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AJANITAIMA MUKPOOPI'AHU3MOB K TAXKEJIBIM METAJIVIAM
© C.P. MyxamatabspoBa, E.B. Ky3suna, M.I'. Ucky:xuna, T.1O. KopmyHnosa

Mmuorue Tspkenble Metamisl (TM) (Zn, Cu, Mn, Co u jp.) NIpUHAMAIOT aKTUBHOE y4YacTHE B Ba)KHEHIINX
IpoIieccax KU3HEACATEIPHOCTH MUKPOOPTaHU3MOB B KadeCTBE MHKPOAIEMEeHTOB. OnHaKo B OOJBIINX KOHIICH-
TpalUsAX OHU CTAHOBITCA TOKCUYHBIMH, a pan MetauioB (Pb, Hg, Cd u ap.) BBICOKOTOKCHYHBI J1a)Ke B MajbIX
KOHIICHTpalUsAX. MUKPOOPTaHU3MbI CIIOCOOHBI MPOTUBOCTOSITH TOKCHYECKOMY Bo3zaelicTBuio TM Onaromapst Ha-
JHYHUI0 Pa3IHYHBIX MEXaHH3MOB YCTOWYHBOCTH, KOTOpPBIC HAIPABICHBI Ha MpeoOpa3oBaHIE KATHOHOB B MEHEE
TOKCHYHYIO (DOpMYy WJIHM CTENEHb OKHCIEHHS, YTO JeNlaeT UX MEHee MOJBIMXHBIMH U OuomocTynHbiMU. CaMoii
MEPBOI peakireil MUKPOOPTaHU3MOB Ha TOKCHUYECKOE BO3JICHCTBHE METAJIOB SBIISIETCS M3MEHEHHE MOP(OIOrun
KJIETOK, UX arJIOMepamus, 9TO MPUBOANT K CHIDKCHHIO TOCTYITHOCTH MECT CBSI3BIBAHUS TOKCHYHBIX METAJIIOB.
MexaHu3MBbI, UCTIOTb3yeMble OaKTepUAMU, MOKHO Pa3felUTh Ha OMOXMMHYECKHE U MOJEKYJspHbIe. bakrepuas-
HBIC KJIETKH 00JaJal0T CIIOCOOHOCTBIO COpPOMpPOBATH KATHOHBI METAUIOB C ITOMOIIBI0 METaJUI-CBSA3BIBAIOIINX
(hYHKIIMOHABHBIX TPy (KapOOKCWIBHBIX, CYIb(TUAPWIBHBIX, THIPOKCHIBHBIX, CYIb(aTHBIX, (GochaTHBIX U
AMHUHOTPYTII) KICTOYHOW OOOJOYKH, MPEMATCTBYS MX MPOHHKHOBCHUIO B KIETKY. MHUKpOOPTaHU3MBI 00IagatoT
pa3HOOOpa3HBIMU cUCTeMaMHu A(Quitokca Ui OCyHIeCTBIEHHS OTTOKa TM M3 KJIETOK C TOMOIIBI0 OETKOB-
MIEPEHOCUYNKOB, MPUHAICKANINX K Pa3IMUYHBIM CEMEHCTBaM, KOTOPBIC MOIICPKUBAIOT HU3KYIO KOHIICHTPAIHIO
TM BHYTpH KJIETKH, 3alHIIas KJICTOUHBIE KOMIOHEHTHL. BO BHEKIIETOYHOM ETOKCUKALINH YIACTBYIOT ITOJIHICaXa-
puabl, 6nocypdakTaHTbl, HeOpraHuueckue aHuoHsl (docdar-, kapOoHAT- U CyIbPUI-HOHBI) U APYTHE MPOAYKTHI
MeTaboMu3Ma MHUKPOOPTaHU3MOB, a MPH BHYTPUKJIICTOYHOM CEKBECTPALMU — TIIyTaTHOH, METAJUICBS3BIBAIOIINE
OCJKH, BHYTPUKICTOUYHBIC TPAaHYIIBl TOIN(POCHATOB, KOTOPHIE CBA3BIBAIOT KaTHOHE TM B MajIopacTBOPUMBIE CO-
eauHeHus. Boccranosienue nonoB TM ¢ moMompio (pepMEHTOB NPUBOIUT K 00Pa30BaHUIO UX MEHEE TOKCUYHBIX
¢opM. I'eHbI, OTBETCTBEHHBIE 32 YCTOHUMBOCTH OAKTEpUil K TOKCHYHBIM METaJIaM, JIOKATH3YIOTCS Ha XPOMOCO-
MaX I TUIa3MHUZIaX ¥ MOTYT IepeaBaThesl ONM3KOPOACTBEHHBIM BHIAM OaKTEpHid, YTO MIPAET BAXKHYIO POJb B
pacrnpocTpaHeHuH ycToWdnBocTH K TM B mpupoe. MUKpOOpraHU3Mbl IEMOHCTPUPYIOT U HEMPSAMBIE MEXaHU3MBI
ToJiepaHTHOCTH K TM, HamnpaBJeHHbIE HA MOJIEPKaHUE IIETIOCTHOCTH KIJIETOK MyTeM 3alIUThl UX OT OKHCIUTEIb-
HOTO CcTpecca.

KiroueBple ci0Ba: TSDKENBIE METAIUIBI, TOKCHYHOCTD, OAKTEPHH, YCTOMYMBOCTD, NETOKCHKALMS, HOTIIOMIe-
HUE, CBA3BIBAHUE, MEXaHU3MBI.

BBenenue. TM mpencTaBisioT co000 0OITb- aneMeHToB. OHH yYacTBYIOT B OKHCIUTEIHHO-

HIyio Tpymiy saeMeHToB (Oonee 40) ¢ metamunye-
CKMMHU CBOWCTBAMH, B KOTOPYHO BXOJAT NEPEXOJ-
HbI€ METaJUIbl, METAJUIOW/IbI, JIAHTAHUIBl W aKTH-
Houwl [1]. Kak mpaBuiio, mX aTOMHBII BeC COCTaB-
nser ceime 50 emuHUIL, a TUIOTHOCTh — OoJjee
51/cM’. KaTHOHBI HE3aMEHMMBIX METAIIOB (KO-
OayIbT, Meb, JKEeIe30, MapraHel, MOJUOACH, CeJIeH
Y IUHK) UMCIOT OOJIBIIIOE 3HAYCHHE IS )KU3HECsI-
TENBHOCTH MUKPOOPTaHU3MOB B KaueCTBE MHKPO-

BOCCTAHOBHUTEJBHBIX IMpPOIECCaX, B PETYJAIUN OC-
MOTHYECKOro OanaHca, HUCIONb3YIOTCS I CTaOH-
JU3aLUU MOJIEKYJI HyKJIIEHHOBBIX KHCIIOT U O€JIKOB,
SIBIISTIOTCS  KOAKTOpPaMu Pa3MyYHbIX (pepMEeHTOB
(auTpOoreHassl, CyNepOKCHIAMCMYTa3bl, IETUAPO-
reHasbl, MUTOXPOMOKCHIA3bl, ypeassl u mp.) [2, 3].
BMmecTe ¢ TeM NOBBILICHHBIE KOHLEHTPALUU 3THX
METaJIOB, a Takke TM, He BBHIIOJHSIIOMNES KaKOM-
100 Ouonorndeckor (QYHKITUH, MOTYT HPOSBIATH
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[0 OTHOIIEHHIO K OaKTepHsIM TOKCHYHOCTH, KOTO-
pasi 3aBUCUT OT MHOTHX (aKTOPOB — BUIAa MHKPO-
opranusma, (opMbl HaAXOXKIEHHUS U KOHLEHTPALUU
MeTamna, (GU3MKO-XUMHYECKHX (HaKTOPOB OKpY-
xkaromedt cpensl (pH, woHHas cuma, mpupoma U
KOHIICHTpaIisl KaTHOHOB M aHHOHOB, a TaKXKe Ha-
JUYUST OPraHUYEeCKUX COCOUHEHHUH, CHOCOOHBIX
B3aUMOJIEHCTBOBATh C META/UIAMHU U BIIMATH Ha MX
ouonoctynmaocts) [4]. Takme TM xak Cd(II),
Pb(1l), Sn(II), Hg(Il) u Ag(I) B3anmoaeicTBYIOT €
OCHOBHBIMU KJIETOYHBIMH KOMIIOHEHTaMH M MOTYT
BBITECHATH ’KM3HEHHO Ba)kKHbIE METaJUTbl U3 UX €c-
TECTBEHHBIX MECT CBS3bIBaHUS, OJOKMPOBAThH
(YHKIIMOHAIEHBIE TPYIITEI MOJIEKYN ((pepMEeHTOB,
HOJMHYKJICOTUAOB) U CUCTEMbl MMIIOPTAa HOHOB B
KJIETKH, Hapymas TeM caMbiM HuX (yHKIuM [5].
Taxoke TM MoOryT WrpaTh posib «aHTHMETAaOOJIH-
TOB», 00pa30BbIBasl CTAaOMJIbHBIE OCAIKU WIN Xe-
JIaTHbIE KOMIIJIEKCHI ¢ OMONOTMYECKH 3HAYUMBIMU
COCAMHEHHUAMHU WJIN KaTalu3UpOBaTh UX pacman, B
pe3yibTaTe 4ero OHM CTaHOBSTCA HEAOCTYIHBIMU
IUISL KIIETKH [6, 7].

CoBMecTHOE BIUSHHE Ha MHKPOOPTaHH3MEI
IByx u Oomee TM 3aBHCHT OT WX KOMOHMHAIUH,
KOHKYPEHIIH 33 MECTa CBA3bIBaHMSA, [IOPSIIKA BHE-
CeHHs B cpeny U npouero. DPQeKT B3auMoaeicT-
BUSI MOXKET BBIpaXXaTbCcS B CHHEPIU3ME M aHTOTO-
HA3ME M YacTO SBIIAETCS DJKCTPEMalbHBIM [8].
B otnamuume oT apyrux 3arps3sHUTENEH OKpyKaro-
el cpeasl, TM He moaBepraroTcsi OMOIOTHYECKO-
MY Pa3JI0XEHHUIO U OaKTEpHH CIIOCOOHBI BBIKMBAThH
B MX IPUCYTCTBUU TOJBKO Oaromapsi HaJUduIO
OTpeeNeHHBIX MEXaHU3MOB ycToiuuBocTH [9],
KOTOpBIE MO3BOJISIIOT UM XOTsI OBl YaCTMYHO HHBE-
JMPOBATh TOKCHYECKOE IEHCTBUE ATUX KCEHOOMO-
tukos [10, 11].

HN3menenue mopgoaornu kiaerok. HambGo-
Jiee o0IIas U paHHss CTpaTerus, ¢ MOMOIIBIO KOTO-
poii GakTepuH NMPHUCIIOCAOIUBAIOTCA K Pa3IMYHBIM
CTPECCOBBIM YCJIOBHSM, BKJIIOYas BO3JEHCTBHE
TM, — ato m3MmeHenune mopdosorun kirerok [12].
BHuemnsis Tpanchopmanus MOXKET OBITH pazHO00-
pa3Hoii, HO B HEH Bcerja y4yacTBYIOT NEHULMIUTUH-
CBSI3BIBAIONINE O€NkH (TpaHcmenTHmassl) — dep-
MEHTHI, KaTaIN3UPYIOIIUe TOCIEeIHUE CTaauu 00-
pa3oBaHMsl NENTUIOTIIMKAHA KJIETOYHOH CTEHKH.
JByxBanentHole TM, CTpyKTYpHO HallOMUHAIOILIKE
KaTHOH KaJbIIHA, 3aMEIAI0T €r0 U TEM CaMbIM BbI-
3bIBAIOT HMHAKTUBALMIO TpaHemenTtuaas. PasHble
TM BnustoT Ha 3TH OeNKu HeoxwHakoBo. Hampu-
Mep, npu Hammduud Cr KIETKH MPeoOpeTaroT aHo-
MaJIbHYIO SIHLIEBUIHYI0 QOpMY, B TO BpeMst kak Hg
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n Cu BBIBBIBAIOT HATEBUAHYIO (hopmy KieTok [13].
Ilokazano, wuto 'y 1mrTamma Pseudomonas
aeruginosa 18 B pucyrerun Cu’” pasmep K1eToK
yBenuuuBaeTcs B 1.5-2 paza, a mpu AeMCTBUU HO-
roB Cd*" u Ni*" on ymenbImaercs, 1 oGpasyroTcs
JUTMHHBIC TAJIOUKOBUAHBIC Henu. C Bo3pacTaHHEM
KOHIICHTpAIlMH HUKEIS B Cpelie KyJIbTHBHPOBAHUS
KIIeTKH Enterobacter ludwigii 11 cranoBsiTcs 6omee
Mmenkumu [12], a 6akrepus Acidocella sp. GS19h
HUBeNUpyeT noBpexnatomee aeiicreue Cd, Cu, Ni
M Zn 3a CYeT COKpAaIleHHs IUIONaAd CBOCH II0-
BEPXHOCTH IO OTHOIIIEHHUIO K 00Bemy [14].
W3meHenus B Mopdooruu MOryT MpUBOIUTH
K arjaoMepanuy KIETOK ISl YCTPaHeHHsS TOKCHUYe-
ckoro BozneucTBUa TM myTeMm CHUXKEHHUS OCTYII-
HOCTH MECT CBSI3BIBaHUSI METAJUIOB. Tak, B cpeje,
sarpsizHenHoit Cr (VI), oOpa3oBaiock CKOILICHHE
KIeTok Bacillus cereus m nX cnunaHue, KIETOYHAS
MOBEPXHOCTh CTajla HEPOBHOM, B TO BpEeMs KaK IpH
OTCYTCTBHM TOKCHKAHTa KJCTKH BBITIISICIN Kak
[NIaJKUe POOIroBaThie majgouku [15, 16].

BuoxumMuyeckne MeXaHM3Mbl YCTOHYHMBO-
ctu 0aktepuii kK TM. Pa3znuyaroT nsatb OCHOBHBIX
MEXaHU3MOB OMOXMMHYECKOW YCTOMYHUBOCTH Oak-
tepuii kK TM [17]:

1) BHeKNeTOYHblE (IKCTPALEIUTIONIIPHbIE)
Oapbepbl, KOTOpBIE MPEMATCTBYIOT IPOHUKHOBE-
HUIO HOHOB METAJUIOB B KJIETKY (KJI€TOYHas CTEH-
Ka, MIa3MaTuiecKas MeMOpaHa MU Karcyna);

2) aKTHBHBIM TPAaHCIOPT HOHOB METAJIIOB
(3¢ drokc) U3 MUTOIIIA3MBI C TTOMOIIBI0 OETKOB-
MIEPEHOCUUKOB;

3) BHEKJIETOYHAS! CEKBECTpaLusi — HaKoIUIe-
HHE HMOHOB METAJUIOB B IIEpHILIa3Me, Hapy>KHOU
MeMOpaHe WM KOMIUIEKCOOOpa3oBaHHE ¢ HOHAMH
METaUIoB ¢ 00pa3oBaHMEM HEPACTBOPHUMEBIX CO-
eIMHECHUM;

4) BHYTPHKIJIETOUHAs CEKBECTpalus — HaKoOII-
JIeHHE METaJUIOB B HEOMOJOCTYMHBIX (opMax B
LUTOIIa3Me Ul NPEAOTBpAILEHUS UX BO3ACHCT-
BUS HA OCHOBHBIE KJIETOYHbIE KOMIIOHEHTBHI;

5) BOCCTaHOBJIEHHE MOHOB METaJIOB, HANPH-
Mmep, As(V) zo As(Ill) ¢ mocnenyromuM BEIXOJOM
As(III) u3 KIIeTOK.

MexaHH3MBI JIETOKCHKAIIMM MOTYT OBITh Ha-
NpaBjeHbl MPOTUB OHOTO METajla WM TPYIIIBI
XUMHAYECKH POJACTBCHHBIX M Pa3lWYaThCs B 3aBH-
CHMOCTH OT BHJa MUKpoopranmu3ma [18].

BHekJieTounble  0apbepbl:  KJIETOYHAS
CTeHKa, IJIa3MaTH4yecKasi MeMOpaHa WM Kan-
cysna. Knerku Oakrepuii crocoOHBI COpOMpPOBATH
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KaTUOHbI METAJJIOB M3 OKpY)Karoleh cpenbl 3a
cueT (U3UYECKOT0 W/WIM XUMHYECKOTO B3aUMO-
nercTBus myteM omocop6Oriu [19]. Tlox atuMm Tep-
MHHOM TMOHHUMAETCSl COBOKYITHOCTh BCEX IMacCHB-
HBIX B3aUMOJICHCTBUH HOHOB METAJUIOB C KIIETOY-
HOHM CTEHKOH, K KOTOPBIM OTHOCSITCS pEaKIuu a-
COpOITMH, ITOBEPXHOCTHOTO KOMITIEKCOOOpa3oBa-
HUS, XeJaTUPOBaHMS M MOHHOTO oOMeHa ¢ (hyHK-
IMOHATFHBIMU TPYTIIAMUA HA TMOBEPXHOCTH KJIETKH
(kapOOKCHIIBHBIMH,  CYIbGOTHAPUIHHBIMHA, CYIIb-
¢databMHu, dochaTHEIME B amMmuHOTpymmamu) [20].
OddexTuBHOCTL OHOCOPOIMK OTIPEACTACTCS CBOM-
CTBaMH KJIETOYHBIX 000J0YeK (3apsiji, KOJIHMYECTBO
U OpHUEHTAIMS METaJUI-CBA3BIBAIONINX (DYHKIIHO-
HAJIBHBIX TPyNN) U GopMaMu XUMHUYECKHX COCIH-
HeHul MmeTtaiioB B pactBope [21]. Ilokazano, uTo
MEpTBbIC OaKTEepHAIBbHBIE KJIETKH O00JamaroT TOH
XKe WIM Jaxe Oojee BBICOKOH aacopOIMOHHOM
CITOCOOHOCTBIO, UeM kuBast Omomacca [20, 22].

KOMIIOHEHTBI KJIETOYHOM CTEHKH I'pPaMIIONo-
KHUTENBHBIX OakTepuil (NMEeNTUAOTINKAH, TeHXoe-
BbI€ U TEHXYPOHOBBIE KHCIOTHI, SK30LEILUTIONSPHBIC
MOJIMCaxXapuibl), COAEpIKAIUe MHOTOYHCICHHBIC
COpPOITMOHHBIC TTO3UITUH, SBISIOTCS 3()()EKTUBHBIMH
XENaTUPYIOMIMMH areHTaMH B OTHOIIEHUH MHOTHX
TM. VY rpamoTpumaTenbHBIX OakTepud Hapy>KHas
MepuIUTa3MaTHIeCKass MeMOpaHa W30HUpaTeIbHO
NPOITyCKAaeT KATHOHBI B TIEPHUILIIA3MAaTHIECKOE TPO-
CTPAHCTBO KJIETKH, TA€ OHU TAaKKE CBSA3BIBAIOTCS C
MeNTHAOTINKAaHOM [23]. Y Aposokeld MPOUCXOIUT
npsiMoe copOLMOHHOe B3ammojeiicteue TM ¢
Ouomaccoil IMyTeM HOHHOTO OOMeHa ¢ KapOoK-
CWIBHBIMH, (OCHOPHIBHBIMA M aMUHOTPYIIaMH.
Kpowme Toro, B mporeccax KOMITIEKCOOOpa30BaHUSA
¢ nocienyromuMm ocaxzacHueM TM Ha MOBEpXHO-
CTH B BUJIE TPYJHOPACTBOPUMBIX CYITh(UIOB MO-
YT y4acTBOBaTh JHINUIB H CYIb(GOTHAPHIEHBIE
(TuonbHeie) rpynnsl [24]. O6pazoBaHHE MHUKPOOP-
raHu3MaMH OHOIJICHKH YBEIWYHMBAET KOJIUYECTBO
METaJJI-CBSI3bIBAIONINX TPYI, YYacTBYIONINX B
OouocopOumu [25, 26], a 4yBCTBO KBOpyMa ellie
Oosibllle TIOBBIIIAET YCTOMYMBOCTH OakTepwii K
MIOJUTFOTAHTY .

YcTaHOBIEHO, YTO CBHHEI ajicopOupyercs B
BUJI€ OJTHOTO MJIM HECKOJIBKUX CIIOEB Ha MOBEPXHO-
CTH KJIETKH 32 CYET KOBAJICHTHBIX CBSI3€H WM HOH-
HOTO B3aWMOJICHCTBHSI C Pa3sTUYHBIMH (YHKIIHO-
HAIGHBIMHU TPYIIAMH, BXOJSIIIUMH B COCTAaB MakK-
POMOJIEKYJT KJIETOUHON CTEHKH HJIM 9K30II0JIncaxa-
punos [27, 28, 29]. CBs3aHHbIC HOHBI 3aMEJISIOT
JMAITBHEHIIYI0 afcOpOIUio0 W3-3a OTTaJIKHUBaHUS,
BBI3BAHHOTO OJMHAKOBBIMH 3apsilaMH  YacTHILI.
Kpome Toro, Ha mMmoOmim3anmio Pb Ha moBepx-
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HOCTH KJIETOK MHKPOOPTaHWU3MOB BIIUSIOT BpEMS
KoHTakTa, pH oOkpykaromeil cpenbl, HadalbHAas
KOHIIEHTpAIIHs METayla M KOJUIECTBO TOCTYIHBIX
OakrepuanbHbix kietok [30]. Tak, yBenuueHue
BOJIOPOJHOIO ToKazareis oT 1 1o 6 3HAYUTENbHO
YBEIMYMBAET OHOCOPOIMIO CBHHIA IITAMMaMH
Bacillus pumilus n B. cereus. CBOETO MakCUMyMa
ATOT TpoIlecC AOoCTUTraeT mpu pH, mpu KoTtopom
OakTepuu 007aAIOT HAWUOONBIIUM OTPHUIIATEIh-
HBIM 3apsgoM. Ilpu Gomee mHmskom pH momsr H'
KOHKYpHpYIOT ¢ Pb™" 1 3apsn xieTouHoil moBepx-
HOCTU CTaHOBUTCS MOJIOKUTEIBHBIM, UTO HeOIaro-
MpHUSTHO st cBsi3bIiBaHUA Metaiuia [31]. CooOmia-
eTcsi 0 crmocoOHoCcTH Enterobacter sp. co31aBaTh
HICIOYHYO CPE/y 3a CUET BHICBOOOXKICHUS aMMHa-
Ka TpH pacrajze OelKOB M aMUHOKHCIIOT, TeM ca-
MBIM CIIOCOOCTBYsI OnocopOriu cBuHIA [32].

AKTHBHBIH TPaHCHOPT HOHOB MeETAJ/LIOB
(3¢ durokc) U3 HUTOIIIA3MbI ¢ MOMOWILIO OeJ-
KOB. MeTamisl, HEe UMemue (U3N0IOTHIECKOro
3HAYEHMsI, OOBIYHO MOCTYMAIOT B KJIETKY 4Yepes
TPaHCIOPTHBIC CHCTEMBI, NpeIHa3HAYCHHBbIEC IS
HEOOXOIUMBIX KaTHOHOB, HO 3aTeM OBICTPO BBIBO-
ISTCS C TIOMOIIBIO  BBICOKOCTIELM(PHUUHBIX  3(-
(hroxcHBIX HacocoB [33]. biaromapst aToMy BHYT-
PH KJIETKH TTOAJEP)KUBACTCSA HU3Kasl KOHLIEHTpaLus
TM, 4TO CHM)KAaeT MX TOKCHUYHOCTb. I[lockonbky
3TH HACOCHl OCYIIECTBIIAIOT TPAHCHOPT MPOTUB
rpajiveHTa KOHLUEHTPALUH, TO A 3TOT0 Ipolecca
Tpedyercs sHeprust AT® unu XeMHOCMOTHYECKOTO
rpaaveHTa (SHeprus NpOTOH-ABWXKYIIEH cribl) [3].

B cocraB cucrem sdarokca BXxogaT Oenku-
MEePEeHOCUYUKH, MPUHAIJIEKaIe K 3 cemelcTBam:
RND (resistance, nodulation, cell division), CDF
(cation diffusion) m AT®a3p1 P-tuma (ameHO3WH-
Tpudocdarasbl). DPdrokcHbIE OeTKd ceMelcTBa
CDF, cBsi3aHHBIE C MUTOIIA3MAaTUYECKON MeMOpa-
HOW M MpEeACTaBIAIONUINEe COOOH XEMHOCMOTHYE-
CKUIl MOHHO-TIPOTOHHBI OOMEHHHMK, KaK IPaBUIIO,
o0ecreunBaeT HU3KYI0 YCTOMYMBOCTh OAKTEpPUH K
katnoHaM TM, HO WIpaloT pPeHaNy0 Poib MpH
HEBBICOKOH KOHIIEHTPALMM HOJUIIOTAHTOB B IIMTO-
miazMe KiaeTok [34]. OHM TIEpPEeHOCAT HOHBI IBYX-
BaseHTHBIX MetamioB (Zn’', Co”", Ni*", Cd*" u
Fe’"), a AT®a3spl P-THna TpaHCIOPTUPYIOT, B OC-
noBHoM, monsl TM (Cu’, Ag®, Zn*", Cd*", Pb*),
CBsI3bIBaIONIME CyJb(runpuibapie rpymmsl. Obe
9TH TPYNIH! BHIIOTHIIOT (QYHKUHUIO MEpEeMEIeHNUs
TM u3 nuromiasMel B MEpUIUIa3My W, CJIENOBa-
TEJIHO, MOTYT 3aMeliars Apyr apyra. Ha ciaenyro-
mIeM JTale TPaHCIOPTHBIE KOMIUIEKCHI, 00pa3o-
BaHHble RND-Oenkamu, TepeHOCAT KaTHOHBI W3
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MEPUTIIa3MaTHYECKOTO TPOCTPAHCTBA Uepe3 Ha-
PYXHYIO MeMOpaHy 3a TpeleNbl KISTKH, OCYIIeCT-
BJISIA TIOJIHYIO JIETOKCUKanuio [35, 36].

Cucremsl 3¢ ¢rokca UCTIONB3YIOTCS U OT-
Toka Cr(VI) U3 KJIETOK C IeNbI0 YMEHBIIICHHUS €0
noBpexaatomero aeiicteus [37, 38]. Tak, Gemox
ChrA, oOHapyxeHHBI y Serratia sp. S2, MOXeT
MEPEHOCHTh HWOHBI BOJOPOJA, YTO NPHUBOAHT K
TPaHCMEMOPAHHOMY JJIEKTPOXUMHYECKOMY TPajH-
EHTY MPOTOHOB UM BBHITECHCHUIO MOHOB XpOMara U3
kietok [39]. V Shewanella oneidensis MR-1 Ob110o
BBIABJICHO HECKOJbKO OenkoB [VexA, VexB,
VmeA u VmeB], xotopsie 3¢ $eKTHBHO yAANSAIOT
xpomar u3 kinetku [40].

Bueknerounas cexBecTpamnus. Mukpoopra-
HU3MBI CHOCOOHBI BBIAETSTH B CpeAy B KayecTBE
HPOIYKTOB MeTabO0IM3Ma HEOPTaHUIECKUE aHHOHEI
(cymbdun-, xapbonar- wim ¢ocdar-uoHbI), KOTO-
pble CBSI3BIBAIOT KaTHOHBI TM B MajopacTBOpPUMBIE
COCTMHEHHS. Pesynprater DIIEKTPOHHO-
MHKPOCKOITIYECKOTO HMCCIIEIOBAHUS ITOKA3bIBAIOT,
4YTO MeTalI-pe3rucTeHTHhIe mTaMMbl Klebsiella
aerogenes Moryt ocaxaate Pb>", Hg*" nmn Cd* B
dbopme cynpOUIHBIX TPaHyd Ha BHENTHEH MOBEPX-
HOCTH KJIeTOK [35]. HekoTophle mTaMMbl Cyiibghat-
penyuupyromux 0akTepuil ToJIepaHTHBI K BBICOKHM
KOHIICHTPAIlUsAM HMOHOB METAJJIOB, HalpHMep, K
AMIOMUHHIO, CBHHILY, XpPOMY, HHUKEIIO, KaJMHUIO
TOKe OJarofapsi CIOCOOHOCTH K UX MPEeUUIHTALIH
B BHJE CYJIb(UI0B. DTH COCTHUHEHUS 00Pa3yIoTCs B
pe3ysbTaTe CBS3BIBAHMSA CEPOBOIOpPOIA, BBIE-
JISIFOILIETOCS B TIPOIIECCEe aHA3POOHOTO CYIb(PaTHOTO
JBIXaHMS yKa3aHHBIX OAaKTepHi, ¢ MOHAMU MeTall-
7oB [5].

docharcomrobunusupyrone OakTepuu, Iie-
peBoast pocdaTel U3 HEPACTBOPHUMBIX COCAMHEHHN
(oprodocdar kanpums, P-rounepondocdar u ap.)
B OMOJIOCTYIHBIC ¢ TIOMOIIBIO (hepMmeHTa Qocdara-
3bl, IPELMUITUTHPYIOT CBUHEN B BHJIEC HEPACTBOPHU-
Moro ¢ocdaTa, KOTOPBIH MOXKET HaKaIUTMBAThCS Ha
HOBEPXHOCTH KJICTOK WJIM BBITECHSETCS HapyXKy B
3aBHCUMOCTU OT Buja Oaktepwuii [41, 42, 43]. Ha-
npumep, y Enterobacter spp. u Halomonas spp.
3TOT METAT OCAKAACTCS Ha KIETOYHOH CTEHKE
[32, 44]. Bacillus subtilis X3 nperunmuTUpyeT CBU-
Hell B  pa3lUMYHBIX  QopMax, TaKUX Kak
Pbs(PO4);OH, Pb;o(PO4)s(OH), u Pbs(PO4);Cl
[45], a Providencia alcalifaciens 2EA o0pa3yeT
HEPacCTBOPUMBIH KOpUYHEBBIH 0camok Pby(POy)s.
Hexotopsie ¢ochaTrmobmmmsupyoomue OakTepun
MOTYT IpeBpanaTh pacCTBOPUMBIIl HUTPAT CBUHIIA B
HepacTBOpUMBIA (ocdar cBuHia. JesaTenbHOCTh
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aMMOHUGUIIUPYIOMUX OaKTepUid TPHUBOIUT K 00-
pa3oBaHMIO aMMHUaKa, KOTOPBIA MpU COMIOOMIHN3a-
U o0pa3yeT aMMOHHH, MOBBINIAIIUN 3HAYCHHUE
pH cpenel, 9To IOMOTaeT yAEp>KUBAaTh CBUHEIl HA
MMOBEPXHOCTH KIJIETOK 32 CUET OCAXKIEHHUS ero Ka-
THOHOB [46].

BuocypdakranTel, Takue Kak JUIOMOIUCAXA-
PUABI, TIUKOTUNHUABL, (OCHOIUTUABI U TENTHIO-
JUMHIBI TaK)Xe MOTYT Y4acTBOBaTh B CEKBECTpa-
mun TM. Hanpumep, npoayuupyromme ux OakTe-
pun Bacillus sp. MTCC 5514 u B. subtilis SHB 13
crocoOHbl  3((EKTUBHO CHUXKATh COJCPKAHHE
Cr(VI) [47, 48].

Bonpmryro poib BO BHEKJIETOYHOW JETOKCH-
Karnuu urparoT 3k3omnonucaxapunsl (I11C), anmoH-
Hele Tpynmsl kotopeix (OH', COOH’, SO;H") on-
PEneNsIoT CIOCOOHOCTE MUKPOOPTaHU3MOB CBSI3bI-
BaTh MOHBI MeTayuoB. Tak, mramm Pseudomonas
sp. WO, BblIeNeHHBI U3 TOPSAYMX HCTOYHHUKOB,
npoxyuupyet IIIC, comepxkamunii kKapOOHUIIBHEIE,
¢docdarHbie, TMAHUTHBIC, THAPOKCUIBHBIE U aMHU-
HOTPYIIBI, KOTOPbIE MOTYT B3aMMOCHCTBOBATH C
karnoHamu cBuHna [49]. Usyuenue pomu OIIC B
CHIDKEHUHU TOBPEXMAMOIIETO JEHCTBUS MEAH Y
nuanobakTepuit Anabaena spiroides, A. cylindrica
u Microcystis aeruginosa BBIIBUJIO, 4YTO 4YEM
Oomnplie BBIICIACTCA CIM3H, TEM IIOJIHEE MPOUCXO-
AT CBsI3BIBaHWE MeTauta u3 pacteopa [50]. Vcra-
HOBJIEHO, 4TO TM HHIYyUUPYIOT YCUJIIEHUE DKCKpE-
uu OI1C MHKPOOHBIMM KJIETKaMHU, COCTaB KOTO-
PBIX OTIUYAETCS OT TAKOBOTO B OTCYTCTBHE TOKCH-
kanTta. [lpu WHKYOMpOBaHWH ITHMAHOOKTECPUH
Nostoc muscorum ¢ MOHaMH KaaMUs cojep KaHue
OIIC yBenuuuBaeTcsl B HECKOJBKO pa3 U JOMUHU-
PYIOIINM Cpelll HUX CTAHOBUTCS a30TCOAEPKaIIHi
MOHOCaXapH/ TIIOKO3aMHH, KOTOPBIH JIETKO TNpH-
COCMHSET KAaTHOHBI 3TOro Mertamia. Kuneruka
HAKOTUIEHHUS TIOJIMCAaXapu0B U WX KOJIUYECTBO 3a-
BHCENTM OT KOHIEHTpamwu Kaamusi B cpene [S1].
Bonee Ttoro, cucrema 3ammrtel N. muscorum OT
KaJMUs BKIIFOYAET HE TOJBKO CBS3BIBAHUE METallia
CIM3UCTON 000J0YKOH, HO W AWCTAHIIMOHHYIO JIe-
TOKCHKAIMio, Koropas ocymectsiusercs OIIC B
KyJIbTypaibHOU cpene. Kaamuii uuaynupyer aktu-
BAIMIO 3alTUTHOW (YHKITUH CIU3UCTON KaIlCyJIbI
MyTeM M3MEHEHHUs €€ COCTaBa U CKOPOCTH OOHOB-
nenus [19].

dopmupoBaHre OWOIUIEHKH — 3TO YHUKAIlb-
Hasl a/ianTalfoHHas 0COOEHHOCTh MHUKPOOPTaHU3-
MOB. Arperarbl 0aKTEpUAIBHBIX KJIETOK, BCTPOCH-
HBI€ B TOJICTBIA THIPATHPOBAHHBIA MAaTPHUKC BHE-
KIJIETOYHBIX TIOJTMMEPHBIX BEIIECTB, SBISIOTCS HIe-
aJTBbHBIM OpPTaHUYECKUM JIMTAHAOM JJIsi CEKBEeCcTpa-
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nuu TM [52]. MukpoOHast OMOIUIEHKAa KOHTPOJIH-
pyer mocryrienue TM B KJIETKY, a TaKKe BIUSET
Ha ux romeocta3 B kietke [53]. OIIC smusroTcs
CTPYKTYpHOU U (QPYHKIMOHAIBHOHN enauHuUIeld OHo-
IUICHKH, & TAK)KE MOMOTAI0T OaKTEpUsM B IIPOIIeCCe
(hIOKyISIMA, 9TO CIIOCOOCTBYET WX BBIKHBAHHIO B
JKCTpeMaIbHBIX yenoBusax. Hampumep, Bacillus sp.
MPOSIBJISICT TOJCPAHTHOCTh K CBUHILY B OYCHb BhI-
COKOM KoHIeHTparuu 997,74 mr/n 3a caer obpa3zo-
BaHWS OHMOIUICHKH, KOTOpas yJaBIMBAaeT MeTalll,
TEM CaMbIM 3allUuIlas MHKPOOPTaHU3MBI OT €ro
TOKCHUYECKOT'0 BO37eHCcTBHSA [25].

OIIC sBASAIOTCS XOPOIIMMHU aJCcOpOCHTAMHU
TM. DBIIC, Beimensiemblit 0akrepueii Paenibacillus
jamilae, o0pa3yeT KOMIUIEKC, COJCpKAIIUN 10
230 mr cBuHLA Ha 1 rpamm monucaxapuna [54], a
OIIC, skckpetmpyemblii ImaHobaktTepueii Nostoc
spongiaeforme, 3pQpeKTUBHO cOpOUpyeT UHK [1].
Taxk xe OIIC MoryT BBICTYIATh KaK €CTECTBEHHBIE
BoccTanoBuTem [55]. Hampumep, B aHa’dpoOHBIX
yenoBusix Clostridium sp. crmiocoOeH U3MEHSTh CTe-
nens okucnenus nonos Cd, Cr, Cu, Ni, Pb, Zn u
CTaOMIM3UPOBaTh X B HEAKTUBHOM COCTOSHHUH C
oMot DI1C kirerounoit crenku [19].

DKCTpale/UTIoIIIpHas MPEIUIUTAIUS OCYIIle-
CTBJIETCS BHE KJIETKH TaKe Olarojaps CUHTE3Y
0COOBIX CBA3BIBAIONINX METAIIIBI MOJIEKYN — CHIE-
podopoB. OHU TPEACTABIAIOT CO00H HU3KOMOJIE-
KYJISIPHBIC BEIIECTBA Pa3IMYHON XUMUYECKON MPH-
poabl (THAPOKCAMATHI, O-THAPOKCHKAPOOKCHIIATHI,
KaTexojbl W MHOBEPAMHBI), KOTOPBIC IEPECBOIST
metaiuibl (Fe, Ga, Ni, U, Th, Cu), acconuupoBan-
HbIE C OeNKaM{ M BOJIOHEPACTBOPUMBIMHU COEINHE-
HUSMH, B JOCTYTHYIO JJISI MUKPOOPTaHU3MOB HOH-
Hy10 Qopmy. B ycioBusix crtpecca, BBI3BAHHOIO
HammuneMm TM, BHIOBOe pa3zHOOOpa3ne MHUKPOOHO-
ro cooOIIecTBa CMemaeTcsi B CTOPOHY MHUKPOOpra-
HU3MOB, MPOAYLHUPYIONIMX CUACPOPOPHI, CEKPEIIHS
KOTOPBIX HWHIYIMPYETCS MPUCYTCTBHEM MeTallia
[56, 57]. IlpencraButrenu Takux POIOB Kak
Pannonibacter, Pseudomonas, Bacillus n Agrobac-
terium o0pa3yrT cuIEPOGOPHI ISl CHIDKEHHUS TOK-
cuunoctu TM [43, 58, 59, 60, 61].

BuyTpukierounas cexkBecTpanus. buoak-
KyMyJISIIUSL SIBISIETCS OJHUM M3 MEXaHU3MOB, HC-
[IOJIb3YEMBIX MHKPOOPTaHW3MaMH AJIsl CHHKEHUS
TOKCHYHOCTH TM 3a cueT yMEHBIIECHHsS KOHLIECH-
Tpaluyu AOCTYIHOTO MeTala B cpeae. DTOT Mpo-
LECC MOXKET MPOMCXOANTH JUO0 B PE3ysbTaTe aK-
TUBHOI'O TPAHCHOPTa C IIOMOINBIO  OEJIKOB-
MEPEHOCUYMKOB, JTUOO MyTeM MpocToil anddys3um,
KOTJa MOHBI MeTajla MepeMeIlalTcs U3 odaactu
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BBICOKOW KOHIICHTpAIlUU B 001acTh HU3KOH. MOHBI
HEKOTOPBIX METAJUIOB MOTYT HCIIOJIb30BaTh TYXKHE
TPaHCIIOPTHBIE KaHaibl. Tak, XpoMaT TOmMajaeT B
KJIETKYy 4Yepe3 CHCTeMYy TpaHCIopTa cyibdara, a
WOHBI KaJMUs, [IMHKA, KOOallbTa, HUKEIS U Map-
rafia — 4yepe3 KaHal il HOHOB MarHus. Mmerorcs
TaHHBIE, YTO OT/ENbHbIE KATHOHBI HHIYIHPYIOT
CHUCTEMBbI TPAHCIIOPTa, KPOME TOTr0, OHH MOTYT
OBITh PA3IMYHBIMU B 3aBUCHMOCTH OT KOHIICHTpa-
nuu Metaiia [5].

buoakkymynaiuss TM MOXET HPOUCXOIUTH
Jake mocie ux OMocopOLUUM Ha MOBEPXHOCTH OaK-
TEepHUaIbHON KIIETKH IyTeM TepeMEIIeHUs CBsI3aH-
HOT'O METaJlla BHYTPh KJICTKH, IJI¢ OH MOCTYIAaeT B
BaKyOJId WK 00pa3yeT KOMIUIEKC C OCJIKaMu B ITH-
tormasme [62, 63]. Y Oaxrepuit Bacillus sp. npu
BO3JIEMICTBMM CBWHIIA OJKCIPECCHPYIOTCA IIHTO-
IUTa3MaTHYECKHe OCNKM, TaKue Kak OENKH Terlio-
BOTO IIOKAa, METAJUIOTHOHEWH, TJIyTaTHOH-S-
TpaHcdepaza U YOUKBUTHH, KOTOPHIE YUaCTBYIOT B
KOMIUIEKCOOOPa30BaHWU CBUHIIA B IUTOIUIA3Me
[63]. Hakomenue storo TM B Ooubliieii CTeeHH
MIPOUCXOANT Y PACTYIIHX OaKTepWi 1O CPaBHEHUIO
C MEPTBBIMH WM CIIOPOBBIMU (hOpMaMH, 4TO yKa-
3bIBAET HAa Yy4YacTHE B 3TOM IIPOIECCE AKTUBHOM
TpaHcnopTHOU cucteMsl [64]. Hanportus, B uccie-
MOBaHUU  CyIb(haTpeayIupyomux  OakTepuit
Shewanella oneidensis coobmaercs, 9To Ias1 OHO-
AKKyMYJISIIUM CBHHIIA OHU UCHOJNB3YOT MPOCTOU
mexaunusM audoysun [62]. [Tokazano, yTo Onoak-
kymyssinuss TM MOXKeT MPOUCXOIUTh B COUYETAaHUU
C 3aXBaTOM C ITIOMOIIBIO OMOIUICHKH [8].

Ha cnocoOHOCTh mornomaTrh HOHBl METAJIOB
BIMSIOT pa3udIHbIe (DAKTOPHI, TaKWe KaK BHI Oak-
Tepui, (haza uX pocTa U KOJINIECTBO, METAIUI U €T0
KOHIIEHTpaIus, BpeMs KoHTakTa, pH, Temmneparypa
[65, 66]. beno mokazaHo, uto y Exiguobacterium
profundum Gomnee BbICOKas CTENICHb OMOAKKYMYJIsi-
LMW CBUHIIA IPOMCXOIUT B HaYaIILHOU (ha3e pocTa,
3aTeM OWOHAKOIUICHWE CHUXXAETCA C TEeUCHHEM
BpEMEHH, a 3aTéM CHOBa YyBelnuuBaercs [67].
CrniocoOHOCTh TaMMOB B. subtilis K HaKOTUICHHUIO
storo TM siBisieTcss caMOM BBICOKOM cpenu pona
Bacillus v o0praHO Habmomaercs Ha Oonee mMO3.-
HUX CTaausax pocra [68].

Kak mpaBuio, cioco6HOCTE OakTepuii Kk Owo-
AKKyMYJISIIMH CBHHIIA YMEHBIIIAETCS C YBEIHMYEHH-
€M ero KOHIICHTPAI[UU M3-3a HACBIIICHUS MECT aj-
copOumu. OHAKO B HCCIEN0BaHUAX Jiang co aBTO-
pamu [69] cooOmraercss 0 MPOTUBOMIOIOXKHON Kap-
THHE YJaJIeHWs CBUHIIA y mTamma FEnterobacter
sp., Yy Kkotoporo oHO coctaBisio 90% mpu
1000 mr/n u 29-15% mnpu 100-500 mr/n. Takoe
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MPOTHUBOPEYNE MOXET OBITh CBS3aHO C YHUKalb-
HBIM MEXaHHU3MOM CaMOIIOKEPTBOBAHMSI, TIPH KO-
TOPOM HECKOJIbKO MEPTBBIX KJIETOK C HEMOBPEK-
JICHHOW KJIETOYHOW CTEHKOW IeperpyxaroT ceos
CBUHIIOM, YTO TIO3BOJISIET KMBBIM aKTHBHO CITPaB-
JIATHCSl C YMEHBIIMBIIEHCS KOHIEHTpauel MeTal-
na [65].

IIpu pH Hmwke 7 TPOUEHT OMOAKKYMYJISIIAH
CHUXAETCS M3-32 TOTO, YTO HOHBI THAPOKCOHUS
3aHMMAIOT YYacTKU CBSI3BIBAHUS, BBI3bIBAsS OTTAJ-
KHBaHHE OJHOMMEHHO 3apsDKEHHBIX YacTHIl, B OT-
nuure OT Oojee BBHICOKMX 3HaueHwd pH, xorma
SKCIIOHUPYETCS OOJIBIIE JIMTAHJIOB, HECYIIUX OT-
pUIIATEeIbHBIN 3apsn, oOecrednBasi MPOCTPAHCTBO
IUIs1 OMOCOPOITMY NOHOB METAJIJIOB Ha TIOBEPXHOCTH
kierok [70].

W3BecTHO, UTO Temmeparypa BIHUAET Ha CTa-
OMIBHOCTh KJICTOYHOW CTEHKH M €€ KOH(pHTypa-
nuio. TemmepaTypHBIH ONTUMYM Al MUKPOOHOMU
OouocopOumu 3aBucHT OT MoHa Metamia [71]. Tak,
mramMMm  Stenotrophomonas sp. MB339 nambGonee
3¢ pexTHBHO HaKaIIMBAJI XpOM TpH 37, a HAKEIb —
nipu 30°C.

MeramiotnonenHoBeie Oenku (MTB) B oc-
HOBHOM YYaCTBYIOT BO BHYTPHKJIETOYHOW CEKBECT-
paruu TM BHYTpH IIUTO3071s [52]. DTO METAIICBS-
3BIBAIONIHE OCJKM C OYCHb HU3KOW MOJICKYJISIPHOM
Maccod W 3HAYMTENFHBIM COZACpIKaHWEM LHCTEHHA
(mo 30%), TromoBas TpymIia KOTOPOTO OTBEYAET 3a
BBICOKOE cpoAcTBo K TM [72]. OgHa Moinekyia
MTDB conepxut 20 OCTaTKOB LIMCTEHHA U MOXKET
CBSI3BIBATRCS ¢ CeMBbIO0 aToMamu cBuHIA [73]. MTh
MOMOTAIOT MOJJIEPKUBAaTh TOMEOCTa3 M Hapsay ¢
BHYTPUKJICTOYHOH CEKBECTpalueil CBUHIA TaKXe
Y9acTBYIOT B €r0 TPAaHCIIOPTUPOBKE, XPaHEHUH H
JIeTOKCUKauu [74].

Eme ogna u3 crpaTeruii anantainuu MUKPOOp-
TaHU3MOB K MOBBIIIICHHOMY cojiepxkaHuio TM — 3To
BHYTPUKJIETOYHOE XEJaTHPOBAHHE C IIOMOIIBIO
nonudocharor [75]. MoHsl MeTamwios, nonajaas B
KIIETKY CTHUMYJIMPYIOT UX THIPOJH3, B Pe3yJbTare
4ero 00pa3yroTcsl HEpPacCTBOPUMBIE KOMITIEKCHI Me-
taiw-pocdar, KOTOpbIE TPAHCHOPTUPYIOTCS U3
KIJIETKH U OCAXKIAIOTCS HA MIOBEPXHOCTHU KJIETOUHOM
CTeHKHM OakTepwii, Hampumep, TaKuX Kak
Synechocystis aquatilis [76].

3HAUYUTENHFHO PEXKE BCTPEUYAIOTCA BHYTPHUKIIC-
TOYHBIE CTPYKTYPUPOBaHHBIE OTIIOXKEHUS MeTal-
J0B B KiIeTKax. bakTepmu, BeIpocIInE Ha cpenax,
cogepxkanmx coeaunenus Cr(VI) u Co (II) obpa-
30BBIBAIOT B IMTOIUIA3ME CHEeNH(PUUECKUE BKIFO-
YeHUsI, TPUAAIOIINEe KJIETKaM CIIOCOOHOCTh K Tac-
CHUBHOMY TIEpEMCIICHUIO K OJIMKaHIIM ecTecT-
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BEHHBIM MAarHUTaM — BIJIyOb BOJOEMOB, B Ooiee
Oorarble cyOCTpaTaMM HMXKHHE CIIOH. AKKyMYJIs-
usi B KJIETKax OakTtepuii ponoB Pseudomonas,
Brevibacterium, Rhodopseudomonas u
Lactococcus Co- niu Cr-cofepKamux MarHATHBIX
BKIIFOUCHHI SIBJISICTCS TAK)KE CIIOCOOOM 3aIllUThI OT
TOKCHUYECKOTO BO3JICHCTBUSI BBICOKHX KOHIIEHTpa-
I PacTBOPEHHBIX METAJUIOB M KHCIOPOJa, BbI-
CTylasi B Ka4eCTBE CBOCOOpa3Horo Oydepa B mpo-
neccax okucieHus [77].

YcTaHOBJIEHA POJIb TIIYTATHOHA B CBA3BIBAHUHU
TM B KjeTKax MUAHOOAKTEPHH U MUKPOBOJOPOC-
neit. bmarojmaps HajaMuYWIO THOJIOBBIX TPYIIT OH
pearupyeT ¢ MeTajiaMHu ¢ 00pa3oBaHHEM MepKar-
THIHBIX CBs3eit [78].

BoccraHoBiieHHe HOHOB MeTA/LI0B. MUKpo-
OpTaHU3MBl MOTYT OCYIIECTBIIATH 3(P(HEKTHBHYIO
JIETOKCUKAIIUIO IyTeM BOCCTAHABICHHUS C IOMO-
b0 (PEPMEHTOB IIUPOKOTO CIIEKTPa METAIOB U
MeramionnoB (Mn(I1V), Fe(Ill), Co(Ill), AsQO,),
OKHUCIIEHHBIE (DOPMBI KOTOPBIX HCITONB3YIOTCS Kak
aKLENTOps! 37eKTpoHOB [79]. Ilpu 3TOM B OCHOB-
HOM 00pa3ylTCs MaJIOTOABIKHBIE OCAIKU (OKCH-
IIbI, THAPOKCHIBI W 1p.). B KadecTBe mpumMepos
MoxkHo mpuBectu mnpespamieane Cr(VI) B Cr(III)
OakTepusMu poaoB Bacillus, Klebsiella
pneumoniae, Mangrovibacter yixingensis [80, 81,
82], Fe(Illl) B Fe(Il) ¢ momomipio Geobacter sp. u
Bacillus thermoamylovorans |83, 79].

B mpomnecce BoccranoBnenus Cr(VI), mormio-
IIEHHOTO KJIETKaMU OaKTepuil, MOKET BO3HUKHYThH
HECTaOMIbHOE  TIPOMEXYTOYHOE  COETUHEHHE
Cr(V), 94T0 NMpUBOIUT K 00pa30BaHUIO CBOOOIHBIX
pagukanoB. Ho ecm Cr(VI) BoccTaHoBieH Hemo-
cpeactBeHHo 1o Cr(Ill), moBpexaeHHe KIETOK
9THMHU YacTUI[AMU MOXKET OBITh CBEIECHO K MHUHH-
Mymy [38]. IIpu >TOM BHYTPUKIETOYHOE BOCCTa-
Hosnenue Cr(VI) no Cr(III) moxxeT BBI3BaTh OKHC-
JIMTENBHBIA CTpecC, a TaKKe MOBPEXKICHHE OEIKOB
u JJHK. IlockonbKy TpexBaJeHTHBIA XpOM C TPY-
JIOM TIPOHHKAET B KJIETKY, a 00pa30BaBIINICSI KOM-
TUIEKC TIOYTH HEPACTBOPUM B KHUCJIOM PacTBOpPE, TO
BHeKieToyHoe 6uoBoccranoBienue Cr(VI) seuser-
csi Oojee >kelmaTerbHBIM MEXaHU3MOM JIETOKCHKA-
uu Cr(VI) [79], a npoayKTsl peakuuyu MOTYT OBITh
yaaneHsl (QyHKIHOHAIBHBIMH TPYIIIaMH, TPUCYT-
CTBYIOLLIMMU Ha KJIETOYHOU MOBepXHOCTH [84].

MoJieky/JasipHble MeXaHM3Mbl YCTOH4YMBO-
ctu Mukpoopranu3moB K TM. T'enernueckue
JMIETEPMHUHAHTHI YCTOWYHUBOCTH K TM MOTYT OBITH
JIOKaJIM30BaHbl JIMOO Ha XpoMocoMax, Jubo Ha
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BHEXPOMOCOMHBIX T€HETHUYECKHUX JJIeMEeHTax [85].
lopuzoHTanbHBI MEpeHOC TEHOB U3 KIETKH B
KIIETKY WTPaeT BaXXKHYIO POJb B PacIpOCTpaHEHHUH
ycTounBocTd K TM B npupojie B OTBET Ha CEJEK-
THBHOE JaBJCHHUE B 3arpsizHeHHOU cpene [79]. Te-
HBI, OTBEYAIOIIHE 32 MeTabOoJIM3M He3aMEHHMBIX
METaJJIOB, KaK IMPaBIJIO, PACIIOIIOKEHBI HA XPOMO-
COMax, a T€Hbl PE3UCTEHTHOCTH K TOKCHUYHbIM TM
AMEIOT TUTa3MUIHYIO TIPUPOJY M IKCIIPECCUPYIOTCS
B uX IpuCyTCTBUHU [35]. YcToHUMBOCTH K MOHAM
TM B HEKOTOPBIX Cillydasx CBSI3aHA C YCTONYMBO-
CThIO K aHTUOMOTHKAM, 4YTO OOBICHSIIOT pa3Mele-
HUEM TeHOB, OTBETCTBEHHBIX 3a OTH CBOICTBa, Ha
OJTHOM TCHETHYECKOM »JJIeMEeHTE (IUIa3MHIE WU
TpaHcmno3oue) [1].

K renam TtomepaHTHOCTH K MeTauilaM OTHO-
CUTCS OOHApy>XeHHBIH Y MHOTHUX BUJOB MHKPOOD-
TaHU3MOB T'€H bmtA, KOIUPYIOMMA OEIOK MeTall-
JToTHoHenH (y)Ke yIoMHHamcs Bbimie). Hampumep,
Oakrepus Pseudomonas aeruginosa N6P6, o0ia-
JAIOMIasi 3TUM T€HOM, MPOSBISET YCTOMUYMBOCTEH K
Pb, Cd, Hg, Cr u Zn. Y Mycobacterium
tuberculosis sxcripeccuss bmtA yBenuymBanach ¢
Bo3pacranueM koHreHTparuu Cu, Hg, Cd, As [86].
brimo mokazaHo, 4yTO PTYTh MHAYLUPYET KCIpEc-
CHIO F€Ha ropas3o CuibHee, YeM CBUHeEL [52].

bakrtepun o00mamaroT pa3nMYHBIMH THUTIAMHU
MOJICKYJIAPHBIX MEXaHHM3MOB Ui OOpPbhOBI C TOK-
CUYHOCTBIO cBuHIA. Y tmramma Cupriavidus
metallidurans CH34 BpIsBiIeHa IUIa3MHJa, UMEO-
mas KIacTep TEHOB YCTOWYMBOCTU K CBHUHILY
pbrTRABCD. Tenuwm pbrT u pbrD xomupyrot
TpaHCMEMOpaHHbIE W BHYTPHUKJICTOYHBIC OENKH,
KOTOpBIE OTBEYAIOT 3a MOTJIONICHHE, CBSI3BIBAHNE H
BOCCTaHOBJICHHE CBUHIIA, CHIDKAsl TaKUM 00pa3zom
ero TokcuyHocTh [87]. pbrA w pbrB coBmecTHO
YYacTBYIOT B 00€3BPEKUBAHUH ITOTO MeTallia ITy-
TEM OCAXKIECHHUSI W MalbHEHIIeH HWMMOOWMIN3AIUU
Ha KJICTOYHOM MOBEPXHOCTH, IPEIOTBpaIlas €ro
MMOBTOPHOE TIOTIaJlaHne B KIETKU. Takue Oakrepun
MOXHO TIPUMEHSTH Ha CEIBCKOXO3SIICTBEHHBIX TI0-
JsX, 4TOOBI M30€kKaTh HAKOIUICHWS CBUHIA B pac-
TEHUSX, MOCKOJBKY B OCAXKJICHHOM BHUJI€ OH HEIOC-
TYIEH IS TToTJomeHus pacteHusmMu [88]. Kimacrep
reHoB pbrTRABCD obecnieunBaeT yCTOMYHUBOCTh U
K apyrum TM, TakuMm Kak KagMuid ¥ OUHK [33].
[ltamMmm Achromobacter xylosoxidans A8 oOiamaeT
oriepoHoM pbtTRABC, koTophlii nMeeT (YHKIUIO,
ananoruunyio pbrTRABCD [89].

Y Enterococcus hirae TONepaHTHOCTb K MEIH
omnpeaesieTcss AByMs reHamu, copA u copB, KOTo-
pbI€ COOTBETCTBEHHO OIPEACISAIOT TMOTJIOMICHUE U
oTToK ¢ nomoupio ATda3 P-tuna Ilnasmunnas
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pesuctenTHOCTL K Cu”” GblIa OMMCAHA y IITAMMOB
ponoB Pseudomonas, Xanthomonas w Escherichia.
XPpOMOCOMHBIE T€HBI TaKXe BIUSIIOT Ha TPAHCIIOPT
U YCTOMYMBOCTH K MOHY MEIH, ONpPENeNsis TaKue
(yHKLIMY, KaK ee MOIJIOLIEHHE, OTTOK W BHYTpU-
KJIETOYHOE cBsi3biBaHue [18].

bakTtepun pa3HBIX CHCTEMATHYECKHUX TPYII
Pa3BUIM MHO)XECTBEHHBIE T€HETHUYECKHE CHUCTEMBI
YCTOHYHBOCTH K MBIIIBSKY, KOTOpPbIE BKIIOYAIOT
oniepoH ars [90]. Bxomsimuii B ero cocTaB TeH arsR
KOJAMPYET pEempeccop TPaHCKPUIINH, YyBCTBH-
teneHBIE K As(Ill), arsA wu arsB obpasyior
AT®a3Hblil HacoC, B KOTOPOM arsA NEUCTBYET Kak
AT®aza, a agrsB sSBIsSeTCS MEPEHOCYUKOM OKCHA-
HUOHOB apceHuTa uepe3 MeMOpany, arsC Kogupyer
apceHaTpeyKTa3y, KOTopas BOCCTAaHABJIHMBAET ap-
ceHat 10 apcenuta, arsD nepenocut As(IIl) k 6ern-
Ky ArsA ¥ yBeINYHMBAaeT CKOPOCTh OTTOKA MBIIIbsI-
Ka W3 KIeTKH, arsM KomupyeT apceHuT-S-
aJICHO3MIIMETHOHUHMETHITpaHchepasy,  KoTopas
npesparmtaetr As(Ill) B MmeTunupoBaHHBIE COeTUHE-
HUS MblIbAKka. HekoTopble MUKPOOPIaHU3MBI MO-
ryT npoayuupoBath jaua3y Arsl C-As, oTwwernisio-
IIyI0 METHIBHYIO TPYIIy C MOCIEAYIOIM 00pa-
3oBanneM Heopranndeckoro As(II), koTopslit Me-
Hee TOKCW4YeH, deM MerwinpoBanbiii As(IID).
Y npyrux Oaktepuit ecthb NADPH-di1aBuaMOHO-
HYKJICOTHIOKCUIOPENyKTa3a, KOAUpyeMas TE€HOM
arsH. OHa OKHUCISE€T METWIMPOBAHHBIE COEIUHE-
Hus As(II) 1o OTHOCHTENTEHO HETOKCHYHBIX IIATH-
BaJICHTHBIX [91].

Crioco6 yzaaneHust pTyTH OCPEACTBOM €€ HC-
MapeHrsT OCHOBAaH Ha DKCIIPECCHU OIepOHA mer,
KOTOPBIX YIIPABIISIET TPAHCIIOPTOM W BOCCTaHOBJIE-
mueM Hg”". OH COCTOMT M3 T'€HOB, KOAMPYIOLIMX
(yHKIMOHANBHBIE  Oenku  perymsinuu  (merR,
merD), TpaHCTIOPTa WOHOB PTYTH B LHUTOIIa3My
(merC, merE, merF, merG, merT), THe OHU BOC-
CTaHABJIMBAIOTCS C TOMOUIBIO (pepMEHTa peayKTa-
3bl, KOTUPYEMOU merA, 1o Hgo. Ilocnenusasa saBnd-
eTcsl JeTyded, MeHee pPEaKkIHOHHOH W HE CTOJb
TOKCHYHOH hopmoii pTyTH [20].

Merumupyiomme Hg”" anaspobbl (cymabdar-
peayupyomue, Kele30peaylupyonie u MeTa-
HoTpodHBIe Oaktepun [92]) comepxar ONepoH
hgcAB. Bxonsmue B ero coctaB IreHbl KOAUPYIOT
0enky, OTBEYAIOIINE 33 IEPEHOC METHIIOBBIX TPYTII
K Hg2+. MeTtunupoBaHHasl pTyTh, 00JIagaromas Ji-
no(UIBHBIMU CBOMCTBAMH, JIETKO BBICBOOOXIACT-
cs u3 ketok [21, 93, 94].

OnocpenoBaHHast IIa3MUAAMHA  PE3UCTEHT-
Hocth k Cr®" Gbuta 3aperucTpupoBaHa y GakTepuii
ponoB Pseudomonas, Alcaligenes, Salmonella,
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Escherichia, Shewanella. Cauraercsi, 9T0 yCTOMH-
anBocTh K Cr’' cBs3aHa ¢ MEPEeHOCYHKAME XPOMAT-
HMOHOB, KOTOpPBIE KOJIUPYIOTCS reHamu chrA. B mo-
MOJTHEHNE K TUTa3MHIHOMY TeHY chrA; B XpoMOCo-
Me Cupriavidus spp. oOHapykeH reH chrA;, KOTo-
pHlii Takke OTBewaeT 3a ycroiumpocth K Cr'',
Y mramma Ochrobactrum tritici 5bvll tensl yc-
toitunBoctu Kk Cr®* chrB, chrd, chrC w chrF noka-
Tu30BaHbl Ha Tpancno3oHe (1nOtChr) [79, 95].

YnpasijieHHe OKHCIUTENbHBIM CTPeccoM,
BbI3BAHHBIM NPHUCYTCTBHEM B KJIeTKax 0akre-
puii TM. 1306biTox TM ¢y XUT AETOHATOPOM paz-
BUTHS OKHCJIMTENIFHOTO CTpecca B KJIETKaX MHUKPO-
opranu3MoB [96, 97], mpu KOTOPOM IPOUCXOIIUT
oOpa3oBanue akTUBHBIX (hopm kuciopona (ADK)
[78]. bakTepun pearupyloT Ha HETo, BeIpadaThiBas
pas3In4Hble aHTHOKCUIAHTHBIE (DEPMEHTHI, HEHTpa-
Tu3yromue cBoOomHble paaukanel. Coolmaercs,
uyto y Exiguobacterium profundum nipu BO3IEHCT-
BUU CBHMHIA YCHJIUBACTCS CHHTE3 TaKUX (epMeH-
TOB, KaK CyNepOKCHIIUCMYTa3a U Karanasa [67], a
y YCTOHUMBOW K CBUHIYYy Oaktepuu Pennisetum
purpureum yBEIMYUBACTCS AKTHBHOCTH IEPOKCH-
Ja3bl, acKOpOaT-NepPOKCUIA3bl, CYIEPOKCUATICMY-
Ta3bl W Karaja3bl B MPHUCYTCTBHH 3TOTO MeTaija
[98]. B cpene ¢ BrICOKOM KOHIIEHTpalMel XxpoMma y
Spingomonas sp. LK11, TpouCcXOmuT aKTHUBAITUS
TCHOB, KOIUPYIOIIUX Takue (epMEHTHI-aHTH-
OKCHJIaHTBI KaK Karanasa, IepoKCHIa3a U CyNepoK-
CHUIIMCMYTa3a, KOTOpPBIE yYacTBYIOT B HEWTpanlu-
sarm ADK [99]. Kpome Toro, mepokcumassl MO-
TYT KaTaJu3upoBaTh pa3loKEHHE MEPEKUCH BOJIO-
poxa [100].

MHuKpoopranu3Msl TaKxe 00JIafaloT onpene-
JICHHBIM Ha0OpOM HeQEepPMEHTHBIX HU3KOMOJICKY-
JSIPHBIX AHTHOKCHIAHTOB (aCKOPOMHOBAs KHCIOTA,
IJIyTaTHOH, TOKO(EpOJbl, KapOTHHOUABI, (aBo-
HOWJBI M Jp.), OOECICUMBAIONINX BBEDKMBAHUEC B
YCJIOBUSIX OKHMCIHTEIBHOIO CTpecca, BBI3BAHHOTO
TM. Hanpumep, rayTaTHOH SBJSETCS TJIABHBIM
UCTOYHUKOM THOJIOBBIX TIPyHNI B OOJBIIMHCTBE
KJIETOK M pearupyer ¢ MeTajslaMu ¢ 00pa3oBaHHEM
MEpKaNTHIHBIX CBS3€H, a TakKe MPUHUMACT y4a-
ctue B gerokcuxkauuu H,O,, npespamasice B okuc-
JIEHHBIM TIIyTaTHOH. Y CTAHOBJIEHO, YTO B IIPUCYT-
CTBUM XpOMa €ro KOHIEHTpauus B KIETKax
Spingomonas sp. LK11 3HauuTensHO BO3pacTaer.
AckopbaTr BOBJCYCH B acKopOaT-TIIyTaTHOHOBEII
LUKJ, B KOTOPOM JBE €r0 MOJIEKYJIbl HCIOIb3YIOT-
csl acKopOaT-NepOKCUAa301 Ul BOCCTAHOBJICHUS
H,0, mo Bomel ¢ 00pa3oBaHWEM MOHOIETHIIPOA-
ckopbara. DTOT UK UrpaeT BEAYIILYI0 POJb B Jie-
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tokcukarun A®K y pacTeHuili m muanoOakTepuid
[101]. bakrepuu poma Leucobacter, obnamarorime
BBICOKOH YCTOWYHMBOCTBIO K XpOMY, MOTYT TOBBI-
maTth CTaOMIBHOCTH MeMOpaHBl 3a CYET CHHTE3U-
PyeMOTo KapoTHHOWA, HEUTPaTU3yIomero Bo30y-
JKJICHHBIE DJICKTPOHBI ¥ CHHIKAIOIIETO KOHIIEHTpa-
muio ADK, obOpa3oBaBmIAXCsI B pe3ysbTaTe BO3-
nerictus xpoma [102].

3akmaouenue. HecMoTpst Ha TO, 9TO HEKOTO-
peie TM HeoOXoAMMEBI AJii HOPMANBHOTO (HyHK-
[IMOHUPOBAHUS KJIETOK, WX IOBBINICHHAS KOHIICH-
Tpanus, a TaKKe JACHCTBUE METAJUIOB, HE BBITOJ-
HSIONIMX OMOJOTHYECKOW (YHKINH, OKa3bIBAIOT
HETaTHBHBIA 2P (dEeKT Ha KUBbIe 00BEKTH. Ha cero-
TMHSIIHANA JIeHb BBIJCICHO M HMICHTH()HUIIMPOBAHO
0onpIIOE KOJMMYECTBO OaKTEpHid, CIIOCOOHBIX BBI-
KUBaTh B TPHUCYTCTBHM TM TIyTeM BBIpaOOTKH
pa3IMYHBIX aJANTUBHBIX MexaHn3MoB. CaMoii mep-
BOM peakuueil MUKPOOPTraHU3MOB Ha TOKCHYECKOE
BO3/ICHICTBHE METAJJIOB SIBISAETCS W3MEHEHUE MOp-
dosorum kieTok. JlanpHeWmas crpaTerus Harpas-
JIeHA Ha CHIKCHHE KOHIIEHTpauu TM ¢ moMOIIbIo
azcopOIMy NOHOB HA TIOBEPXHOCTH KJIETOK, UX OT-
TOKa W3 IUTOIIIA3MBI TyTeM aKTUBHOTO TPaHCIOP-
Ta, BHyTPU- U BHEKJIETOYHOMN CEKBECTPALUU U TIpe-
BpalllecHUs] B MEHEe TOKCHYHBIC (hopMbL. MUKpPOOP-
TaHU3MBI JEMOHCTPUPYIOT W HENpPSMbIE MEXaHM3-
MBI TOJIEPAaHTHOCTH K TM, HanpaBieHHbIE HA NOJ-
Jep>KaHKue [EJIOCTHOCTH KJIETOK ITyTeM 3aIlUThl X
OT OKHCIHUTEIBHOTO cTpecca. MukpooHnomornye-
ckre mpeobpazoBanus TM mpeAcTaBiIsSIIOT co0oit
pEeaKIy OKUCIEHHS, BOCCTAHOBIEHHS, METHIIUPO-
BaHUS H JIEMETWIHPOBaHUSA. MHOTOUYUCIICHHBIC
TeHBI, JIOKAJIM30BaHHBIE HA XPOMOCOMax W BHe-
XPOMOCOMHBIX TE€HETHYECKHX 3JIEMEHTax, KOIH-
PYIOT OaKTepHAILHYIO YCTOHYMBOCTH K HPUCYTCT-
Bruto TM, OIHaKO TOJHOCTHIO MOJEKYJSPHEIE OC-
HOBBI 3TOTO TPOIIECCA €Ile HE BBISICHEHBI.

Paboma ewvinonnena 6 pamxax Iocydapcm-
6eHHO020 3a0anusi Munobprayku Poccuu no meme
Ne 122031100163-4.
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Many heavy metals (HM) (Zn, Cu, Mn, Co, etc.) take an active part in the most important processes of vital
activity of microorganisms as microelements. However, at high concentrations they become toxic, and a number
of metals (Pb, Hg, Cd, etc.) are highly toxic even at low concentrations. Microorganisms are able to resist the tox-
ic effects of HMs due to the presence of various resistance mechanisms that are aimed at converting cations to a
less toxic form or oxidation state, which makes them less mobile and bioavailable. The very first reaction of mi-
croorganisms to the toxic effects of metals is a change in cell morphology, their agglomeration, which leads to a
decrease in the availability of binding sites for toxic metals. The mechanisms used by bacteria can be divided into
biochemical and molecular. Bacterial cells have the ability to sorb metal cations with the help of metal-binding
functional groups (carboxylic, sulthydryl, hydroxyl, sulfate, phosphate, and amino groups) of the cell membrane,
preventing their penetration into the cell. Bacteria have a variety of efflux systems for HM outflow from cells with
the help of carrier proteins belonging to different families, which maintain a low concentration of HM inside the
cell, protecting cellular components. Polysaccharides, biosurfactants, inorganic anions (phosphate, carbonate, and
sulfide ions) and other metabolic products of microorganisms participate in extracellular detoxification, and gluta-
thione, metal-binding proteins, intracellular polyphosphate granules, which bind HM cations into poorly soluble
compounds, participate in intracellular sequestration. The reduction of HM ions with the help of enzymes leads to
the formation of their less toxic forms. The genes responsible for bacterial resistance to toxic metals are localized
on chromosomes or plasmids and can be transferred to closely related bacterial species, which plays an important
role in the spread of HM resistance in nature. Microorganisms also demonstrate indirect mechanisms of HM toler-
ance aimed at maintaining cell integrity by protecting them from oxidative stress.

Keywords: heavy metals, toxicity, bacteria, resistance, detoxification, uptake, binding, mechanisms.
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