersl Mo BceM MpHBEIEHHBIM MOKA3aTeNsSIM U BU3Y-
anu3aLyio MOJyYeHHbIX AAHHBIX MPOBOIMJIN C HCMOJB30-
BaHHeM KoMmbloTepHo# nporpammel Microsoft Excel 2003
(1985—2003, Microsoft Corporation). Ipaduiecku cTpyk-
Typy momnyJsiiiiil u3obpazkaau B Buje noJsuronon [lebela
(PKusorosckuit, 1991), oTkiaapiBast Ha pajnycax 3HauUeHHs
4acToT Bapualuil peHOB.

PE3YJIbTATBI 1 UX OBCY>XAEHVE

B bauikoprocrane KoJIOpaiCKHi »KyK BIlepBble T0SBHJI-
csa B 1976 1 B 1ByX paiionax — Kymeprayckom 1 ApxaHreib-
CKOM, B odarax o0teil miiouianpio 22 ra (I1porHos nosiene-
HUSI M pacnpocTpaHeHust Bpemutenei.., 1978; Murpanos,
1994). Ouaru, cyns no ouIHANLHBIM COOOILIEHUAM, ObLIH
OBbICTPO JIMKBUAMPOBAHBI U TIPH CHCTEMATHUECKHUX 00C/Ie10-
BaHUSIX BpeAUTENb 00HApY:KeH He 6bl1. B 1977 1. HOBBIi ouar
KOJIOPAJICKOTO JKyKa ObL BbISIBJIEH B AJIbIICEBCKOM paiioHe
na nyotwaan 0,01 ra. Yke k 1979 r. Kosiopanckuii Ky 3ace-
JIUJT BCIO TeppuTopHio pecny6ankn bamkoprocra.

Hamu OblTH paccMOTpeHbl Pasniusi B CTPYKType JO-
KaJTbHBIX TOMYJISILUI KOJIOPAJICKOrO KyKa Ha TEPPUTOPHUH
Bauikoprocrana, npoucxoauBlide B TeueHHe psaa JeT. B
KaueCcTBe KCIEePHMEHTaIbHON MOoJesH Obljla BbIOpaHa CTa-
pomycHHcKast JiokasnbHasi nonyasius (Kapmackanunckui
pafion bamkoprocrana), Bei6opku 1994 u 2002 ronos.

Paznuunsi Mexkily yacTotamu Bapualuil GeHoB B BbIGOP-
Kax M3 JIaHHOH JIOKAJBbHON MOMYJISIUK, pasieNeHHbIMU BO
BPEMEHH MEPHOIOM B 8 JIeT, CTATHCTHUECKH I0CTOBEPHBI /1151
theHoB pucyHka TemeHu u rpoHoryma (p<0,001), onHako
HEJIOCTOBEPHBI JUIST PUCYHKA SJHTP.

Ha pucynke | Buano, uto 3a nepuon ¢ 1994 no 2002 rr.
M3MeHeHHsl 0Ka3aMuch 6osiee BeIpAXKeHb! sl (peHa TeMeHH
¥ MPOHOTYMa 4eM s 3auTp. Tak, uactora Bapuauuu dena
TeMeHn «m» Bogpocda ¢ 0,08 1o 0,34, Bapuaiuu «1r», «3»
1 «M» obHapy»KeHbl He OblJI, B IBa pa3a BO3pOC/a 4acToTa
BapHalui eHa MpoHoTyMa «3», «6» 1 «9», pe3ko cokpa-
THJIMCh YaCTOThl BapHalui « 1» n «7».

[TonoGHas TeHeHIMs H3MEHEHHS (DEHETHUECKOH COCTaB-
JISTIOILEH CTPYKTYPBI MOMYJISILMK (YMEHbIIEHHe U HCUe3HOBe-
HHUE YaCTOT OJHUX BapHalMil HA (oHe yBeJHUeHHs JIPYTHX)
HeM36eXKHO JIO/KHA TIPUBECTH K CHHXKEHHIO YPOBHS TOJH-
Mophuama ((heHeTHUeCKOro pasHoo0pastsl) B MOMYJISLHUSIX.

JleAcTBUTE/ILHO, B paccMaTpUBAaeMOll HaMH JIOKaJIbHOM
TOMYJISILUY OTMEYEHO H3MEHEeHNe yPOBHST (peHEeTHUECKOT0 pas-
HO0OPasusi KOJIOPaJICKOro »KyKa. B GoJiblilell cTeneny Takue
M3MEeHEHHs! MPOSIBJISINCh 7151 (DeHOB PUCYHKA TeMeHH U Mpo-
HOTYMa (pa3/nius CTaTUCTHUECKH I0CTOBEPHBI TTpH p< 0,001),
B MeHblIel — st 37uTp (puc. 2). CpejHee YnCI0 Bapualmi
L 1S peHa TeMeHu cHusuIoch ¢ 3,64 +0,157 B 1994 1. 5o
1,95+ 0,291 82002 . (B 1,9 pasa), st (heHOB TPOHOTYMA —
¢8,38+0,162 106,41 +0,49 (B 1,3 pasa), uisi peHOB TUTP C
2,30+0,174 10 1,92+ 0,291 (8 1,2 paza).

O6parHas TeHAeHIHS OTMeUeHa /75l TAKOTO TToKasaTedist,
KaK JI0J15l PEIKUX BapHaluil h, xapakTepuayIolero CTpyKTy-
PY BHYTPHIOMYJIALMOHHOTO pa3HooOpasus (puc. 2). B vac-
THOCTH, 3a nepuon ¢ 1994 mo 2002 rr. 3navyeHne AaHHOTO
rnokazaresist J1st peHa TeMeHH Bo3pocio B 2,2 pasa (¢ 0,27
10 0,61), nas nponoryma — B 4,2 paza (¢ 0,07 1o 0,29), nas
3JUTP — JIONIS1 PEIKMX BapHalLMil COXpaHU/Iach C TeHAEHIH-
ell K BogpacTtanuio. Ha Hatr B3rsisizi, Takue HaMeHeHHsT MOXK-
HO OODBSACHUTb TE€M, YTO B MPOLLECCE CTAHOBJICHUSA JAHHOH
JIOKaJTbHOH TIOMYJISILHH (M0106HasT TEHAEHIUST XapaKTepHa U
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Puc. 1. MameHenust heHeTHUECKOH CTPYKTYPbI CTAPOMYCHHCKOF JIOKAJILHOM TOMYJISILHH KOJOPAJICKOT0 XKyKa 3a PsifL JIeT.
A — Bapuauuu dena remenn, b — nponoryma, B — sautp. Ha ocsix no/iMroHoB oT/10:KeHbI 4aCTOTbI BapHallkil COOTBETCTBYIOLLETO (heHa

A

b B

4 1 = 9 _ 4
CpepaHee YHCIIO 3 - . E 34
BAPHALHH, &£ ;- I 5 & 1
14 ? 1
0 T \ 0 - 0 T \
1994 2002 1994 2002 1994 2002
07 -
Hona peqrHx 06 - JT_ 07
BApHALHIA, 22 05 - 04 06 T I
04 03 I 0,5 &
03 I 02 g:;
02 - o 02
1994 2002 1994 2002 1994 2002

Puc. 2. Miamenenue ypoBHS (heHETHIECKOTO Pa3HO0OPa3Hst CTAPOMYCHHCKOH JIOKAJILHOH MOMY.ISAIMHA KOJOPAACKOro XKyKa 3a sl JeT.
A — Bapuaunu ena remenu, b — nponoryma, B — samtp. [lanuble npeicTaBienbl ¢ 0X BIGOPOUHbIMH OLIHOKAMH S 1 S,

JUIs1 BBIOOPOK M3 JIPYTUX JIOKAJbHBIX TTOMYJISILII ) CHHYKEHHE
pasHoO0pa3ns MPOUCXOAMUJIO 3a CUET TepepacrpeieseHus
YacTOT BapHalyi, B Xojle KOTOPOTO 4acTh Bapualui, cop-
MHPOBABLINX paHee 0CHOBY (heHO0OMUKa MOMYJISILHH, Tiepe-
XOJUT B pa3psifl peikhxX. A Bapuaiiiu, oTHOCSIIIMECs K U3Ha-
4aJbHO PEIKHM, HCUE3AI0T B PE3yJ/IbTaTe MX «BbIMbIBAHUSA»
CEJIEKTHBHBIM OTOOPOM MPHU HHCEKTHIMIHBIX 00pabOoTKaXx.

Kak ofHy U3 rumnores, MOXKHO BbICKa3aTb MPEAIION0XKeE-
HHE O TOM, UTO OCHOBHOE BJIMsiHME Ha (opMHpoBaHue e-
HETHYECKOH CTPYKTYPbI MOMYJISALMHA KOJOPAACKOrO KyKa Ha
Tepputoprn IOKHOTO Ypasa okazano «cejieKTHBHOe» Jiefic-
TBHEe UHCeKTULMIOB. [Ipu sTOM, B X0z1€ «Oecco3HaTebHOro
or6opa» B TepMuHax $16sokoBa, Ocydoa (2004) npouc-
XOJUT H30HpaTesIbHOE BbDKMBAHHE 0COOEH, YCTOMYMBBLIX K
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CpenHee YHCII0 RAPHANHH, ££
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Jona pefKHX BApHALHH,
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041
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Puc. 3. Mamenenue ypoBHst (heHeTHUECKOTO pa3Hoo0pasys B Ka3aHIy/1I0BCKOM JIOKAIbHOM MOIYJISILMI KOJIOPALCKOr0 2KyKa 110 pe3yJibTa-
TaM TOKCHKOJIOTHYECKOI0 aHa/u3a B 17abopaTOPHbIX 9KCIIEPUMEHTAX.

A — Bapuaunu dena remenn, b — nponoryma, B — saurp. CBeTiible cTOJNOUKH — JIsl BBDKUBLINX 0COG€H, cepble — Jisi TOTHOLIKX.
K — kontposib, O — onbit. JlaHHble NIpeACTaB/ICHbI ¢ X BEIGOPOUHBIMA OLIMOKAMH S, 1 'S,

IleflCTBI/I}O WHCEKTHUIIM/IOB U, HAMIPOTUB, SJIMMHHALUs ocoben
HYBCTBUTEJ/IbHbIX, YbW F'€HOTUIILI MAaPKHUPYIOTCs1 OTNIPEACICH -
HBIMH (peHamu pucyHka. Panee namu 6bl1a OTMeUeHa OJIHO-
HaMpaBJeHHOCTh BO3PACTAHHsl YPOBHSI PE3UCTEHTHOCTH K
HHCEKTUIHIaM U yBeJIMYEHHUsT HaCTOT HEKOTOPbIX Bapnaumﬁ
(i)eHOB B JIOKAJIbHBIX MOMYJsALUAX KOJOPAaACKOTro 2KyKa B
Baukoproctane (¥Ynanos, 2006; Benkovskaya et al., 2006).
B yacTHOCTH, B BBIXKHMBIIMX TTOC/IE TOKCHKONOTHUECKHX 06pa-
60TOK BbIOOpKaxX npeobyanann ocoOu, MapKUpOBaHHbIE Ba-
pHALMSAMH MPOHOTYMA «3», «6» 1 «9» (BeHbkoBCKast 1 p.,
2004, 2008a). Ckopee Bcero, MMEHHO HaKOTJIEHHEM 0CoOei
PE3UCTEHTHDIX K HHCEKTULIUAAM Cl')eHOTI/Il'IOB C JaHHBIMH Ba-
puatusiMmu 00DbsICHSIETCS JABYKpaTHOE yBeJUYEeHHE UX 10J11 B
BoiGopke 2002 1. (puc. 1, B). [TogoGHble ke mpoliecehl —
yBeJMueHHe J10JM Bapualuil peHa pUCyHKA MPOHOTyMa <3,
«6» 1 «9» — oTMeueHbl ¥ JYIsi TIONMyAALUMH KOJOPaiCKOro
JKyKa B Jpyrux vactax apeasa — MockoBckol o06/acTu
(PocnaBuesa, Epemuna, 2005), bpsHckoii (OseiiHHKOB H
ap., 2006), Kanununrpanackoi, Pocrosckoit u Bosorosckoit
obnactsx (Bacunbea u ap., 2005).

Mbl pacemoTpesy, Kak BO3[eHCTBME HHCEKTHLMIOB B
J1a60pATOPHLIX YCJOBUAX BJIMsSleT Ha M3MEHEHHE YPOBHS
pasHooOpasus B BbIOOPKAX MX KA3aHTYJOBCKOH JIOKAJIbHOM
nonyssuyu (JlaBiekaHoBekuil paiton Batkoprocrana) Ko-
JIOPAJICKOro 2KyKa.

Ha pucyHke 3 mnokasaHbl M3MeHeHHs ypoBHell eHe-
THYECKOT0 Pa3HOOOpa3usi KOJIOPAACKOrO »KyKa B OOLIMX
BbIOOpPKAX M B BBIOOPKAX, BBDKHBLIMX Moc/e 006paboToOK
JIETaNbHON KOHLEHTPALKeHd BOJaTOHA B JJAOOPATOPHBIX IK-
CIIepUMEHTAX.

Cratuctuueckasl 3HaUMMOCTb Pa3jMUMA  XapaKTepHa
TOJIBKO /111 K3MEHEHHH YacToT Bapualllil peHa NpoHOTyMa:
NP CPaBHEHHWH BBIKUBIINX B OMbITE C BbIKHBIIMMH B KOHT-
poJie U NPH CPaBHEHUH BBIKUBLUMX B ONbITE € [TIOMMOLIUMH B
onbite (p<0,001). [To peaysibTaTam cpaBHeHUs BbIGOPOK 10
4acToTaM (peHOB TeMEHH U 3JUTP Pa3NHuHsl CTATHCTHIECKH
He JI0CTOBEPHbI.

OTMeueHO CHHXKEHHE YPOBHS (hEeHETHUECKOro MOJMMOp-
(husma (cpemHee UHCIO BapHalMil 4) B TPyMNe BbIDKHBIIMX
noc/ae 0OpabOTKH KYKOB KaK IPH CPABHEHHH C KOHTPOJIEM
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(B 1,7 pasa nyist peroB TemenH, B 1,5 pasa uisi peHOB MPOHOTY-
Ma u 2,3 pasa 47151 (peHOB SJIUTP ) TAK U TP CPABHEHNH C TTOTHO-
UMK rocsie 06paboTku (B 1,9 pasa st peHoB Temenn, B 1,4
pasa Jyisi peHOB MPOHOTYMA U B 2,5 pasa jiisi (heHOB JUTP ).

SAKJIIOHEHWE

Takum o6pazom, HamMu Obl MPOBEIEH aHANU3 PA3THUNN
B psAJle JIOKAJILHBIX MOMYJSALMHA KOJOPAACKOro KyKa Ha Tep-
putopun pecry6sku baiikoproctan Mexay naHHBIMH (e-
Hetnueckoro ananusa 1994 u 2002 ronos. bbui BbIsB/IEHDI
M3MeHEeHUst (DEHETHUECKOH CTPYKTYPhl JIOKAJbHbIX TMOMYJIsi-
IJ,I/Iﬁ KOJIOPAJICKOT'0 2KyKa BO BpEMEHH. OTMeYeHO B HATHBHBIX
NONYJIALUAX U 9KCIIEPUMEHTAJILHO MOATBEPIKACHO B Jlabopa-
TOPHBIX OMbITAX CHH2KEHHE YPOBHST (heHeTHIECKOTO TOJTUMOp-
(huama (cpeHero Unc/1a BapHaliyil ) B pesyJsisTaTe MHOTOKPaT-
HbIX 06p360TOK HHCEKTHUHIAMU. 1o JIJaeT HaM BO3MO2KHOCTb
CYUTATh, YTO U3MEHEHHUsT YPOBHS nonmvlop(bmma B TOIYJIfd-
LUSIX  KOJIOPAJCKOTro »Kyka Ha IOKHOM Ypase B OCHOBHOM
00YyCJIOB/IEHBI UMEHHO STHM aHTPOIOTEHHBIM (PaKTOPOM.
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CHANGE OF POLYMORPHISM LEVEL IN COLORADO
POTATO BEETLE POPULATIONS IN THE SOUTHERN URALS

Udalov M. B., Benkouvskaya G. V.

% SUMMARY: Data has been presented by the changing of phenetic
structure of Colorado potato beetle populations in the Southern Urals
(territory of Bashkortostan). The reduction of phenetic polymorphism
level during the period of 1994—2002 has been noted. The results of
laboratory toxicological experiments allow considering the selective ef-
fects of insecticides as one of main factors of intrapopulation polymor-
phism level decreasing.

&% KEY WORDS: Colorado potato beetle; Leptinotarsa decemlineata
Say; population dynamics; population fenetics; population genetics; poly-
morphism; South Urals.
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© A. A. MockaJes,
0. A. MaabiieBa

Hucruryt 6nosorun Komu
HILL ¥pO PAH, CrikTeIBKAp

% WUccaenoBaHa poJib reHOB
crpeccoycroitunocru (dFOXO,
dSir2, Hsp70) B peryasiuuu
NPOJOJ/KMTEIbHOCTH XKU3HU APO30Qu
B OTBET HA UBMEHEHHUE PEXKUMOB
ocseuenus. Boissaen FOXO-
3aBUCUMbIH MeXaHU3M yBeJHUUYEHUS
Npoao/2KUTEJIbHOCTH XKU3HH MPH
cojiepKaHuu ocobeil 1po3odu

B TemHoTe. Pazinuusa DK B TemHoTe
Y Ha CBETY Y MyTaHTOB-rOMO3HUIOT
FOXO B tpex ciyyasix u3 ueTbipex

He HaOmoaaiuch. OGHapyKeHo, uTo
0CcOOM-roMO3UroThl C MyTaLMei B reHe
dSir2 umelot 60siee 3HAUNTENLHYIO
pa3HULYy NMPOJOJKHUTENbHOCTH XKU3HU
B TEMHOTE U Ha CBETY 110 CPaBHEHUIO

¢ 0cO0SIMU IMKOro reHoTuna

Y reTepo3UroTHOI JIUHHE.

Y auunii ¢ peaeunsimu renos Hsp70
TaKKe Habatoaaercst TeHACHLMS K
CHHU2KEHHUI0 NMPOAOJ2KHUTENbHOCTH
2KU3HU Ha cBeTy. [IpeactaBaensl
JI0Ka3aTeqbCTBa B M0Jb3Y
CylLeCTBOBaHUA 1BYyX MEXaHU3MOB
BJUSAHUS CBETOBOI'O pe2Kuma Ha
NPOAOJIXKUTEJbHOCTb 2KU3HU XKUBOTHDIX:
MHTeHcUUKauus Metaboan3ma

NPy CoaepKaHUM Ha CBETY U
HENPO3HIOKPHHHO 00YC/IOBIEHHOE
yBeanuyeHue npoaoKUTEJIbHOCTH 2KU3HU
B YCJI0BUSIX 3aT€MHEHUS.

% Kaiouesbie cioBa:
NPOJOJ/DKUTENLHOCTD XKU3HH; Drosophila
melanogaster; CBETOBOW pPexXnM;
TPaHCKPHUITLMOHHBIH akTop FOXO;
CHPTYHHbI; O€JIKH TEIJI0BOTO LLIOKa.

[Toctymuna B penaxuuto 03.06.2010.
[Ipunsara k ny6auxkaunu 13.07.2010.

YIOK([574 :539.163 + 615.916.1 : 546.16] + 591.1 + 575.1

POJ1b FTEHOB TPAHCKPUMNMUNOHHOIO ®AKTOPA dFOXO,
dSIR2 N HSP70 B UBMEHEHUW NPOAOJIXUTEJIbHOCTU
XWU3HU DROSOPHILA MELANOGASTER NPU PA3JIN4HbIX
PEXXUMAX OCBELLEHUA

BBEJJEHVE

B HacTodALlIlee BpeMﬂ AKTUBHO HCCJIEAYyeTCsd BJHUFAHUE Ha ﬂpOﬂOJI)KI/ITeﬂbHOCTb
xkuann (IDK) pasmuneix skosornueckux akropos — Temmnepatypsl (Helfand,
Rogina, 2003; Huang et al., 2004), xauecrBa nuum (Helfand, Rogina 2003;
Cheng et al., 2005; Partridge et al., 2005), nonusupytouieit paguanuu (Mocka-
Jqes, 2004, 2008; Sasaki, Fukuda, 2006; Moskalev, 2007; Moskalev et al., 2008),
BeIeTCA MMOUCK F’€eHETHYECKUX MEXAaHU3MOB UX BJIUAHUA HA CKOpOCTb CTapeHl/lﬂ Op-
ranuama. B 1o :ke Bpemst paGoThbl, Kacaioluecst po6JeM reHeTHUECKOr0 KOHTPOJIsT
BJIMAHHUA HaA H}K pa3JIl/lLlelX pE)KI/IMOB OCBEIIEHHUSA, KpaﬁHe HEMHOTOYHUCJIEHHBI.

I/I3B€CTHO, YTO UCKYCCTBEHHOEC yBeJMYCHHE NJIMHBI CBETOBOTO JHA YMEHbIIAaeT
[DK Drosophila melanogaster n Mbiiliei, Torna Kak ero yKopoueHue yBeJIMunBa-
et ee (Mockanes u ap., 2006; Anncumos, 2008; Bunorpanosa u ap., 2007, 2008;
Mockases u jip., 2008; MockasneB, MasbiiieBa, 2009; Massie, Whitney, 1991;
Massie, Aiello, Williams, 1993; Sheeba et al, 2000; Majercak, 2002; Anisimov et
al., 2004; Vinogradova et al., 2009). OnHako MexaHU3Mbl BJIUSIHKS CBETa HA JI0JITO-
JKUTEJILCTBO M3ydeHbl ¢1aG0. CyleCcTBYeT HECKOJIbKO OCHOBHBIX MPEATNOI0KEHUH
O MeXaHuamMax BJIMAHUA U3BMEHEHHbBIX YCJ'IOBI/IIjl OCBelIeHWsA Ha H}K I/IHTGHCI/IC]I)I/IKH-
uust Metabosiama (Massie, Whitney, 1991; Sheeba et al., 2002; Helfand Rogina
2003), yBesinuenune muonoutoctH (Sheeba et al, 2000; Sheeba et al, 2002), napy-
enue uupkaaHbix putmoB (Hardeland et al., 2003; Kondratov et al., 2007; Antoch,
2008). CorsiacHO IJIaBeHCTBYIOLIEH TOUKE 3PEHHsl, YBEJIHUEHHE JUTMHBI CBETOBOTO
JIHS MOXKET MPUBOJIUTL K O0Jiee BBICOKOMY YPOBHIO MeTab0JIM3Ma BCJICACTBHE HH-
TEHCI/ICbI/IKaLII/II/I IIBI/H‘aTe.J'leOIjI AKTUBHOCTH U U3MEHEHUA TemnepaTypbl TeJa IlpO-
3ouan (Sheeba et al., 2002). CroGonHopanuKanbHas Teopusi crapenus (Harman,
1956) noctyiupyer, uTo MHTEHCH(UKALMSA MeTaboJM3Ma BEIET K OTIOJIHHTEIbHOM
HpOI]yKLLI/II/I CBO60[LH]:>IX paﬂl/lKaﬂOB, nospema}omnx MI/ITOXOHIlpI/IaJ'ley}O 51 ﬂﬂepHy}O
JIHK, memGpanbl u Genku kaetku (Anncumos, 1999, 2000), uto o6ycioBinuBaeT
YCKOpPEHHO€e CTapeHne M YKOpoueHHe MPOJIO/KUTEIbHOCTH YKU3HH. B npebityimx
HCCJIeJOBAHUAX HAMHU ObLIIO MOKa3aHo, YTO CHH2KE€HHE aKTHBHOCTH T'eHa qoepmeHTa
CLI/ZT] CyﬂepOKCl/IILZlI/ICMyTa3bI le/lBOIII/IT K 3HAYUTEJIbHOMY YBEJUYCHHIO paBHl/lI_lbI
3Hadenn# [ DK 1po3oduiibl B TEMHOTE U HA CBETY MO CPABHEHHUIO C JIMHHEH MKOTO
tuna (Mockases u jip., 2006), a o6aBjieHHe B KOPM aHTHOKCHIaHTa MEJIaTOHHHA
CHIXKaeT 9Tu paznuunst (Mockases u jip., 2008).

B HacTodALllee BpeMﬂ YCTAHOBJIEHO, YTO B pel‘yﬂﬂl_ll/ll/l OKCHUJIaTUBHOTO CTpeCC-
OTBETA U MPOJOJKUTETLHOCTH KU3HHU KJIIOUEBast POJIb MPUHAIEKUT GeJIKaM ce-
melictBa cupTynHoB (Guarente, Kenyon, 2000; Fabrizio et al., 2005; Berdichevsky
et al., 2006; Xiangzhong et al., 2007). [leaueTuaupysi THCTOHbI W pa3jiHUHbIE
TPaHCKPUMIIHOHHBIE (akTopbl (pd3, FOXO), cHPTYHHBI MPUBOJAT K aKTHBALUK
9KCIPECCHH TE€HOB CTPECC-0TBETa, HHTHOMPOBAHMIO aronTosa, CrocoOCTBYs
BbKMBA€MOCTHU KJIETKH U YBEJHUYEHHUIO HpOIIOJI)KI/ITeJTbHOCTI/I 2KU3HHU Opl‘aHl/I3Ma
(Tanno et al., 2007; Niedernhofer et al., 2008). Posib CHPTYMHOB B H3MEHEHUU
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[ DK npu BJHSHUY PAa3HBIX PE2KUMOB OCBELLEeHUs [IPEKJIEe He
udydasack. B nanno#r pa6ore mbl ncenenopanu [ DKy munui
reTepo- U TOMO3UIOTHbIX 110 JieJIelUH TeHa dSir2 B ycJ0BUsIX
CTaHJApPTHOTO OCBEleHHs U 3aTeMHeHus. Hamu nokasaHo,
4TO 0COOU-TOMO3UTOTHI C MyTallueil B reHe dSir2 nmetor 60-
Jiee 3HauMTesbHYIO paguuily B [ DK B remHoTe 1 Ha cBeTy no
CPABHEHMIO ¢ HOCUTEJIIMH JIUKOTO T€HOTHIA U TeTEPO3UTOT-
HOU JINHUEH.

He MeHee BaykHOe 3HAaUeHHE B PeaKIMsAX CTPECC-0TBETA
KJeTKH UMeloT 6esiku TerioBoro woka (Hsp), yuactsyroniye
B MIpolieccax penapaiym 1 npoTeosn3a MoBpeKIeHHbIX GeJl-
koB (I[Tanacenko, 2003; Cofier, 2003; Hunt et al., 2004; Arya
et al., 2007). Kpome Toro, 60Jiee BbicOKast akTHBHOCTb Hsps
COTIpSKEHA C JIOJTOXKHUTENbCTBOM Y Pa3JMUHBIX MOJIEJb-
HbIX xkUBOTHBIX (Morrow et al., 2004; Kimura et al., 2006).
Bblsio mokazaHo, 4To B OTCYTCTBHU (PYHKIMOHAJLHON KOMHH
reHa Hsp7( wucue3zaer ajlanTHBHBII OTBET K BO3AEHCTBHIO
MHIyKTOpa CBOGOAHBIX paanKasnoB napaksata (TypbiieBa
u ap., 2008; Moskalev, Shaposhnikov, Turysheva, 2008).
Jkcnpeccus reHa Hsp70 ycuanBaeTcsi Ipu OKUCIUTENbHBIX
nopexxenusx (Guo et al., 2007; Soti, Csermely, 2007),
YTO CMOCOGCTBYET YJYUILIEHHIO OKHCJIHTENbHO-BOCCTAHO-
BUTEJILHOTO COCTOSIHUS KJIETKH M YBEJHUEHHIO aKTHBHOCTH
AHTHOKHUCJIUTEJIbHBIX q)epmemos (TJTyTaTHOHNEPOKCHIASHI,
raytatronpenykrasbl ) (Guo et al., 2007 ). Kpome Toro, B 9k-
CTiepUMEHTaX y MyTaHTOB szossocpmu 10 reHaM KaTaJiasbl 1
Cu, Zn-Sod npu crapeHHH yMeHbIIAN0Ch BPeMsi HHIYKIIHH
reHa Hsp70, 4To CBHIETEILCTBYET O €r0 YUacTHH B OTBETE
Ha okcuaatuBHbIi crpecce (Landis et al., 2004). Mol npen-
TMOJIOXKUJIH, UTO JIeJIELMH TeHOB cemeiicTBa Hsp70 y nuHui
JPO30(uJI, coiepKaluxes npu 12-uacoBom pexkume ocBe-
1LIeHHs1, MOTYT crniocoOcTBoBaTh cHuxkenuio DK no cpas-
HEHHUIO ¢ 3aTeMHeHHeM. Hamu ycTaHOBJIEHO, UTO Y JIMHUH C
MyTalMsMK B TeHax OeJIKOB TEMJIOBOTO 1110Ka HabJtoaeTcs
TEHJIEHIUS K YMEHbILIEHHIO MPOJOJ/IKUTEbHOCTH XKU3HH Ha
CBETY 10 CPABHEHHIO C JIMHUEH JIMKOTO THIIA.

[TepeunciieHHble MeXaHHW3Mbl pACCMATPUBAIOT JIHIIb
3 heKThI, CBA3aHHBIE C MOBPEXKIAIOIIUM BO3/IEHCTBHEM JI0-
TMOJIHUTEJBHOTO OcBelleHus. Henb3si HCKIOUUTL U pYyroi
MEeXaHU3M, PH KOTOPOM YMeHblIIEHHE IJIHHbI CBETOBOTO JHS
(conep:kaHue B yCJIOBHAX 3aTEMHEHHS ) KaK MATKUE CTpece-
(haKTOp MOXKET JIOMOJHUTENLHO CTHMYJHUPOBATH 3aLUTHBIE
CHUCTEMbI OpraHHW3Ma, He OKasbiBas MPH ITOM MOBPEXKIAI0-
1IETO IEHCTBHUS, UTO NMPUBOAUT K yBesnuenuto [ DK npu co-
Jep:kaHun B TeMHoTe (puc. 1). CorsiacHo mpenyioKeHHOM
HaMM HeHpPOHIOKPUHHON runorese BJAMsHUA cBeTa Ha [DK
»KUBOTHBIX (MockaJsie, MaibiiieBa, 2009), B oTBET Ha YKO-
poueHue JJHHBI CBETOBOTO JIHS, KOTOPOE B €CTECTBEHHbIX
YCJIOBHSIX MECTOOOUTAHUI MpEIBEIIAaeT CKOpoe HacTyrie-
HHE XOJIOJIOB, Y XKUBOTHBIX MOJABMASETCA AaKTHBHOCTbL HHCY-
mn/IGF-1 cHrHaibHOro MexaHu3Ma, HO JeGJOKHPYIOTCs
TMPOIECChl CTPECC-OTBETA C YUACTHEM TPAHCKPHITIMOHHOTO
daxropa FOXO. MsBectHo, UTO TpaHCKPHUIIHOHHBIE (aK-
Topbl cemeiictBa FOXO urpatotT BaXkHyto poJib B peryJisiiiiu
crpeccoycroitunBocTd U [TK xkuBotHbIX (Boudewijn et al.,

[ WN3MEHeHVe pIMHBI CBETOBOTO HS ]

| |

[ YBenuuerve J CHuxeHne
[T CKopoCTb MeTaﬁonmsma] | WMHeynuH / IGF-1

| l

[TOKcmAaTMBHbM cTpecc FOXO J

1Sir2

N Y )

l

] }—( 1Sod, Hsps,dGADD45

[ 1 CTpeccoyCcTonYmMBoCT

l

[ T I'Ipo,u.onxmeanocrb}

I'IOBDe)KJJ.eHVIﬂ

E TOKVICJ'IVITeJ'IbeIe

1 npO,D.Oﬂ)KI/ITeJ'II:HOCTI:
WUNIHN

XKN3HU

Puc. 1. Mexanusmbl BJIHSIHUS H3MEHEHHSs! JJTMHBI CBETOBOIO JIHS Ha

TPOJOJIKUTEIILHOCTD 2KU3HH J1po30(huiibl. OG03HaueHUs:
— — unaykuus; | — uHruGuposanue; T — yBesuueHHe;
| — cHukenue

2003; Lee et al., 2003; Kramer et al., 2003; Lam et al.,

2006). I'Tpu crpece-peakuuu FOXO 3anyCKaeT IKCITPECCHIO
reHOB (hepMEHTOB JAETOKCHKALMH CBOOOIHBIX PAIUKANOB U
penapaunun JIHK, 6enkoB TensoBoro 1oka, HHTHOUTOPOB
LMKJIWH-3aBUCUMbIX KuHa3 (Giannakou, Partridge, 2004;
Huang, Tindall, 2006). Knetka cranoButcs Gosiee ycToii-
UMBOH K CTpeccaM, Jydllle CMpPaBsSeTcsl CO CMOHTAHHBIMH
MOBPEIKJIEHHUSIMH, UTO CHH?KAET CKOPOCTb CTapeHHst opra-
HU3Ma B 11eJ0M. COryacHo JIUTepaTypHBIM AAHHBIM, MOCTO-
siHHast cBepxakenpeccrst dFOXO B :KHPOBOM TeJie B3POCJIOH
0co6H Ip030(HIBI CHHIKAET TEMIT CMEPTHOCTH, YBEJHUH-
BaeT YCTOMUMBOCTb K MHIYKTOPY CBOOOIHBIX pPaJHKa/oB
napakBaty u yBeauuuBaet [ DK myx (Giannakou, Partridge
2004; Giannakou et al., 2007), Torna kKak HapylieHue B
pa6ote dFOXO noBbllaeT YyBCTBUTEIBHOCTb K OKCHIATHB-
HoMy cTpeccy ¥ ymeHbluaet ux [DK (Junger et al., 2003).
Mo uzyunan [DK oco6eit 1po30dHiibl, TOMO3HTOTHBIX 10
runoMop@HbIM ansessm rena FOXO Tpu pasHbIX yCJIOBHSIX
ocBellleHnsi. Hamu nokazan FOXO-3aBUCHMbIH MeXaHH3M
yBesnuenus [ DK 1po3ocus B TemHoTE.

Takum oGpasom, LeJb JaHHON paboTbl cocTosla B U3Y-
UeHHH POJIM TeHOB TpaHCKpHUMuoHHoro gakropa FOXO,
dSir2 w Hsp70 B U3MeHEHHH TIPOAOJIKUTENBHOCTH *KH3HH
Drosophila melanogaster npu pa3JjiMuHbIX pexKUMax OCBe-
LLIEHHS.

MATEPUAJT 1 METOAbI

Jla6opaTopHble nuHuu Drosophila

melanogaster:

1) smnus nukoro tuna Canton-S;

2) Jsmuust qukoro tuna w!’'8 kotopast B KauecTBe Mapkepa
FOMO3MIOTHOCTH HECET Ha XpOMOcoMe X PeleCCHBHYIO
MyTalllio reHa white;
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Tabauya 1

MapameTpbl NPOAOIKUTENLHOCTH XKM3HHM CAMLIOB M CAMOK J1aG0PaTOPHBIX IMHKIA Apo3oduabl w'''8, Sir2!7/+

u Sir22-7! npu pasaM4HbIX pEXXUMax OCBelLEeHHUs]

Jlunus [Toa Ocgelenne, u | MeIDK | 90% min max MRDT o R N
w!! 34 12 36,0 44 9 50 5,9 0,1177 ]0,0012 |237
0 43,0* 51% 9 68 8,7 0,0796 0,0021 270
{Q 12 43,0 56 15 65 7,1 0,0989 0,0008 259
0 50,0* 66* 9 67 7,7 0,0903 0,0006 242
Sir2'7/+ | 48 12 440 55 4 69 8,7 0,0797 0,0019 188
0 50,0* 66** 9 78 11,6 0,0620 0,0021 214
?Q 12 45,0 64 9 71 9,0 0,0769 0,0015 227
0 45,0 61 9 69 8,1 0,0857 0,0010 176
Sir2%"- a4 12 29,0 44 8 44 8,7 0,0840 0,0049 167
o 0 430% | 66 9 69 11,7 |00593 [00039 185
?Q 12 29,0 44 8 54 6,8 0,1016 0,0027 171
0 43,0* Sy« 15 63 7,4 0,0941 0,0011 213
Paznuns mexxty 0 u v 12 u cratuernueckd sHauumbl: * — p<0,001; ** — p<0,004; *** — p< 0,05, 3nech u najnee: Mel DK —
MeJIaHHast POJOJIKUTENLHOCTL K13HH; 90 % — Bpemst skuann 90 % KoropThl; min U max — MHUHUMAJIbHAsT H MAKCHMaJIbHas
MPOJOJKUTENbHOCTD 2KU3HH B BbiGopKe; MRDT — Bpemsi y1BoeHHs1 HHTEHCHBHOCTH CMEPTHOCTH; o M R —napameTpbl ypaBHeHust
Tomnepiia; N — kosiuuectso ocoteil B BriGopke; ¢ — camipl; @9 — camku

3) nuuust Sir2'7/+ (renotun w''’S; Sir2'7/SM6a) conep-
JKUT B F€T€PO3UroTe runoMopHyIo ansesb rena Sir2;

4) munnst Sir2?4-T1 (w8, Sir2?A711) yeceT B rOMO3HUroTe
Jieielinio reta Sir2;

5) smnus DF(3R)Hsp70A, Df(3R)Hsp70B (w'''8; Df(3R)
Hsp70A, Df(3R)Hsp70B) conep:KUT B FrOMO3UTOTE Jie-
JIELIMH HECKOJIbKUX TeHOB ceMeiictBa Hsp70 (Hsp70Aaq,
Hsp70Ab, Hsp70Ba, Hsp70Bb, Hsp70Bbb v Hsp70Bc);

6) sunust DF(3R)Hsp70A (w'''8; Df(3R)Hsp70A ) umeer
negietinu reHoB Hsp70A (Hsp70Aa w Hsp7 0AD);

7) nunus FOX0?' (y, w; Sp/CyO; dFOXO?'/TM6B Tb,
Hu) conep:KuT B roMO3UToTe TMIIOMOP(HYIO aJlieib reHa
TpaHckpumnunontoro gaxropa FOXO;

8) smnus FOXO% (y, w; FRT 82 dFOXO* /TM6B Tb, Hu.)
COIEP’KUT B TOMO3HIOTE THIOMOPGHYIO aJjjiefib reHa
TpaHckpumnunontoro daxropa FOXO.

Jlns mosydennsi ocobell ¢ MOHMKEHHOH aKTUBHOCTHIO
rena FOXO (c renotnnom FOXO?' /FOXO?) npoussoaunn
CKpellUBaHHe poiuTeabekux annui FOXO?' 1 FOXO%.

Jlunun Drosophila melanogaster no6e3Ho npeaocras-
Jensl Kosseknueil Bloomington Drosophila Stock Center
(ynuBepcuter wtata Muamana, CIIA) u Dr. Ernst Hafen
(Institute for Molecular Systems Biology, Switzerland).

YcnoBusa akcnepumeHTa

KyJ/ibTuBUpOBaHHEe POJUTELCKUX JIHHUEA TPOBOIWIN B
TepmocTare npu Temnepatype 25°C u crangaptiom 12 4 pe-
KUMe ocBellleHus, B 6aHoukax 100 mJ, comepkaiinx 25 mi
JIPOACKEBOH NuTaTesbHOH cpenpl (Ashburner, 1989). TTocae
TOSIBJICHHST KIMAro B TEUEHHE CYTOK TPOU3BOIHJIN OTOOP HEOO-
XOJIMMOTro KosiuecTBa ocobeit (50 1ITyK Ha GaHOUKY ), Tpej-

BApHTEJIbHO HAPKOTH3MPOBAB MX 3¢upoM. CaMipl U CaMKH
coiepXKanch pasiiesibHo. Obliiee KoJMUeCTBO OaHOUEK KaxK-
JIOH JIMHKUY ObLIO pa3fiesieHo Ha HeCKoJbKo rpyrn. OfiHy uacThb
VHMBHIYYMOB KaXK/108 JIMHUK NOJBEPraJii BO3leHCcTBHIO 12 4
ocBellleHust pu uHTeHcuBHOCTH 120—130 LX, npyras uactb
HAXOJMJIACh B TMOCTOSTHHOM TEMHOTE HAa MPOTSKEHMH BCEH
»ku3Hu. [Toacuer yncsa ymepiimx Myx MpoBOJHJH €2KeJIHEBHO
(3a nckaouenneM cy600Thl H BOCKpeceHbst ). BbKHBILIMX MyX
€2KEHeJIeJIbHO NepeMelLiay Ha CBEXKYIO Cpey.

CraTtuctuyeckas oueHka npofoHKUTENIbHOCTU
XXU3HU

M3BecTHO, 4TO pacnpejiesieHue MPOJ0JKUTEJbHOCTH
JKU3HH HEe TOAYMHSIETCST HopMaJibHOMY 3akony (['aBpuJios,
[aBpuJsioBa, 1986). HeHopMasbHOCTDL pacnpeeieHUs He-
KJII0YaeT MCIOJIb30BAHHE MapaMETPHUUECKHX KPUTEPHEB
(JTakun, 1990). [TosToOMy 17151 OLLEHKH IOCTOBEPHOCTH pa3-
JIMUHI 10 POAOJIKUTEbHOCTH XKU3HH B OMBITE H KOHTPO-
Jie MPUMEHsIIU HermapameTpuueckuii kputepun [exana-
Bpecsnoy-Busakokcona (as1s1 oueHKH pa3anuui MeinaHHON
nponoJizkutebHOCTH 2kU3HH, MelDK) n Kosnmoroposa—
CMHUpHOBa (CpaBHeHHe KPUBBIX BblkMBaemocTH) (Epma-
koB, 1987). Jlono/IHUTEJLHO OLIEHUBAJH U JIPyTHE XapaK-
TEPUCTHKH MPOIOJIKUTETbHOCTH KU3HH: MUHUMAJIbHYIO,
MaKCHMaJIbHYIO TPOIOJIKUTEJbHOCTh YKU3HH KOTOPTDI
(cmeptHocTb 100 % Beex ocobeit) n Bpems 90 %-ii rude-
au. [TocsieiHUil NoKasaTesib UCMOJMbL30BAJCH MO TPUUUHE
TOrO0, YTO OH MEHee 3aBUCHM OT CJIyUailHbIX PaKTOPOB, YeM
MaKCHMaJibHasi POJIOJIKUTEbHOCTD KU3HH. [1J1s1 OLeHKH
CTATUCTHUUECKOH 3HAUUMOCTH pasauuuit 90 %-il THOE U
npumeHsan meton Baur—Asnucona (Wang—Allison test)

® dKo102UHeCKaA eeHemuKa

TOMVIII Ne 3 2010

ISSN 1811-0932



CTAPEHHE H IOJITOJIETHE

70
A ol
09
0,8
0,7
0,6
0,5
0,4
0,3
0,2
0,1
0,0 -
0 70 80
B 1.0
09
0,8
0,7
0,6
0,5
0,4
0,3
0,2
0,1
0,0
0 80
B

80

Puc. 2. Kpusbie BbbkuBaemoct# camiios (3 ) u camok (§ Q) aposoduer unnit w8 (A), Sir2'7/+ (B) u Sir2?A-7-11 (B)

O603HaueHust:

(Wang et al., 2004). ®yHKIIMH 10KUTHSA OLLEHUBAJIH C T10-
molubio npoueaypbl Kansmana—Meilepa v npejctasiisiiu
B BuJe KpuBbIX Ao:kuTHs (KpyTbko, Cnasun, CmupHo-
Ba, 2002). las sTo# 1esn Obl1a MpUMeEHeHa MporpaMma
Statistica 6.1 (Statsoft, CILIA).

Jlist aHanu3a CKOpPOCTH CTapeHHsl B SKCTEePHMEHTATbHOH
TOTYJISILMK OLIEHUBAJH TTapaMeTpbl CMEpPTHOCTH o U R 13 ypas-
Henust [omnepriia p(x) = Re™ 1 Bpemsi yIBOCHUSI HHTEHCHBHOCTH
emepthoctd (MRDT) no dhopmyie MRDT =1n2/a. Jloctosep-
HOCTB OTJIHUMI MTApAMeTpPa o AHAJIH3UPOBAJIH C HCTTOB30BAHHEM
MeTofla MakcumasbHoro npasaononoous (Pletcher, 1999) no
Kputepuio Xu-keaapar B mporpamme Winmodest, moGesHo rpe-
nocrasjienHoi C. [lnetuepom (Mucrutyr Makca—ITnaHka).

124, ————0u,* — pazmuuus gocroephbl npu p < 0,001 (o kpurepuio Kosmmoroposa—CmupHoBa)

PE3VJIBTATbI

B ojiHOM 13 3KCIIEPHMEHTOB MPOBOIM/IM AHAJIH3 BJHSHHS
PA3JIMYHBIX PEXKHMOB OCBELIEHHS Y JIMHUEL, FTOMO3UIOTHBIX H
reTepPO3UTOTHBIX M0 MyTalUH reHa dSir2 B cpaBHEHHH C JIMHU-
et qukoro tuna w' '8 (ta6u. 1). [1pu conepxaruu ocobeit KoH-
TPOJILHOM JIMHWHM JIKOro THTa @'!'® B yC/IOBUSX MOCTOSHHOTO
3ateMHenust HabJonanu gocroepHoe (p<0,001) yBesue-
nue Mel DK (na 17 % y camuop n Ha 3 % y caMoK) 1 BpeMeHH
90 %-rubesu ocobei (na 14 % y camios 1 Ha 15 % y camok)
10 cpaBHEHHIO ¢ 1 2-TH 4acoBBIM pesKMMOM ocBellieHns. Takxke
B TEMHOTE MPOUCXOIUJIO YBEJIHUEHHE BPEMEHH YBOEHHS HH-
TeHcHBHOCTH cMepTHOCTH (MRDT) 1 cHizkeHHe yriia HakJIoHA
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[MapameTpbl NPOIOKUTEIBHOCTH XKU3HU CAMLIOB M CAMOK J1ab0paToOpHbIX JJUHUHA Apo3oduibl Canton-S,

Df(3R)Hsp70A, Df(3R)Hsp70B v Df(3R)Hsp70A npu pa3anuHbIX pexumax

Tabauya 2

Jlunus [Toa Ocgelenne, u | MeIDK | 90% min max MRDT o R N
Can- 34 12 52,0 60 10 72 6,3 0,1094 |0,0003 |248
ton-S 0 52,0 67* 10 80 7.1 0,0971 | 0,0003 |236
QQ 12 59,0 67 11 73 5,5 0,1266 |0,0001 | 250
0 59,0 70%* 10 84 5,7 0,1208 |0,0001 | 220
Df(3R) |J<& 12 24,0 32 5 49 5,5 0,1255 |0,0038 |292
gjf(’ ;g’) 0 31,00 | 45¢ 10 57 7.2 00967 |0,0034 | 259
Hsp70B | 2% 12 38,0 49 4 59 8,0 0,0866 |0,0031 |210
0 38,0 53 4 59 8,7 0,0799 |0,0028 | 246
Df(3R) |J<& 12 440 56 5 59 8,3 0,0835 |0,0018 |254
Hsp70A 0 52,0 | 60* 10 66 7.1 0,0971 |0,0006 | 255
QQ 12 52,0 62 10 68 6,9 0,1002 [0,0005 | 241
0 52,0 69* 10 73 8,6 0,0803 |0,0008 | 261
Pazmunsa mexxty O 1 12 4 cratuernuecku sHauumbl: * — p<0,001; ** — p<0,004.

Tpaektopun cmepTHocTH o Ha 32 % y camuos (p<0,001 no
kputepuio Xu-kanpat) u na 9 % y camok. Kpusbie BbikuBae-
MOCTH (pHucC. 2A) 10CTOBEPHO Pa3/HUAIOTCS KAK Y CAMIIOB, TaK
1y camok (p<0,001 nmo kpureputo Kosmmmoroposa—CmupHo-
Ba). Y CaMLIOB reTepO3UTOTHOH MO THITOMOPQHOI aslie/in reHa
dSir2 nuunu Sir2'7/+, TakxKe Kak W'y KOHTPOJNLHOH JIHHHH,
B TEMHOTe Mpoucxoauio nocroBepHoe (p<0,001) yBennue-
nue Mel DK (na 12 %), spemenn 90 %-ii ruesiu ocobeii (Ha
17 %, p<0,004), MRDT, a napametp o, ypaBHenust [omrnep-
THa B TeMHOTe yMeHbiuics Ha 22 % (p< 0,007 no KkputepHio
Xu-kBapatr). Y caMok reteposurotHofl juuuu Sir2'7/+ B
TeMHOTe HabJI0/1a/10Ch He3HAUUTEIbHOE CHUKEHHE BPEeMEHH
90 %-rubesu ocobeil (Ha 5 %), MRDT, Meimana He H3MEHHU-
Jlach, a 3HaYeHWe napameTpa o yeauunaoch Ha 10 %. Kpu-
Bbl€ BbKHBAEMOCTHU B TEMHOTE U HA CBETY IOCTOBEPHO pasJin-
yasich b y camios (p < 0,001) (puc. 2B). B 1o 2xe Bpems
y 0cobeit ToMo3HroTHoM suHnK Sir2?A7-!! ¢ nenenyer rena
dSir2 mbl HaGmoaM Gosiee 3HAUUTEJNILHYIO PA3HHULLY MEXIy
[DDK B TeMHOTE W Ha CBETY 10 CPABHEHHIO C KOHTPOJILHOH H re-
teposurotHolt sinHusIMH. Tak, MeI DK B TemHoTe noctroBepHo
(p<0,001) Bospocna Ha 33 % Kak y camIlOB, Tak Wy CaMOK,
Bpemst 90%-ii ruGesin ocobeli y camioB yBemunIoch Ha 33 %
(p<0,001), y camok — Ha 24 % (p<0,05). Takxke B TeMHO-
te Habsonamv ysesanuenne MRDT u cHikenve napamerpa o
Ha 29 % y camuos (p < 0,003 o kpurepuio Xu-KBaapar) 1 Ha
7% y camok (taba1. 1). KpuBble BbKHBaeMOCTH 0co6eil, co-
JIEPKALIMXCS B TEMHOTE M Ha CBETY, JIOCTOBEPHO Pa3/InialoTcst
Kak y camioB, Tak u'y camok (p< 0,001 no kpureputo Kosnmo-
ropoBa—CmupHoBa ) (puc. 2B).

B crnenytoliem sKcriepuMeHTe HCC/IEIOBaIH  BIHSHHE
JleJIellnii TeHOB cemelicTBa Hsp7(0) Ha W3MeHeHHe TPOJIoJi-
2KUTEJIbHOCTH 2KHU3HU TIPU Pa3HbIX pexKuMaX OCBEUICHUs B
CpaBHEHUH ¢ peaklMsIMH y JIUHUK aukoro tuna Canton-S.

B naHHOM BapuaHTe SKCMEpPUMEHTa TIPU COJEPKAHUH 0CO-
Oelt iuHuK auKoro tuna Canton-S B yCJIOBHUSIX MOCTOSIHHON
temHOTHI Mel DK He uameHnach y o60UX MOJIOB, OJHAKO
nocToBepHo yBeanunaoch Bpemst 90 %-it rubenn ocobeit (Ha
10 % npu p<0,001 y camuos 1 na 4 % npu p<0,004 — y
camok), MRDT, Torna kak 3HaueHue napameTpa o ypaBHe-
nusi TomnepTua B TeMHOTe yMeHblIHa0och Ha |1 % y cam-
1108 ¥ Ha 7 % y camok (Tabu. 2). KpuBble BLDKHBAEMOCTH B
TEMHOTE U Ha CBETY JIOCTOBEPHO PA3JIMUAIUCh KaK y CAMIIOB
(p<0,001), rak u'y camox (p < 0,05 no kpureputo Kosnmo-
roposa-CmupHoBa) (puc. 3A). Y JUHUH ¢ MyTaUUsIMK B re-
Hax cemeiictBa Hsp70 (Df(3R)Hsp70A, Df(3R)Hsp70B;
Df(3R)Hsp70A) 6Gosee BbpaykeHO, YeM y JHUHHH JAHKOTO
tuna Canton-S, HaGJO@/IH TEHJEHIMIO K YBEJHUEHHIO Ma-
pametpoB [ DK B TemHoTe Mo cpaBHeHHI0 ¢ 12 4 pexxumom
oceleHust. B uactnocrn, y oco6eit munnu Df(3R) Hsp70A,
Df(3R)Hsp70B B Temuote nocroepHo (p < 0,001) yBesnu-
unnack Mel DK (Ha 23 % y camioB, y caMOK He M3MeHH-
nach ), Bpems 90 %-ii ruesin ocoteit (na 29 % y camioB npu
p<0,001, u na 8% y camok), MRDT, B T0 e Bpems 3Ha-
ueHHe nmapamerpa o B TEMHOTE y CaMIlOB YMEHbIIHJIOCh Ha
23 % (p<0,001 no kputepuio Xu-Kpajpar), a y camok —
Ha 8 % (Tabas. 2). Kpupbie BLKHBAEMOCTH CAMIIOB M CAMOK
HCC/leyeMbIX JIMHUE JocToBepHO pasanyanuch (p< 0,001
no kpurepuio Kosmoroposa—CwmupnoBa) (puc. 3b). ¥ oco-
Oeit 1pyroit romosurotHoil munun Df (3R ) Hsp70A B TemHo-
te Mel DK yBesmunnach na 15 % y camuos (p<0,001), y
caMok He uamenusach, Bpemsi 90 %-it ru6esu ocobeit ype-
Javansioch Ha 7 % y camioB 1 Ha 10 % y camok. [Ipu sTom
y camioB B TemHoTe cHuzkaercss MRDT u yBesnunBaercst
3HaueHWe napamerpa o ypasuenusi [omneprua (na 14 %).
¥ camok MRDT yBesinunBaeTcst, a napameTp o yMeHbLIAEeT-
csina 20 % (p< 0,004 o kpureputo Xu-kpaapat) (Taba. 2).
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90

90

Puc. 3. Kpusbie Bobkusaemoctd camios (3d) u camok (9 Q) aposodunnt sunuit Canton-S (A), Df(3R)Hsp70A, Df(3R)Hsp70B (B)

u Df(3R)Hsp70A (B)
O603HaueHust:
¥+ —p<0,05

KpuBble BbRKMBaeMOCTH CaMIOB M CAMOK JIOCTOBEPHO pas-
muatores (p <0,001) (puc. 3B).

B nocneanem sKcrepuMeHTe CPaBHHUBAMH  IPQPEKTHI
BJIMUSHUST THTIOMOPGOHBIX MyTalMi TeHa TPaHCKPHUITIHOH-
Horo ¢pakropa FOXO B romosurore ¢ sddekTamMi pasHbIX
CBETOBbIX PEKHUMOB Yy Te€TEePO3UTrOT U JIMHWUKU JIMKOI'O THIIA
Canton-S. B 1aHHOM 3KCIIEpUMEHTE MPH COIEPKAHUH 0CO-
6eit Canton-S B yCJOBUSIX MOCTOSIHHOM TEMHOTBHI B JIBYX
HE3aBHCHMbIX OBTOPHOCTSIX ~39KCIEpPUMEHTa HabJofau
nocroBepHoe (p<0,001) ysennuenne Mel DK camioB (Ha
26—35 %) u camok (na 5—19 %), Bpemenn 90 %-Hoii ru6e-

124, ———— 0 u, pasauuus gocroBepHbl (1o kpureputo Kosmmoroposa—Cwmuprosa): * — p<0,001,

i ocobeit (npu p<0,001) na 7—25 % y camuos 1 Ha 6 % B
OJIHOH U3 TOBTOPHOCTEH y caMoK. 3HaueHHe mapameTpa o pH
COZlep?KaHIH B TEMHOTE Y CAMIIOB M CAMOK, COOTBETCTBEHHO,
B OJHOH MOBTOPHOCTH yBeauunBaetcst Ha 44 % (p<0,001)
u 24 % (p<0,002 no kpurepuio Xu-KBampar), a B APyroit
ymenbiiaerest Ha 28 % (p<0,001 no kpurepuio Xu-kBaj-
par) u 8 %. AnasornuHo uaMmeHsietcsi W 3Hauenne MRDT
(taba. 2). KpuBble BBIKMBAEMOCTH JOCTOBEPHO Pa3/IMIaIOT-
Csl KaK y CaMIOB, TaK Uy CaMOK B 06eMX SKCTepHUMeHTa/lb-
HbIX noBTopHocTsX (p < 0,001 1o kputeputo Kosmoroposa—
CwmupnoBa) (puc. 4—>5A). ¥ reteposurotHbix no reny FOXO
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Tabauya 3

[MapameTpbl NPOIOKUTEIBHOCTH XKU3HU CAMLIOB M CAaMOK J1ab0paTopHbIX JUHUIA Apo3oduabl Canton-S,
FOXO0 *, FOXO * u FOXO0 *'/ FOXO * npu pa3iu4HbIX peXMMax OCBEleHUs]

Jlunus | [Ton | OcBelleHue, 4 | Mel DK | 90% | min max | MRDT | o R N
[ToBTOpHOCTD |
Canton-S | 33 12 33,0 52 8 54 7,5 0,0922 | 0,0024 | 203
0 51,0% 56* 8 58 42 0,1636 | 0,0004 |203
QQ 12 35,0 52 8 58 8,6 0,0802 |0,0028 |206
0 43,0% 52 8 68 6,6 0,1052 | 0,0007 {201
Foxo? |33 12 50,0 55 8 71 6,6 0,1047 |0,0007 |273
0 52,0% 67* 15 93 12,4 0,0554 | 0,0025 | 196
QQ 12 51,0 67 10 87 11,6 0,0597 |0,0024 | 206
0 54,0% 80+ 11 99 11,3 0,0610 |0,0013 |195
Foxo# |33 12 37,0 55 4 58 7,9 0,0869 |0,0022 |229
0 440% 65% 8 87 9.4 0,0735 |0,0014 |212
oo} 12 36,0 58 4 80 11,6 0,0595 |0,0045 | 207
0 57,0% 65 8 79 9,9 0,0700 | 0,0015 |213
Foxo?/ |33 12 22,0 36 4 50 7,2 0,0956 | 0,0092 | 201
FOX0 » 0 24,0¢ | 52% 4 64 10,6 0,0651 |0,0068 | 267
Qe 12 34,0 52 8 52 9,1 0,0761 | 0,0044 | 272
0 38,0 k% | 53wk 8 64 11,1 0,0623 | 0,0052 |218
[ToBTOpHOCTL 2
Canton-S | 33 12 37,0 49 9 61 5,7 0,1219 |0,0007 |211
0 50,0% 65% 6 77 7,9 0,0877 |0,0007 |236
Q 12 57,0 65 4 78 4,9 0,1424 |0,0004 | 282
0 60,0* 69* 8 78 5,3 0,1310 | 0,0004 |288
FOXO 2! 43 12 46,0 68 6 96 12,2 0,0569 |0,0028 | 227
0 60,0* 75 9 86%* 8,6 0,0803 | 0,0005 | 168
QQ 12 53,0 86 6 95 15,2 0,0456 |0,0025 | 124
0 71,0% 89 15 103%* 95 0,0728 |0,0003 |350
Foxo» |33 12 47,0 58 9 71 7,8 0,0893 |0,0011 |195
0 50,0% 69 8 77* 8,3 0,0836 | 0,0006 | 195
Q 12 39,0 69 8 81 15,4 0,0451 |0,0061 | 146
0 50,0% 79 8 8Q 17,3 0,0401 |0,0043 | 190
Foxo?/ |33 12 21,0 30 6 36 6,5 0,1067 |0,0095 |210
FOX0# 0 92,0 37 8 50% 7.5 0,0918 |0,0010 |237
Q 12 29,0 40 6 47 6,3 0,1087 |0,0036 | 237
0 29,0 48 8 50% 8,7 0,0798 |0,0054 | 198
Pazsuust mexkty O u 12 u cratuernyecku sHaunmbl:* — p<0,001; ** — p<0,005; *** — p<0,02; **** — p<(,05.

pomutesibekux unuil (FOXO? n FOXO?') nabmonanu GoJiee
3HAUYUTEJ/ILHOE YBeJHYeHHe HccselyeMblx napamerpos DK
KaK B TEMHOTE, TaK U Ha CBETYy M0 CPAaBHEHHIO C KOHTPOJIb-
HOW Jiunuel aukoro tuna Canton-S. Tak y ocoGeil JHHUH
FOXO?' B yc/ioBHSIX TTOCTOSIHHOM TEMHOTbI B JIBYX HE3aBHCH-
MBIX TTOBTOPHOCTSIX SKCMEpHUMeHTa HabJII0faH 10CTOBEPHOE

(p<0,001)ysenuuenre Mel DK (na 4 % y camuos 1 6—25 %
y camok), Bpemenn 90%-it ru6esn ocobeii (Ha 15—18 % y
camuos np p< 0,001 1 na 4—16 % y camok npu p<0,005).
3HaueHne napamerpa o ypaBHeHust [omrnepriia B TeMHOTE B
OIHOW M3 MOBTOPHOCTEH yMeHbLIMIOCh Ha 47 % y camioB
(p<0,001 o kpurepuio Xu-kanpar) u na 8 % y camok, a B
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Puc. 4. Kpuprie BopkiBaemoctn camios (3 1 camox (9 Q) aposoduant unmii Canton-S (A), FOXO?' (B), FOXO% (B) u FOX0O*'/
FOXO? (T') B nepBo#i 3KCreprUMeHTabHOMN TOBTOPHOCTH
O6osnauenns: ——— 124, ————0u, * — paznuuus gfocroBephsl npu p < 0,001 (mo kputeputo Kosmmmoroposa—CmupHoBa)
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Puc. 5. Kpupele Bopkuaemoctn camios (33 u camox (9 Q) aposoduis munnii Canton-S (A), FOXO? (B), FOX0% (B) w FOXO?'/
FOXO? (T") Bo BTOPO#i 5KCI€ PUMEHTAJIBHO TOBTOPHOCTH.
O6oznauenuss: ———12 4, ————04,* — pazauuns nocrosepusl npu p< 0,001 (o xkpurepuio Konmoroposa—CmupHosa)
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apyrofi yeeuuanioch (Ha 29 % y camios u na 37 % y camok
npu p< 0,001 no kputepuio Xu-kBazapar) (tads. 3). Kpusbie
BBbDKMBAEMOCTH JIOCTOBEPHO PA3/IHYaAlOTCsl B 0OOUX MOBTOP-
HOCTSX SKCIIEPUMEHTA KaK Y caM1IoB, Tak 1y caMok (p < 0,001
no kpurepuio Konmoroposa—Cwmuprosa) (puc. 4—>5B). [pu
COJIEP2KAHMH CAMLIOB M CAMOK JIPYrofl reTepPO3UrOTHON POIH-
Tesibekoit sinind FOXO?® B TeMHOTE B IByX HE3aBUCHMBIX [TOB-
TOpHOCTsIX Kcnepumenta Mel DK camL0B 1 caMOK B TeMHOTe
noctosepro (p<0,001) Bospocna Ha 6—16 % u 20—22 %,
cootBetcTBeHHO, BpeMst 90 %-Hoi rubesn ocoberi yBeudu-
nocb Ha 15—16 % (p<0,001)u 11—13 %, cooTBeTcTBEHHO.
[Ipu 3TOM y CcamilOB B TeMHOTe Ha 6—15 % yMeHbLIMIOCH
3HaueHue napameTpa o ypaBHeHust [omnepriia no cpaBHeHHIO
C caMIaMH, COAEPXKALIMMHUCS TIPH CTaHAAPTHOM peXKHMe oc-
BEIlIeHHs, U COOTBETCTBeHHO yBemuunoc MRDT. ¥V camok B
TEMHOTE MapaMeTp o B OIHOM SKCTEPUMEHTe YBeJIHIHJICS Ha
15%, a B npyrom ymenbinnacs na 11%. B cootBercTBum ¢
3TUM H3MeHs10ch 1 3Hauenne MRDT (ta6a1. 3). Kpusble BbI-
JKMBAEMOCTH JIOCTOBEPHO Pas3MiaInCh B 0O0UX MOBTOPHOC-
TSAX 9KCTIEPUMEHTA KaK Y caM1loB, Tak Uy camok (p < 0,001 o
kputepuio Kosmoroposa-CmupHoBa) (puc. 4—95). ¥ ocobeit
¢ runomMopHbIM renotunom (nuust FOXO?' /FOXO?) B nsyx
MOBTOPHOCTSIX 3KCrepumenTa pasnauuust B [DK B TemHoTe 1
Ha CBeTy HAG/IONANNCh B MEHBILIEH CTeNeHH 10 CPaBHEHHIO
C POIUTENLCKUMH JIMHUSIMH U JIMHHE IUKOTO THMa (TabJ1. 3).
KpuBble BBIKMBAEMOCTH JIOCTOBEPHO Pa3IMUa/IHCh JIHILIb Y
CaMILOB B OJIHOM U3 BapHaHTOB skcrepuMenToB (p< 0,001 no
kpurepuio Konmoropoa—CmupHoBa) (puc. 4—517). ¥ camok
B 00€HX MOBTOPHOCTSAX M Y CAMIIOB B OJIHOH U3 9KCIEPUMEH-
TaJIbHBIX TOBTOPHOCTEH KPUBbIE BBIKHBAEMOCTH HA CBETY U B
TEMHOTE TMPAKTHIECKH COBMA/IAIOT.

OBCY)XOEHVE

CyliecTByeT 1Ba OTHOCHTEJILHO HE3aBHCHMbIX TE€HETH-
HECKHUX MeXaHu3Ma U3MEHEHHU MTPOAOJKUTE/bHOCTH XKU3HHU
MPU PasHbIX YCJ0BUsIX ocBelieHust. COriacHO rIaBeHCTBYIO-
11e#l Touke 3peHus (puc. 1, cieBa), yBesnueHue AJHHbI CBe-
TOBOT'O JIHSI MOXKET MPUBOANUTL K 6oJiee BbICOKOMY YPOBHIO
MeTa0on3Ma BCJIEACTBHE MHTEHCH(MKALNK ABUraTebHON
AKTUBHOCTH W M3MEHEHHsI TEMIIEPATypbl TeJa APO30(HII,
4TO  COMPOBOXKIAETCS JIOMOJHUTENbHBIM — 00PA30BaHHEM
TOKCHUHBIX MOOOUHBIX NPOAYKTOB — CBOGO[LHbIX panvka-
J0B (Sheeba et al., 2002). Jlast mpoBepKH AaHHOTO Tpej-
MOJIO2KEHHsT Mbl MCCJIeOBaJId JIMHUK C MyTallUsIMHA B reHax
dSir2 v Hsp70, yuacTtBytoiux B 60pbbe ¢ MOCAeACTBUAMH
OKHCJIUTENBHOTO cTpecca. OXKUIAN0Ch, UTO Y HCCIEIyeMbIX
JIMHUI NPOU30HET yBesndeHue padinuns [DK B Temuore u
Ha CBETY 10 CPABHEHHIO C aHAJIOTUYHON PAa3HULIEH Y JIMHUH
JIMKOTO THIIA.

CorylacHO HalllUM pe3yJibTaTaM, Y JIMHUH, HeCyllleH B ro-
MO3HUroTe aenetnto rena dSir2, pasuuna Mel DK B TemHoTe
W Ha cBeTy Oblia 60/1ee 3HaunTenbna — 24—33 %, uemy re-
TepoaurotHoi unnu Sir2/+ (0—12 %) v KOHTPOJILHOI JTH -
Hu @'''% (3—17 % ). Takum o6paszom, aeenus rena dSir2,

PEryJMpyIOLIero yeTpaHeHHe OKCHIATHBHBIX MOBPEXKIEHHH
(Balaban, Nemoto, Finkel, 2005), o6ecneunBaer GoJjee
gHaunmoe cHikenne [DDK na cBety, uem 310 oxKumaercs,
OCHOBbIBasich Ha 3(heKTax y JUHHK JIUKOTO THIA WJIH MY-
TAHTOB-TeTepo3Uror. CTOUT OTMETHTb, UTO MyTallisi B reHe
dSir? B HauleM 3KCIEepPUMEHTE TIPUBEJA K 3HAUUTEJBLHOMY
cumxennto [ DK no cpaBHeHMIo ¢ JMHKUEN AUKOTO THMA, YTO
COTJIACYeTCs C JIMTEPATYPHBIMU JIaHHBIMH. [€HbI CHPTYHHOB
MIPAIOT KJIOUEBYIO POJIb B PETYJISIIHM CKOPOCTH CTapeHHs U
JIOJITOJIETHS. B 4aCTHOCTH, MOBCeMeCTHOE NMoJaBJIeHHEe IKC-
npeccun dSir2 n iByx dSir2-nopo6usix renos (CG5085 u
CG6284) meronom untepdepeniin PHK B Hefiponax npo-
3o¢ua cHkaet [ DK, a yBesmueHne akTHBHOCTH CHPTYHHOB
y APOACKEH, yepBel il MyXx 3HauuTe 1bHO npopieBaet DK
(Kusama et al., 2006; Li et al., 2008; Niedernhofer et al.,
2008; Russell, Kahn, 2007).

CyuiecrBennoe cumxenne Mel DK Ha cBeTy mporcxonut
W Y JIMHUI ¢ MyTalMsiMU B reHax cemelictBa Hsp70. Eciu B
KoHTpoJie (y JinHuu aukoro tuna Canton-S) B JaHHOM Ba-
puante skcnepumenta Bpems 90 %-ii rubean ocobeil npu
CONIEpKAHUH B yCJIOBHSIX 3aTeMHeHHs Bo3pocsio Ha 4—10 %,
y JIMHHUE ¢ pasauuHbIMK feneuusavu Hsp70 spemst 90 %-it
rubesiu B TeMHOTE yBeJHuuI0ch Ha 7—29 % B 3aBHCHMOC-
TH OT roJia U JiiH|K. besiku cemerictBa Hsp70 oTMyaioTcst
KOHCEPBATHUBHOCTBIO MOCJEI0BATEBHOCTH B 3BOJIOLHOH-
HOM psily oT Escherihia coli no yenoseka. B knerke Hsp70
BBITIOJIHAIOT (DYHKIHMIO MOJIEKYJISPHBIX 111aMePOHOB, 3allly-
1as OeJIKK OT HeMPaBUJIbLHON YKIAJAKH TPETUUHOH CTPYKTY-
pbl, JeHatypaluu U arperatiid. OHM MPeOTBPAILAIOT Ha-
pyleHHe HOPMaJIbHBIX KJETOUHBIX MPOIECCOB — MHTO03a,
Mel03a WM 3alLUIIAIOT KAETKH OT OBPEXKIEHHS BHEITHUMH
crpeccamu (Hunt et al., 2004). Crpecc-unmynunGesbHbli
Hsp70B ctumyinpyeT SKCIM3HOHHYIO pernapaiiiio OCHOBa-
HUH (aKTHBHOCTb YypPaUMJITIHKO3UIa3bl). BoanenicTBre ma-
JbIMH nHTepdepupylonmmn PHK, narn6upyomunmu cnnres
Hsp70, HanpoTHB, CHWXaeT penapaiuio. AHaJoTHUHO Me-
HsIeTCsl M BbKHBaeMoCThb KjeTok (Bases, 2006). CorsiacHo
JIUTEPATYPHBIM JIAHHBIM, CBEPX3KCIpPECcCcHsi reHoB Hsp27,
Hsp70, nnu Hsp90 nipenoTBpaniaeT amnonTos, BbI3BaHHbIH
Pa3UIHBIMH CTUMYJIAMH, BKJIIOUAs OKHCJIUTEIbHBIH CTpecc,
B TO BpPeMsi KaK HHTHOUPOBaHHE STHX GEJIKOB JieJlaeT KJeT-
Ky 4yBCTBUTeJIbHOH K arontody (Lanneau et al., 2007).
Caepxakenpeceust Hsp90 w Hsp70 'y 1po3oduJibl MPUBOAUT
K yBesindeHuto [IDK. CBepxakcnpeccus MUTOXOHIPHATLHOTO
Hsp22 yeemuuBaer [TK 1 ycTOHUMBOCTD K OKHUCJIUTEJIb-
Homy crpeccy y D. melanogaster (Guo et al., 2007; Soti,
Csermely, 2007). Takum o6pazom, GeJIKK TEMIOBOTO I0KA
MIPAIOT BAXKHYIO POJIb B OTBETE HA OKUCJIMTEJLHBIN CTpece U
B netTepmuHaiyu [ DKy )uBoTHbIX. O6 5TOM CBUIIETE/ILCTBY -
IOT W HAlllM IaHHble: 0COOH ¢ MyTallUsIMU B FeHax ceMekCcTBa
Hsp70 umetoT 3HaunteibHO MeHbliyto [ DK o cpaBHeHuo ¢
JIMHUEH IMKOTO THIA.

B npeabinymux Hamux padortax (MockasjeB u JIp.,
2006; Mockanes u ap., 2008; Mockases, MaJbilieBa,
2009) 6b1710 yCTaHOBJIEHO, YTO JIMHUHU C MYTalLUSMH B J1PY-
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THX TeHaX, y4acTBYIOLIMX B yCTPaHEHHUH BHYTPUKJETOU-
HbIX MOBPEXK/IEHUI, B YACTHOCTH reHa Sod, 0TBedalollero
3a JleToKCH(HUKALHI0 CBOOOAHBIX paaukatoB n mus210,
BoBJieueHHoro B penapauuio JJHK, xapakrepuayiorcs 60-
Jlee BBIPAXKEHHOW pPAasHULEH MEXAYy MPOAOJIKUTEJNbHOC-
ThIO )KM3HU B TEMHOTE U HA CBETY 10 CPABHEHUIO C IHKUM
TunoM. Takum 06pasom, TpeblIylHe H TPeICTaBAeHHbIE
B HaCToOsiLIeH pabOoTe Pe3ysbTaThl MOATBEPKAAI0T PEAIo-
JIoXKeHHe, coryacHo Kotopomy cHuxkenne DK npu conep-
JKAHUH HA CBETY CBSI3aHO C JIONIOJIHUTEBLHON BhIPaOOTKOM
CcBOOOJIHBIX PAJIHKAJIOB.

BTopoil BO3MOXKHbLII MeXaHU3M BJIMSIHHSI CBETOBOIO
peXkrMa Ha BbDKHBAeMoCTb (puc. 1, cripaBa) MOKeT ObITb
CBfI3aH C MHJIYKIHEH CTpecc-oTBeTa MPH YXYLIEHUH YyC-
JIOBHI KM3HH, TIOCKOJIbKY YKOpPOUE€HHE JJHHbI CBETOBOIO
JIHS1 B €CTECTBEHHBIX YCJIOBUSAX OOUTAHUS CUTHATIU3UPYET O
HeOOXOIMMOCTH (DU3UOJNOTHUECKOH TIePECTPOHKH C LEJbIO
MOJATOTOBUTLCA K MePEKUBAHUIO 3UMHHX YCJIOBHH, JHOO
K AauTesbHOH murpauuu. Hanpumep, 6Gabouxa-moHapx
Danus plexiplus B 0TBeT Ha OCeHHee YKOPOUEHHE JIJIHHBI
CBETOBOTO JIHl BCTYMaeT B COCTOSIHME PENpOLyKTHBHOM
nuanaysbl (Tatar, 2004). B Takom cocrosiHuH B3pocible
0co0u BbDKMBalOT 5—6 MecsiieB. HanpoTus, He Haxojs-
lMecs B juarayse B3pocyble OCOOH JIeTHEH MOomyJsiiuu
JKUBYT MeHee 6 Helesb. 3HAUUTEJbHOH MPOJOJIKHUTEb-
HOCTH KHU3HH JManay3Hbix 6a604eK-1aHaujl CrnocoOCTBYIOT
(DU3HOJIOTHUECKOE COCTOSIHHE 3aMeJIEHHOTO  CTapeHus,
peryJimpyemMoro HelposHAOKPHHHO. YCTAHOBJEHO, UTO XH-
pypruueckoe ynanenue corpus allata, Heltpo3HIOKpHHHOW
TKaHH, BbIPaOATLIBAIOLLCH I0BEHUJIbHBIF FOPMOH, CHHXKAET
TEMIT CMEPTHOCTH 3THX 6a00UeK U YBEJMUUBAET UX MTPOJIOJI -
»)uresbHOCTb »ku3Hu (Tatar, 2004). Bapocabie oco6u, 06-
pabGoTaHHble I0BEHUJIbHBIM TOPMOHOM, HAMIPOTHB, Xapakre-
pusytorcsi Bozpoctieii emeptHoctbio (Tatar, 2004 ). ¥ mukux
BU10B posia Drosophila, nanpumep y Drosophila triauraria
u3 CesepHoit SIlnouun u Drosophila littoralis w3 ®unsu-
JIHK, KOpoTKasi hotohaza MHIYLHPYET B3POCIYIO PENPOIYK-
THUBHY!O ianayay, Harnojo0ue Toi, 4To BCcTpevaeTcs 'y 6a6o-
uek-nanaus (Tatar, 2004). [1puBeseHHbIe BbIlle TPUMEPDI
NoATBeprkaaloT ToT dakr, uro [DK naxomurest B mpsiMon
3aBUCHMOCTH OT cTpeccoycroitunBoctH. [Ipennonaraercs,
UTO B OTBET HA Pa3Hble BUJIbI CTPECCOPOB Y KUBOTHBIX M0~
naBasercst akTuBHOCTb MucyuH/IGF-1 curnanbioro myt
M CHHXKAETCS CHHTE3 BTOPHUHBIX TOPMOHOB (HampuMep,
IOBEHWJILHOTO TOPMOHA Yy HaceKoMbiX). Takoro popa H3-
MEHEHHs COMPOBOXKAAIOTCA PA30JOKMPOBKOH AKTHBHOCTH
TpaHckpunuuonnoro ¢axkropa FOXO, kontposupyioiero
pa6oty 3theKTOpHBIX reHOB KaeTouHoH 3aumThl (Huang,
Tindall, 2006). FOXO onocpeayeT oTBET Ha OKUCJUTE/b-
HBII U JIPYTHe BUJbI CTpecca, UTO 3aUacTylo CBA3aHO C yBe-
miuennem DK (Giannakou, Partridge, 2004; Vogt et al.,
2005; Lam et al., 2006). B 3aBHCHMOCTH OT HHTEHCHBHOCTH
He0J1aroTnpUATHOTO BO3IECHCTBHSA TIPOUCXOMAT TOCTPAHCIS-
MoHHas MoauduKalus u csizbiBanne FOXO co cneundu-
UeCKUMH OeJIKaMU MULIEHSIMH, UTO OTpejie/isieT U3MeHEeHHe

IKCIIPECCHM TeHOB-MHUlleHel 1 AnddepeHIHaNbHyI0 peakK-
LUI0 KJIETKH: c1a0blfl CTpece MPUBOANT K HHTEHCH(DHKALMH
MeTaboJIM3Ma, yMEPEHHbBII — 3aIyCcKaeT MPOLEeCChl BOCCTa-
HOBJIEHUS1, CHJIbHBIN — HHAyLHpyeT arnonto3 (Boudewijn et
al., 2003; Kramer, 2003; Lee et al., 2003; Lam et al., 2000;
Saunders, Verdin, 2009; Vogt et al., 2005). CBepxakcnpec-
cust rena FOXO y ocobeit C. elegans u B K1eTKax MJIEKO-
MUTAIONIMX TPUBOJMJIA K MOBBIIIEHHIO AKTHUBHOCTH Cy-
MEePOKCHIIMCMYTA3bl H PE3UCTEHTHOCTH K OKMCJHTENHHOMY
crpeccy (Coffer, 2003; Liu et al., 2005; Lam et al., 2006).
[Tocrosinnas ceepxskcnpeccust dFOXO B xupoBoM Tese
B3pOCJIbIX 0COOeH JPO30(hua CHHXKAET TEMI CMEPTHOCTH,
YBEJIMUMBAET YCTOHUMBOCTb K HHIYKTOPY CBOOOIHBIX pay-
KajoB — napaksaty u yBeauunBaet [TDK myx (Giannakou
et al., 2007). Takum o6pasom, FOXO urpaet BaskHyI0 poJib
B MOJIep>KaHuK OasaHca MeXLy MpoLeccaMu pocTa H pas-
MHOXKEHHS, C OJHOH CTOPOHbLI, U CTPECCYCTOHYHBOCTLIO U
JoJIToXKUTebeTBOM — ¢ pyroit (Calnan, Brunet, 2008).

MbI MPENONIOKUIHN, UTO KJIIOUEBAs POJb B YBEJUUEHHUH
[DK B temHoTe npunamiexut FOXO. BeposTHo, ykopoue-
HHe JIJIHHBI CBETOBOTO JIHA MOJABJSET BbIpaGOTKY HeHpo-
CEKPETOPHBIMH KJIETKAMH HHCYJIHHA, YTO COMPOBOXKIAETCS
aktuBaieit FOXO u ero reHoB-MHILIEHEH, MOBBLIIIAIOIIUX
YPOBEHb 3alIUThl KJETOK OT CHOHTAHHBIX TOBPEXKIECHUH.
B Haiem skcrnepumeHTe 0COGH, TETEPO3HUTOTHbIE MO TH-
noMopdHbeiM asiensm reda FOXO, a takxke ocoOH JIMHUH
JIUKOTO THTA OTJIMYAJNCH CYLIECTBEHHBIM H3MEHEHHEM TPO-
JIOJKHTEJILHOCTH YKM3HH TIPH PA3HBIX YCJIOBHAX OCBEIEHUS,
OJIHAKO y 0COGEH-TOMO3HTOT C THITOMOP(HBIM TeHOTHIIOM
(uuus FOXO?' /FOXO? ) B 1ByX MOBTOPHOCTSX IKCTIEPUMEH -
ta paznnuns [DK B TeMHOTE U Ha CBeTy OblIM HE3HAUUTEb-
HbIMM — KPUBbIE BbKHBAEMOCTH JIOCTOBEPHO Pa3/IMIAJIHCD
JMIIb B OJIHOM H3 BapHaHTOB SKCTEPUMEHTOB Yy CAMIIOB.
[To-BumMMOMY, MHUHMMaJbHbIE PA3JIMUMA COXPAHAIUCH MO
TOH MpuuKHe, 4To HHAYKIKA FOXO-3aBHCHMBIX MEXaHH3MOB
CTPECCOYCTOHUHBOCTH MOXKET OCYLECTBJIATLCS HE TOJLKO B
OTBET Ha MoJlaBJeHHe BbIPAOOTKH MHCYJIHHOMOMOOHBIX MeT-
TUJIOB B TEMHOTE, HO U B OTBET Ha OKHCJUTEJbHBII CTpecc
MpH OCBELIEHNH, UTO ycyryOuo sppexr cukenus [ DK mpu
OCBelIeHNH.

Takum o6pasom, moJiydeHHble HAMM KCIEPUMEHTaJb-
Hble JIaHHbIE TOBOPST O CYLIECTBOBAHUHU JIBYX OTHOCHUTEJIb-
HO HE3aBMCHMBIX TyTeH peryJslind OTBeTa Ha U3MEHEHHE
pexxuMoB ocBelleHus (puc. 1). C oJHOH CTOPOHBI, YBeJIH-
yeHUe JUIMHBI CBETOBOTO JIHS Uepe3 6oJiee aKTHBHYIO Bbipa-
O0TKy CBOOOJIHBIX PAJMKAJOB OKa3blBACT MOBPEKIAOLILCE
neiictBue u cHwkaet [DK aposoduibl. JlelcTBUTENBHO, Y
JIMHUY ¢ festetyedt no reny dSir2 pasnnua B [DK B Tem-
HOTE M Ha CBETY 3HAYHUTEJILHO YBEJUUHBAETCS MO CpaBHE-
HHIO ¢ KOHTPOJILHBIMU JIMHUSIMM, a Y JIMHUI C MyTallUsIMH B
reHax 0eJIKOB TEIJIOBOro 0Ka HaOJ/MI01aeTCsl BbIpaXKeHHas
TenaeHuns K cHmkenuto [DK Ha cBery. C ipyro#i cropo-
Hbl, CHHKEHHE JIJIMHBI CBETOBOTO JIHS, HE TIPUBOJIS K MOB-
pexnatimmM dpdeKkram, CTUMYJHPYET CTpecc-OTBET H
yeesnuuBaet [DK. B To Bpemsi Kak y JIMHUK UKOTO THMA
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¥ MYTaHTOB-TETEPO3UTOT MO TPAHCKPUMLIHOHHOMY (PaKTO-
py FOXO coxpanssach sHauutebHas pasuuiia B [DK npu
COJepP’KaHUH B TEMHOTE U Ha CBETY, y MyTaHTOB-TOMO3HTOT
[TDK B TeMHOTE M Ha CBETY B TPeX CJyvasix U3 YeThbIpex H3-
MeHsIIaCh He3HAUUTENBHO.
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THE ROLE OF TRANSCRIPTION FACTORS DFOXO, DSIR2
AND HSP70 IN LIFESPAN ALTERATION OF DROSOPHILA
MELANOGASTER IN DIFFERENT LIGHT CONDITIONS

Moskalev A. A., Malysheva O. A.

% SUMMARY: It was investigated the role of stress-response genes
(dFOXO, dSir2, Hsp70) in regulation of life span of Drosophila in re-
sponse to light regime alteration. It was revealed the FOXO-dependant
mechanism of lifespan increasing at darkness conditions. The distance
of lifespan of FOXO homozygous mutants at different light conditions
were absent 3 times from 4 times. It was shown, that homozygotes with
deletion of dSir2 have more significant difference between lifespan at
standard light and darkness conditions with comparing to wild type
and heterozygous strain. The same tendency was also detected the in
the strains with Hsp70 deletions. It was produced the evidences of two
mechanisms of light regime influence on lifespan: metabolism intensi-
fication at light conditions and neuroendocrine-determinated lifespan
increasing at darkness conditions.

% KEY WORDS: life span; Drosophila melanogaster; light regime; FOXO;
sirtuins; Hsp.
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NMPABWUJIA AJ11 ABTOPOB

HACTOALUME NMPABUAA AASI ABTOPOB
ABAAKOTCA M3AATEABCKKMM AOTOBOPOM

YenoBust Hacrostiero JloroBopa (nanee «JloroBop» ) siBJisiioT-
cst nyGJIHuHOi 0hepTOlt, B COOTBETCTBUH € M. 2 cT. 437 Ipaxnanuc-
Koro kojiekca Poccniickoit @enepaunn. launbiit Jlorosop onpese-
JIsleT B3aMMOOTHOLLEHHsT MexKIy pelakuueit »xypaana «Ecological
genetics/DKosornueckast reneTHKa», 3aperucTpupoBaiuoii [o-
cyllapcTBeHHbIM KomuTeToM Poccuiickoin denepauyn no nevatu
(cBupetesberBo o peructpatuu Homep Ne 77 —16900 ot 20 Hos1Gpst
2003 rona), umenyemoii B asibHeriineM « Pegakuusi» u siJisioiieil -
cst crpykrypHbiM nogpasaeneneM OOO «HManatenserzo H-JI», n
ABTOpPOM H/NJTH ABTOPCKHM KOJLIEKTHBOM (/M HHBIM IPaBo0G/1a-
JiaresieM ), MMEHYeMbIM B Ja/ibHeliieM «ABTOp>», NPUHSABLINM Ny0-
JIMUHOE nipeyiozkeHne (odepty) o 3akiioueHuun Jorosopa.

I MMOAUTUKA XXYPHANA

1. Tlpu paccmorpenuy MoJiydeHHbIX aBTOPCKHX MaTepHasios Pe-
JaKuus pykoBojcTByeTcst ENMHBIMU TpeGOBAHUSIMH K PYKOTTH-
CsiM, MpeJicTaBisieMbiM B GHoMenLHCKHE »KypHadbl (Uniform
Requirements for Manuscripts Submitted to Biomedical
Journals: Writing and Editing for Biomedical Publication
http://www.icmje.org/index.html).

2. B xypHasie «Kosornueckas reHeTHKA» 1e4aTaloTesi paHee He
oryGJIMKOBAHHbIE IKCIIEPUMEHTAJIbHbIE U 0630PHO-TEOPETH-
yeckne paboThl HA PyCCKOM M aHIVIHACKOM $3bIKaX 110 NPOQUIIIO
JKypnana.

3. MHoxecTBeHHble W JyOJsMpyloline NMyGJuKauun — 3To ny6-
JIMKALMK CTaThd, MaTepuasbl KOTOPOil BO MHOTOM COBMAAAIOT
C y2Ke OIHaX/1bl O1yOJIMKOBAHHBIMH.

4. TlpexncraBsisisi pyKornuch, ABTOp BCerja JIOJKEH CTaBUTb pe-
JIAKLHUIO B U3BECTHOCTb 000 BCeX MPeJbIIyLNX MyOauKalusx,
KOTOpblE MOTYT PAcCMaTpPUBATHCS KaK MHOXKECTBEHHblE HJIH
nayOaupytouiue nyGJauKaLuy ToH XKe caMO# WM O4eHb CXOAHOH
paboThl.

5. Pepakumsi nHe paccmarpuBaeT paGoThl, Pe3yJbTaTbl KOTOPbIX
no 6oJblIel yacTH yxKe OblIn OMmyGJHKOBAHbI WM OMHUCAHBI B
CTaThsIX, MPEACTABJEHHbBIX MJIH MPUHATHIX /s MyOJIHKALUH B
JIpyTHe TevaTHble WM 3JeKTPOHHbIE CPEJICTBA MAcCOBOH HH-
thopmauuu

6. ABTop j0/0KeH yBeOMUTL Penakumio B ciydae, €C/id CTaThbsi
COJIEPXKHT y2Ke OMyOJIMKOBAaHHbIE MaTepHalibl, U B 0653aTe/b-
HOM TTOpSIIKE BKJIOUHTD B CTATHIO CChIJIKK Ha HUX. Konuu takux
MaTepHasIoB JIOJKHBI MPUJIAraThCs K MPEACTABISEMOH PyKO-

IHUCH, 4yTOObI JaTb pelaKIlMi BOSMOXKHOCTDL NMPHUHATL PELUIeHNE,
Kak IMoCTYINHUTbL B ﬂaHHOﬁ CUTyalllH.

7. He npuHumalotcs K neyaTd pyKOIMHCH, MPEICTABJAIOLIME CO-
6o OTAEJIbHbIE 3Tallbl HE3aBEPIIEHHbLIX MCCﬂeﬂOBaHHﬁ, a Tak-
’Ke paboThl, BIMOJHEHHbIE ¢ HapylleHueM [IpaBua nposeje-
HUd pa60T C UCIOJIb3OBAHUEM IKCITEPUMEHTAJIbHBIX 2KHBOTHbBIX
(http://gene-on-gene.narod.ru/Rules/animals.htm).

8. Hy6J’[l/lKaU,I/IH CTaTbW BO3MO2KHA TOJIbKO TOCJI€ TTOJyYeHHUsI 10~
JIO?KHTEJIbHBIX peue1—131/11”4.

9. Bce craTbu, B TOM 4nciie CTaTbU ACMUPAHTOB M JOKTOPAHTOB,
ny6/MKyloTCs1 6ecnaaTHO.

Il ABTOPCKOE PABO

Pepakuust ot6upaet, roroBuT K My6JHKaLUK 1 NYOJHKYeT Tie-
penanHble ABTopamMu MaTepHasibl. ABTOPCKOE NPaBo Ha KOHKPET-
HYIO CTATblO NPUHALIEKUT aBTOPaM CTaTbH. ABTOPCKHIl roHOpap
3a nyOJsMKaluu crateil B J)KypHasie He BbinjiauuBaetcs. ABTop re-
penaet, a Pepakuust npunuMaeTt aBTopckie MaTepHasibl Ha CIeLy-
IOLLIMX YCJIOBHSIX:

1) Pepakuuu nepenaercst npaBo Ha opopmileHHe, U3IaHHe, repe-
nauy JKypHasa ¢ onyG/JHKOBaHHbIM MaTepuanoM ABTopa st
ueJiell pedpepuposanus crateil u3 Hero B PechepaTuBHOM 2Kyp-
naine BUHWUTH, PHULI u Basax nauHbiX, pacnpoctpaHeHue
JKypHaJia/aBTopckuX MaTepuaion B leuaTHbIX H 3/1eKTPOHHbBIX
M3JIaHUSIX, BKJIOUAs pa3MellleHHe Ha BbIOPaHHbIX 1M60 CO3/aH-
Hbix Penakumeii caiitax B cetn MHTepHeT B Liesisix npeaocTaB-
JieHHs! locTyna K NyGJHKaluuK JI060ro 3auHTEPeCOBAHHOrO
JIMLA, a TaKKe Ha pacrpocrpatenne KypHasa ¢ orny6/nKoBaH-
HBIM MaTtepnajoM ABTOpa 110 NOITHCKE;

2) TeppuTOpHSl, Ha KOTOPOH pa3peLlaeTcst UCMOJIb30BaTh ABTOPCKHUIL
martepualsl, — Poccuiickast Qenepauust u cets Mureprer,

3) cpoxk nefictust JoroBopa — 5 Jsiet. 1o ucreuennn ykazanHoro
cpoka Penakuus ocrassisier 3a co6oit, a ABTOp 1oaTBepKIaET
6eccpoutoe nmpaBo Pepakuuu Ha npoposkeHue pasmelleHust
aBTOPCKOro MaTepuaJa B cet Murepuer;

4) Penakums BripaBe 110 cBOeMy YCMOTPEHHI0 6€3 KaKuX-J1160 co-
r/1acoBaHuil ¢ ABTOPOM 3aK/1104aTh JOFOBOPbI M COTVIALLEHHUS C
TPETbUMH JIMLAMH, HalpaBJeHHblE HA JOTNOJHUTE/bHbIE Mepbl
110 3aLUUTE aBTOPCKUX U U3/1aTeJIbCKUX [1PaB;

5) ABrop rapautupyet, uto ucroJ/b3oBanve Pepakumei npeno-
CTaBJICHHOTO UM N0 HacTosilleMy JloroBopy aBToOpcKoro mMare-
puaJsia He HapyLIUT [1PaB TPEThUX JIHLL;

6) ABTOp ocTaBssieT 3a cO6Oi MPABO MCMOJAb30BAThL MPEIOCTAB-
JIeHHbIH 0 HacTosieMy JloroBopy aBTopcKHii MaTepualn ca-

® dKo102UHeCKaA eeHemuKa

TOM VIII Ne 3

2010 ISSN 1811-0932



82

BbI CITPALLIMBAETE

MOCTOSITEJNILHO, a TaKXKe MepeiaBaTh MpaBa Ha Hero Mo JIoro-
BOPY TPETLUM JIULIAM, €CJIH 9TO HE POTHBOPEUHT HACTOSILEMY
JloroBsopy;

7) Pepakumsi npejnocransser ABTOPY BO3MOXKHOCTb Ge3B0O3Me3-
JIHOTO MOJIyY€HHs! OJIHOTO aBTOPCKOTO K3EMIIIPA U3 BbILLE/-
LLIero THPax<a rMevaTHOro U3aanus ¢ my6GanKalyel MaTepuanon
ABTOpa MJIM MOJIydeHHs] CMIPABKK C 3JIEKTPOHHBIMH ajipecaMmu
ero ouiManbHOi myGsukalun B ceth Mureper;

8) Ilpu nepeneuatke cTaTbH W/H €€ 4YaCTH CCbLIKA Ha NEPBYIO
ny6sukaumio B )KypHase o6sizatenbha;

9) Pepakuus Bnpase uznasatb JKypHai JI0ObIM THPAXKOM.

Il TOPSIAOK SAKAKOYEHMST AOTOBOPA M U3MEHEHMST EFO
YCAOBUM

3akoueHuem Jdorosopa co croponbl Penakuum sisiercs
onyGJIMKOBaHHe PyKOMHCH 1aHHOro ABTOpa B xKypHaJe «Ecological
genetics/Kosoruueckas reHeTHKa» H pa3MelleHHe ero TeKcTa
B ceti MHTepHer. 3akmouenrem Jloroopa co cTropoHbl ABTopa,
T. €. TIOJIHbIM U G€30rOBOPOUHBIM NPHHATHEM ABTOPOM YCJOBHI
JoroBopa, siBasiercs nepeaaya ABTOPOM PyKOITHCH H CONPOBOJIU -
TeJIbHBIX 10KyMeHTOoB Penakuuu. 3anep:kka ABTOPOM KOPPEKTYPbI
naet Pepakuuu npaBo BbIIyCTHTb POU3BEEHHE B CBET Ge3 aBTO-
PCKOFI MPaBKH MKW OTCPOUYNTh OMyGJIMKOBaHHE pyKonucH. Penak-
LM BIIPaBe B OJHOCTOPOHHEM TOPSIIKE U3MEHSITH ycaoBHs Jloro-
BOPa U KOPPEKTHPOBATH €r0 MOJIOXKEHHS, MYyOJHKYs yBEIOMJIEHHUS]
00 uamenenusix B JKypnaiie (B [1paBusax ais asropos JKypHasa),
a TakxkKe Ha carite ManaresnbcTa.

IV MPEACTABAEHME PYKOIMKCH B XXYPHAA

ABTop nepeziaer, a Pepakuus npuHuMaeT aBTOPCKHI OpHUTHHAJ.
[lepBoHaua/ibHO CyleyeT BbIC/IATh 9J1E€KTPOHHbII BAPHAHT py-
KOMMCH Ha anpec penakuum ecolgenet @list.ru.

DJIeKTPOHHBII BAPHAHT JI0JDKEH COLEPIKATh!

+ ¢aiis ¢ TekcToMm pykornuck (popmar Microsoft Word uin cos-
MECTUMbIH ¢ HUM );

*  afiabl pucynkos (dpopmarsl TIFF, EPS);

*  (afisibl 3JEeKTPOHHBIX BU3UTHBIX KapTouek aBTOpOB (dopmar
VCF);

+  ails1, conepKalluil cBeeHUst 06 aBTopax, B KOTOPOM Ha pyc-
CKOM H aHIVIMAICKOM $I3bIKAX J0JIKHbI ObITb yKasanbl: Qamusnsi,
Mmst, OTuecTBO, 10JKHOCTD, YU€Has CTeleHb, yueHoe 3BaHue,
Ha3BaHWe OpraHu3alnu (KOMIaHWH), nojpasieserus (otaed,
naboparopust ). MHpopmanus, conepakatiasics B 3Tom daiiJe,
GyneT onyO/MKOBaHa B COOTBETCTBYIOLLEM pasjielie CTaTbH.
[Tocsie nosyueHust MOATBEPIKACHHUSI MO JE€KTPOHHOH T0UTE O

COOTBETCTBUH IIPEIACTABJICHHON PYKONHCH BCeM TPeOOBAHHUSIM B

pelaKLHIO BbICbUIAETCSl MOANHCAHHAs aBTOPOM PYKOIHCH B JABYX

9K3eMILIsIpax (KOJIJIEKTHBHAST PYKOIIUCh OITHCHIBAETCSI BCEMH CO-
aBTOpaMH ) B KOHBepTE U3 MJI0THOI Gymaru. dortorpaduu, ciaiisl,

HEeraTHBbl U PUCYHKH, BBITIOJIHEHHbIE HA PO3PAUYHOH MJIEHKE, Clle-

JlyeT OMECTHUTb B OT/Ie/IbHbII KOHBEPT U3 MJIOTHOH GyMart.

Jatoii nocryniaenuss Pykonucu B KypHani cuurtaercs jara

T0JIydeHHUs! 3J1eKTPOHHON BepcHH, 0(hOPMJIEHHON B MOJHOM COOT-

BETCTBHHU C JIAHHBIMU nipaBu/amu. [IpenBaputenbHoe pacemoTpe-
HUe PYKOIHCH, He 3aKaszaHHoi# Pepnakuueit, He siBjisieTcs dakTom
3aKJII0UEHHs M31aTe1beKoro JloroBopa Mexiy CTOpOHaMH.

V' COMPOBOAMTEABHBIE AOKYMEHTbI

K aBTopckomy opuruHamy Gyma)kHoil BepcHM HeOOXOAUMO
PUJIOKHTD:

*  COMpOBOAMTE/bHOE MUCbMO (HATPABJIEHHE OT yUPEXKIEHHS], B KO-

TOPOM BbINOJIHsAIACh paboTa, NOANHCAHHOE BCEMH aBTOPaMH );

°  3KCMepTHOE 3aKJIoYeHHe O BO3MOXKHOCTH OIyOJIMKOBAaHHS B

OTKPBITOH MeYaTH.

Baanky conpoBofUTe/IbHBIX JOKYMEHTOB MOXKHO TOJIy4HTb 110
3arpocy Ha ajipec peJlakLMK 1 Ha cailTe »KypHaJa.

B conpoBoAMTE/IbHBIX JIOKYMEHTaX MOXKET JOMOJHHTE/BLHO
cofleprKaThCesl J100ast Apyrast HHpopMaLKsl, KOTopast MoKeT ObITb
1oJie3Ha PeJakliK, HalpuMep, K KakoMy THIly MyOJHKyeMbIX B
JIAHHOM 2KypHaJsie cTaTell OTHOCHTCS NpecTaBjsieMast pyKOIHCh
(cMm. py6pukarop »KypHana), corsiaceH Jii aBTop (aBTOPCKHIl KOJI-
JIEKTHB) OIJIaTUTb CTOMMOCTb BOCHPOM3BEACHHS LIBETHBIX HJLIIOC-
Tpauui.

K pykonucu HeoOX0MMO NPUIOKHTbL BCE pa3pelleHns Ha Boc-
pOU3Be/IeHHe yxKe OIyO/JIMKOBAaHHOrO MaTepHuaJia, HCMoJb30BaHHe
WJLIOCTPALMH MM UH(OPMALMIO, MO KOTOPOH MOXKHO YCTAHOBHTb
JIMUHOCTD JIIOZIel, MPEJCTaBJIeHHbIX Ha (oTorpadusx, a Takke Ha
yKazaHue (haMUJIMi JIUL, BHECLINX BKJIA/ B JaHHYI0 paGoTy.

VI ®OPMAT M CTPYKTYPA PYKOIMCEM

CTpyKTypa 0630pHO-TE€OPETHUECKON CTaTbH OOLIYHO BKJII0YA-
eT c/leflylolliie paseJibl: BBeleHHe, U3/102KeHHe OCHOBHOIO Mare-
puaJia, 3aK/ioueHue, JuTeparypa.

CTpyKTypa cTaTbu 3KCNEepUMEHTAIbHOr0 Xapakrepa 00bIYHO
BKJIIOUAET CJIEyIOLIHe pasfielibl: BBeeHHe, MaTepHal U METOMbI,
pe3yJsibTaThl HCCEI0BaHUsT, OOCYKIEHHE Pe3yJIbTaToB, JIMTEPATy-
pa.

II,HS] BCEX MPUCbIJIAEMbIX pyKOﬂMCCﬁ €JIUHbIMU AABJAIOTCSH HU-
XKecjeayroliue Tpe6oBaHus:

1. 3arsiaBue 10/2KHO ObITb KpaTKUM (He GoJiee 120 3HAKOB BKJIIO-
yast 1po06eJibl ), TOUHO OTPAKAIOLLUM COAEPHKAHHE CTATHH.

2. Pesiome (10 600 3nakoB BkJI0uast 1poGeJibl ) Ha PyCCKOM SI3bIKe
MOMELLAIOT Nepejl TeKCTOM cTaTbi. Pesiome He Tpebyercs npu
nyO/IMKaLUK [IePCOHA/HNI, peLleH3UHl, OTYETOB O KOH(EepeHLHU-
51X, HH(OPMALUOHHBIX HceM. [Ipy npeBbllLIeHHH TPeebHOrO
pasmepa pesioMe Pepakuus ocrasisier 3a co6oit NpaBo Ha ero
PEaKTOPCKYIO MPaBKy (COKpalieHHe ).

3. 3araaBue Ha aHIVIMICKOM sI3bIKE OMELLAIOT Tepej] TEKCTOM aH-
T[JIMHACKOIO pesiome.

4. Pestome Ha aHIVIMICKOM $13bIKE [IOMELLIAIOT N10CJ/IE TEKCTA CTATBH.

5. Karouesble cioBa: o 3 10 10 K/IIOUEBBIX CJIOB WM KOPOTKHX
thpas, Kotopble OYIyT C10COGCTBOBATL KOPPEKTHOMY MepeKpec-
THOMY HHIEKCHPOBAHHIO CTATbH, IOMELLAIOTCS T10]] PyCCKUM pe-
3I0Me C M0/13ar0JI0BKOM «KJIIOUEBbIE CJIOBA» U MO aHIJIMICKUM
pestome ¢ nozzarosioBkoM «key words». J1y1st BbI60pa KtoueBbIX
CJIOB VICl'IOJleyﬁTe TEPMHUHbBI K3 CITUCKA MEIMIIMHCKUX TIPE/IMET -
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HBIX 3aro/oBKoB (Medical Subject Headings, http://www.nlm.
nih.gov/mesh/meshhome.html). Ecau B 9TOM crincke otcyTe-
TBYIOT NOAXOASALILIME 0003HaUEHUSsT JUIs1 HETaBHO BBEACHHBIX TEP-
MHHOB, 1oj0epuTe Hanbosiee GJIM3KHE H3 HMEIOLLHXCS.

6. Cratbu no tematuke «[eHeTHKA MUKPOOPTraHU3MOBY» JIOJIXK-
Hbl COOTBETCTBOBATH TpeéOBaHI/IHM, 006s13aTe/IbHBIM pu yno-
MHHAHHH H/WJIM OnMcauny MUKpoopranuamon (cm. lenernka.
1986. T. 22, Ne 11. C.2734).

7. YOK moxuo cdopmuposaTh, oGpaTusliuch Ha caiit http://
teacode.com/online/ude/57/57 .html.

8. [pennoututenbHasi pyopuKa KypHajia BbiOUpaeTcss U3 HU-
JKecaeayolLero cnucKa:

Buounndopmaruka.

[enernka noseneHusI.

[eHeTrKa MONYJISALUMI U SBOJIOLHS.

[eneTnyeckast TOKCHKOJIOTHSI M T'eéHeTHUECKH-aKTUBHbIE
(haxkTOpBI CPeIbl.

Hcropus u nepconannu, peLensnu, nuopmarusi.
MexaHHu3Mbl MOAH(HKALMOHHON U3MEHUHBOCTH.
MyrTarenes u kaHnueporeHes.

O6paszoBatue B 00J1aCTH 3KOJIOTHUECKOI FeHETHKH.
CumGuoreHeTHka.

CrapeHnue 1 10JroJeTHe.

Bosiesnn 3pesioro Bospacra.

SKOJTOFI/I‘{QCKHF{ reHeTUKa TPaHCreHHbIX OPraHu3MOB.
DKOJIOrHUECKasi FeHEeTHKA YeJI0BEKa.
DKOJIOr0-reHeTHIeCKHEe MOJIEH.

9. B paspesne «Matepuaj u MeTobl» 00513aTe/IbHO YKa3bIBAIOT-
Csl CBEJICHUS O CTATUCTHUECKOH 00paboTKe SKCIepUMEeHTalb-
HOFO WJIM KJIMHHYecKoro Martepuasa. Hepomyctumbl dpasbl
Bpojle «MaTepHaJs o6pabaTbiBaii 0OLIENPUHATBIMH METOIaMH
Bapl/lal_lI/IOHHOIZ CTATUCTHKH ». ﬂ.ﬂﬂ BCEX MOJIYYEHHBIX CTATUCTH -
YECKHUX OLEHOK INapamMeTpoB HeOéXOﬂI/IMO [MPUBOJIUTH UX CTaH-
J@apTHble oMOKY 1/ Wik loBepuTebible unTepasbl. [Ipumep
(27,9£0,47; ,,
YKasblBaTh TOUHO, KpoMme ciydaes, korna p < 0,001, Exunuiib

27,928140). 3Hauenne p-value HeoGXOAUMO

M3MepeHHsl Ial0TCsl B COOTBETCTBHH ¢ MerkyHapoaHo# cucre-
Mol equnuy, — CH.

10. KosloHTUTY1 0/KEH cofiepKaTh COKPALLEHHBIA 3aroJioBOK,
cofepKaliyil He Gosiee 40 3HaKoB (BKJ/OUas POGEJibl) U Hy-
Mepalio CTpaHHULL.

11. Unaoctpauun v Tabauubl. Tabauibl, pUCyHKH W MOAMKUCH K
pHCYHKaM MPeI0CTaB/SIOTCS Ha OT/e/bHbIX cTpanuuax. Yuceao
PHCYHKOB He JIOJIZKHO MpeBbIIaTh NATH. PDOTOCHUMKH J0JKHbI
ObITb OTHevYaTanbl Ha 6eJ0H TVISHLEBOH Gymare, MPUCHIIAIOTCS
B JIBYX 9K3eMIIsipax, OJHMH U3 HUX 6e3 Haanucei u uudp. Ha
0060pOTE PHUCYHKOB HEOOXOJAMMO yKa3aTh KapaHaaliom hamu-
JIMM aBTOPOB M Ha3BaHMe CTaTbH. B moanucsix noa pucyHkamu
JIOJDKHBL ObITh CAeJIaHbl OObICHEHUsT 3HAUEHUH BCeX KPUBBIX,
GYKB, LH(MP U MPOUKMX YCJIOBHBIX 0603HAUEHHII HA TOM SI3bIKe,
Ha KOTOPOM Hamnucana crartbsl. Bee rpadbl B Tabiuiax 10/1KHbI
uMeTh 3arosioBKu. CokpallleHust cloB B TabJInLIaX He JIoMycKa-
torest. He ciieryeT moBTOpsITh O/1HHM 1 T€ Ke JaHHble B TEKCTe, HA
prcyHKax 1 B Tab/inlax. PUCyHKH, cxeMbl, poTorpadui 10/KHbI
ObITb I1PE/ICTaBJ/IEHbl B pacyeTe Ha MevaTh B YUepPHO-0esIoM BHjle

WJIH YPOBHSIMH ceporo B Toueunblx popmarax tiff (tagged image
file format 300—600 dpi), bmp, uan B BeKTOpHbIX popmaTax
Adobe Illustrator (ai, eps). Mattoctpaunn 10/KHbL ObITH MPU-
JIO’KEHbI B OTIe/bHbIX (aitsax. [1pn opopmitennu rpaduieckux

MaTepuasioB yUUTbIBANTE pasMepbl neyaTHoro noJs KypHasa.

Macuura6 1:1. Inpuna: 18 cm. Bee BosHuKIINe BONPOCH! 110

0hOPMIIEHHIO PUCYHKOB MOXKHO 3a/1aTh 110 e-mail: nl@n-1.ru.
12. bubavorpadus

CHHCOK JINTEpaTyphbl COCTABJSETCS B ajaBUTHOM MOPSIIKE,
CHauaJjia pyccKoro, 3aTeM JIaTHHCKOro asidabuta. Ecin y cratbi
710 4 aBTOpPOB, TO OHM yKasblBaloTcsl Bce. Ecsin aBTopoB Gosee
YeThIpeX, TO YKA3bIBAIOT MEPBBIX TPeX, a Jajee CaeyeT «u Jp.>».
[1pu yKazaHuu HeCKOJIbKHX CTaTel OJHOT0 aBTOpa HX HEOOXOAMMO
BBICTpPAUBaTh B a/l(aBUTHOM TOpPsiIKE COABTOPOB WJIM HA3BaHHIl.
B TekcTe MpH CChbIIKe HAa HECKOJILKO PaGoT cpasy / MpH LUTHPO-
BaHUK HECKOJIbKHX paboT cpady OHH YKasblBalOTCs B al(aBUTHOM
rnopsike 1o haMU/IK aBTopa.

[TpumMepbl LUTHPOBAHUS B TEKCTE: MO JaHHbIM MBaHOBa ¢ co-
aBt. (1998), (MBanoB u ap., 1985), no nanubiM Anposi ¢ coasr.
(Alroy et al., 2001), (Schiermeier, 2003), (Benton, 1999; Miller,
1998; Sepkoski, 1991a, 1991b, 1992).

13. O6pasubl ohopMIeHHS JTUTEPATYPHDBIX CCHIIOK:

Kuura, onHOoTOMHOE H31aHue:

Bepanukos B. A., 1978. OcHoBHble (aKTOpbl MaKpO3IBOJIO-
unu. HoBocnGupek: Hayka. 226 c.

Jlyrosa JI. A., ITposopos H. A., Tuxonees O. H. u np., 2000.
Tenernka passutus pactenuii / nox pen. C. I Mure-Beutomosa.
CI16.: Hayka. 539 c.

CraTbsl U3 KHUTH:

Garte S., Sogava K., 1999. Ah-receptor gene polymorphisms
and human cancer susceptibility // Metabolic polymorphisms and
susceptibility to cancer / Eds. P. Vineis et al., Lyon.: IARC Scien-
tific Publ. P. 149—158.

CraTbsi U3 XKypHaJa:

Boukos H. I1., 2002. Bknaj reHeTHKH B MeuLuHy // JKypuan
HeBpoJioruu u neuxuarpuu. T. 3. Ne 2 (ecsiv Hymepatis CTp. Haum-
HaeTcs B KaxkioM Homepe). C. 3—15.

Hanway D., Chin J. K., Xia G et al., 2002. Previously unchar-
acterized genes in UV- and MMS-induced DNA damage response
in yeast // PNAS. Vol. 99. P 10605—10610.

JlenoHupoBaHHasi Hay4uHasi paboTa, aBTOPCKOE CBUETE/IbCTBO:

Pomanos IT. A.; 1990. Croco6 omnpenesnenust MnomyJIsiLHOH-
HOII MPHMHANEKHOCTH KOMOJOpCKHX BapaHos // A. c¢. CCCP
Ne 1536604 ot 15.09.1989. Brosuierens Ne 2 ot 15.01.1990.

Meanos B. I1., 1986. Mayuenue imiporHoro noanMopdusma ai-
KOTOJIb/IETHIPOreHasbl CHOMPCKUX BUIOB poja Juncus (Juncaceae).
M., 1986. 24 c. Jlen. s BUHWTH 18.12.86, Ne 786—B86.

ABTopedepar qucceprauuu:

Koposber 1. A., 1993. ITpunuumn HeornpeaeseHHOCTH NPH BbIGOPE
10J10BOro naptHepa: Aproped. suc. ... 10kT. 6uoJ. Hayk. CI16, 30 c.

Tesuce! noknana:

Mylnikov S. V., Oparina T. I., Khavinson V. Kh., 2002. Sex-de-
pendent effects of peptides on life span and free radical oxidation in
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VIl OBbEM PYKOIMUCEM

O6beM pyKonucH 0630PHO-TEOPETHYECKOI CTATbU HE JI0J1-
»KeH npeBbiiath 30 ¢Tp. MaIMHOMUCHOTO TEKCTA Yepes JIBa MH-
TepBaJa, 12 kersiem (BkJiouast TaGJHLbl, CIHCOK JIHTEPATYPhI,
TMOAMHUCH K PUCYHKAM H Pe3lOMe Ha aHIJIHICKOM sI3bIKe), M0JIsT He
mMeHee 25 mMM. Hymepy#iTe cTpaHuLbl TOC/€10BATEbHO, HAUH-
Hasl C TUTYJIbHOM.

O6beM pyKONHCH CTaTbW 3KCMNEPUMEHTAJIbHOrO Xapakrepa
He JI0JuKeH npeBbliath 20 ¢Tp. MAlLHHONUCHOTO TEKCTa,;

OO6beMbl APYrux pyKonuceil He 10/KHbI TPEBbILLIATE!

KpaTKux cooOLIeHNH (MHceM B pelakiiuio) — 7 cTp.;

OTYETOB 0 KOH(pepeHUusIX — 3 cTp.;

peLieH3Hil Ha KHUTH — 3 CTp.

Vill PELLEH3MPOBAHWE

Pykonucu, nocrynusiuve B Pepakuuio, Harpap/siioTcs JByM
peuendentaM. Ecsin y periensenta BO3HUKAIOT BOMPOCHI, TO CTAThsl
C KOMMEHTapHsiMM pelieH3eHTOB BoaBpallaetcs Astopy. JlaToii
NPUHATHS PYKOIMCH K MevaTy CuuTaeTcsi jata nosyuenusi Penak-

LMel OKOHUATebHOIO BapuaHTa pykonucu. Pepakuus ocrasiiser
3a cOOOM NMPAaBO BHECEHMS B TEKCT PEJAKTOPCKMX H3MEHEHHH, He
HCKaKaloluX CMbICJa CTATbH (ﬂnTepaTypHaﬂ U TeXHOJIOTHYeCcKasd
npaska). [Ipu npeacrasnenun pykonucu B JKypras ABTOpbI HeCyT
OTBETCTBEHHOCTb 33 PACKPBITHE CBOMX (PMHAHCOBBIX H APYTHX KOH-
(hIMKTHBIX HHTEPECOB, COCOOHBIX OKa3aThb BJHSIHUE HA UX PabOTYy.
B PYKOIMHUCHU NOJIKHBI ObITh YNOMSIHYTBI BCE JiMlla U OpraHu3aliui,
OKaszaBlUHe (hMHAHCOBYIO MOAAEPAKKY (B BHJE IPaHTOB, 000PYIO-
BaHUsl, JIEKAPCTB U MP.), a TaKxKe JIPyroe (PUHAHCOBOE WJIH JIMUHOE
yuacTHe.

IX ABTOPCKUE 3K3EMIIASIPbI XXYPHANA

Penakuus o6sisyercsi Boiiath ABropy 1 k3. Kyphadna ¢ ony6-
JINKOBAHHOH pyKonucblo. ABTopbl, npoxupaiole B Cankr-Ile-
TepOypre, NoJydaloT aBTOPCKUi opuruHan JKypHasna Hernocpesc-
TBeHHO B Penakunu. MHoropoiHium ABTOpam aBTOpPCKHil OpUrHHAI
JKyphauia BbicblsiaeTes Ha ajipec JIMLa, OTBETCTBEHHOTrO 3a MoJtyde-
HHe MPOOHBIX OTTUCKOB M aBTOPCKOro opurkHasna yKypuadsa.
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