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YYBCTBUTEJILHOCTBIO K JAHHOMY TSKEJIOMY
metasty. B nocientee necsatunerne
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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).
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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.

® IK0/N02UHeCKaA eeHemuUKa

TOMVIII Ne3 2010

ISSN 1811-0932



TEHETHYECKASI TOKCHKOJIOTHS H TEHETHYECKH AKTHBHBIE ®AKTOPbBI CPE/IbI 9

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-
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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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