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0600uensl aumepamypHole OaHHble U pe3yabmamsl co0-
CMBEHHbIX UCCAeA08AHULl A8MOP08, KAcarnujuecs y4acmus
YUumockenema pacmumenvHbix KAemox 6 peaiusayuu Kie-
MOYHBIX MEXAHU3MOE8 MoKCcuvHocmu memannos. Paccmom-
DeHbl 0COOEHHOCIU YUMOMOKCUYeCK020 OelCmEUs Meman-
108 HA PACMUMENbHbIL UUMOCKeiem, 8 YACMHOCMU, HA
MUKpompyb6ouku u akmunossle guramermot. Ocoboe eHu-
Manue y0eneHo KAeMOYHbIM U MOACKYAAPHBIM MEXAHUIMAM
deticmeuss memannoe Ha yumockenem. Ob6cyycoeHvl Hau-
Oosee geposimHble Callmbl CA3bIBAHUS C MANCENbIMU Me-
maniamu, a makice anbmepHAMUEHble MEXAHUZMbL UX 803~
deticmeus Ha YUmMocKeaem.

Karouesvte caosa: sykapuomuyeckue Kiemku, UumocKe-
Aem, MUKpompyoouKu, aKmuHogvle QuiaMeHmyl, msice-
Able MeManbl, YUMomoKCU4HOCHb.

Beenenne. CoriacHo HanboJiee paclipoCTpaHEHHOMN XM-
MMYECKOM KJTacCU(DUKAIIUKM TION OIpeNeIeHUe «TsIKe-
JIble METAJITbl» MOAMNANAIOT DJEMEHTHI C METAITMYEeCKH -
MM CBOWMCTBaAaMM M aTOMHO# Maccoii cBbie 40—50 Jla
1 TUTOTHOCTBIO 4 & 1 T/cM3 [ 1]. CyliecTBYIOT TaKXKe Kitac-
cuUKAIUKM TSOKETBIX METaUIOB M0 OyKBEHHOMY Has-
BaHMIO OpOMTaIMd, HAa KOTOPOM pa3MelleH MOCIeTHMIA
aroM Mmetaiia (s-, p-, d- u f~6J10Ku), a TakKKe Ha OCHO-
Be cBoiicTB kucioThl JIbtouca [1]. Cienyer OTMETUTb,
YTO MHOTHME PacIpOCTpPaHEHHbIE TSDKEIble METAJUIbl, K
MpUMepy, KeJie30, Meldb, LIMHK, MOJMOAEH W Ap. BbI-
TOJHSIIOT PSI PETYJISITOPHBIX (PYHKIMI B KJI€TKaX Mpo-
M DYKApHMOT, BBICTYIIasg B pPOJM MHUKPO- M YJIbTpa-
MUKpO3JIeMeHTOB [2]. OgHako Ipy MOpeBBILIEHUN (PU-
3UOJIOTUYECKUX KOHLIEHTpALWii yKa3aHHbIE 3JeMEHThI
CMOCOOHBI BBI3BIBATH LIUTOTOKCHUYECKME 3(pdexkThl [3].
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IloaTomMy B HacToslileM 0030pe HaMy MCIIOJIb30BaHa
K1accuduKalms MeTalloB, COMJIACHO KOTOPOl MOXHO
BBIIEJIUTL JIBE TPYIIIBl HA OCHOBE WX POJIM B MUHE-
paJIbHOM TMUTAHUW pacTeHUWI: 1) METaUTbl — MUKpPO- U
YIBTPAaMUKPO3JIEMEHTHI (TaK Ha3bIBaeMble essential ele-
ments — Fe, Cu, Zn, Mn, Mo, Co u 1p.), CTaHOBSILLIU-
ecsl TOKCUUYHBIMU TIpY TIPEBBILIEHUN UX OIpeAcIeHHbIX
KOHIIEHTpAIIWii; 2) MEeTaJUTbl C BBIPa)KEHHBIMM TOKCH-
YeCKMMU CBOMCTBAMM B MMHUMAJIbHBIX KOHIEHTPAIIU-
X, (PyHKIMOHAIbHAsT POJib KOTOPbIX HEM3BECTHA (non-
essential elements — Cd, Pb, Hg u np.) [4]. «Hecyiect-
BEHHBIE» METaJUTbI, WJIN K& «He3CCEHIIMAIbHbIe», YCJIOBHO
00beIMHEHHbIE BO BTOPYIO TPYIIIY, 3aBEIOMO TOKCHUY-
Hbl, €CJIM UX BHYTPUKJIETOUYHAs] OMOJOTMYECKU JAOCTYII-
Hasl KOHIIGHTpALIMsI TIPEBBIIIAET BO3MOXHOCTH (DU3UOJIO-
TMYECKUX CUCTEM JETOKCUKAIIMU KJIETOK pacTeHuit [5].

Ha xyieTouHoM ypoBHE B OTBET Ha TOCTYIUIEHHE
TOKCUYHBIX METAJUIOB MMPOUCXOJUT U3MEHEHUE CBOMCTB
KJIETOYHOM CTEHKH, AeTpajaliusl Tuia3MaJeMMbl, X KOM-
MapTMEHTAIM3alds B BaKyoOJIsIX, OrpaHUYeHHe (DYHK-
LIMOHUPOBAHUS XJIOPOTUIACTOB M MUTOXOHAPWIA, CIABUT
¢uToropMoHaIbLHOTO OanaHca, YCUJIEHHbI CUHTE3 TO-
JINAMUHOB, (DUTOXEJTATUHOB, METAJUIOTUIOHEMHOB U JIpY-
TMX CTPECCOBBIX COEAMHEHMI OCIKOBOI TMpUpoabl [6].
OnHuM U3 criennUIeCKUX POSIBICHUI IIMTOTOKCHUYE-
CKOTO BJIMSIHMSI METAIJIOB SIBJISIIOTCS M3MEHEHUsI CKO-
pocTu Tnponrdepalu KJIETOK U OpraHuM3annu obdecre-
YUBAIOIIMUX €€ KJIETOYHBIX CTPYKTYp, a TakXe 3arpo-
rpaMMMpOBaHHasl TUOENb W/WJIM HEKpOo3 KIeToK [7].
ITockonbKy OGOJBIUIMHCTBO TOKCUYHBIX METAIIOB BIM-
SIIOT U Ha MOp(OreHe3 pacTeHU, TPEICTaBIsIeTCs 1ie-
JIecCOOOpa3HBIM O0OOIINThL OCOOCHHOCTH HX B3aUMO-
NEUCTBUS C KOMITOHEHTaMU IIMTOCKeseTa (MUKpPOTPY-
0ouKaMM U MUKpO(pUIaMEHTaMM), MPOSICHSIOIINE BO3-
MOXHbI€ KJIETOUHbIE MEXaHU3Mbl UX TOKCUYECKUX (-
ekToB.
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MukpoTpyOOUKH, BHICOKOIMHAMUYHBIE COCTaBISIO-
IIMe IUTOCKEIeTa PACTUTEIbHON KIETKM, O0eCTieunBa-
IOT DSIT BaXKHBIX KJIETOYHBIX IPOIECCOB, TaKWX KakK
JieJIeHUe 1 poCT, MO3UIIMOHUPOBAHKME OpraHesuUl, Moaiep-
JKaHUe TMOCTOSIHHON (hOpMbI U TOJISIPHOCTU KJIETOK,
MUKPOKOMITAPTMEHTAIU3ALMIO U BHYTPUKIETOUHBIN
TpaHcnopt [8]. OpraHuzanus MUKpPOTPYOOUKU KpaiiHe
YYBCTBUTEJIbHA K JCHCTBUIO Pa3HOOOpa3HbIX aOMOTH-
yeckux daktopoB [9]. Kpome Toro, pasiuuHble 00pazo-
BaHUST MUKPOTPYOOUYEK BOCIIPUMMYMBEI K TEHCTBUIO Ta-
KUX BHYTPUKIJIETOUHBIX CUTHAJIOB, KaK (DUTOTOPMOHBI
[10], okucu azora [11] u np. M3BecTHO, 4TO mpolec-
Chl TMOJMMEPU3ALINK/IeTIONMMEPU3AIIMi MUKPOTPYOO-
YeK HapyllaloTcs BCJIEACTBUE BbICOKOCTEIM(UUECKOro
B3aMMOJICMCTBMSI C TyOyJIMHOM psiia BEIIEeCTB, obyama-
IOIIMX aHTUMUTOTUUYECKON aKTUBHOCTBIO (TaKCOJI, KOJ-
XUUMH U 1p.) [12]. YcTaHOBIEHO, UYTO OHU SIBJISIFOTCS
MUIIEHBIO JIS1 Psila TOKCUYHBIX MeTasuioB [13].

MukpoduaaMeHThI, WIN 3Ke aKTUHOBbIE (DMJIAMEHTBHI,
TakXe YJYacTBYIOT B OOECMEeYeHUU OTHEJbHBIX ITArloB
JIeJIeHUsT KJIETKU, TIOAAEePKMBAIOT € MOCTOSIHHYIO (hop-
My Y TOIBMXXHOCTb OIHOBPEMEHHO, MPOLECCHl BHYTPU-
KJIETOYHOTO TpaHCIOpTa U IBMXXEHUE opraHeyn [14].
OpraHuzaumsi 1 JMHAMUKa aKTUHOBOTO IIMTOCKEJeTa
orpezesisieTcsl (pUTOropMOHaMU W JIpDYTUMM  TUTIAMU
BHYTPUKJIETOYHBIX CUTHAJIBHBIX MoJiekys [10], a Takke
TaKUMHM aOMOTHMYECKUMU (haKTopaMM, KaK IaTOreHbI
BUPYCHOM, OaKTepUalbHOM WM TPUOKOBOU IPUPOIbI
[15, 16], ocMoTuyeckum ctpeccoM [17], HUBKUMU TEM-
nepatypamu [18], cunoii Tskectu [19], YD-B [20, 21].
MN3BecTeH psii XMMUYECKUX BEILECTB, CIeLU(pUIECKU
B3aMMOJICHCTBYIOIIMX ¢ aKTUHOM: (payutonauH [22, 23],
uutoxasniasuHel B/D [15] n nantpyHkynuHsl A/B [24,
25]. HakannuBaercs Bce Oosbliie MHGOpPMALIMKA O HeE-
MMOCPEICTBEHHOM NEeHCTBUM TOKCUYHBIX METaJIOB Ha
MUKpO(UIaAMEHTbI pacTUTEIbHON KieTku [13].

Takum oO6pa3oM, PeryasipHO MOSIBJSIIOLIMECS HOBbIE
CBEICHUs O BIMSIHUM Psifia METAJUIOB HA MUKPOTPYOOU-
KU 1 MUKPOGUIAMEHTBI paCTUTEIbHON KJIETKM, a TaKXKe
MOJyYEHHBbIE HaMU 3KCIIEPUMEHTAJIbHbBIE PE3YJIbTATHI,
JIOTIOJIHUTEJIbHO MPOJIMBAIOLIUE CBET Ha 3Ty MPoOsieMy,
MOOYIMIIN aBTOPOB K HANTMCAHWIO HACTOSIIEro 00630pa.

JlelicTBe HA NUTOCKEJET METAJIOB C BbIPaKEHHbI-
MH TOKCHYeCKMMHM cBoiictBavu. Kaomuiu. Kammuii (Cd),
OIIMH M3 HanboJsiee TOKCUUHBIX BOJOPACTBOPUMBIX MOJI-
JIIOTAHTOB M3 TIPOMBIIUIEHHBIX OTXOIOB U (hocaTHbIX
YAOOPEHU, aKKyMYJIMPYETCsl MTPEUMYIIECTBEHHO B KJIET-
Kax 30H aKTMBHOIO POCTa KOPHEH, a UMEHHO MEPUCTEMbI
n pactskeHust [26—29]. O6paborka Cd** mpuBOIUT K
YMEHBIIIEHUIO KoJinuecTBa OOKOBbIX KopHein y Thlaspi
caerulescens n Nicotiana tabacum [30]. B cBoio ouepenn
CdCl, B xonuenTpauusax 5—40 MKM UHTMOUpYET poCT
[JIABHBIX KOPHEW M TOSIBJIEHUE KOPHEBBIX BOJOCKOB Y
MPOPOCTKOB Arabidopsis thaliana [31]. Hamu nipoBeaeHO
uccnenosanue sauanua 5, 10 m 20 mkM CdSO, Ha poct
u MopdoJIoTHUIO TJaBHBIX KopHeil A. thaliana (GFP-
FABD2) c mnocnenytoieit 1eMOHCTpalMeid MpUYMHbI
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HapylIeHWIT pocTa U CTPOECHMST KOPHEM, KOTOpbIe CBSI-
3aHbl ¢ M3MEHEHWEM HATUBHOM OpraHM3allu¥ MUKPO-
¢wramenToB. Ha mpotsckenun 24, 48 u 72 4 3Kcno-
suuun ¢ CdSO, HaMu OTMEUEHO J0303aBUCHMOE MH-
rubupyiolliee BIMSHUE KaAMUsl Ha POCT TJIaBHBIX KOpP-
Heil, a TakKe TOSIBICHWE DPA3JIMUHBIX HApYIIEHWH MX
mopdosiorun. Tak, oOHapyXeHO OTMHpaHHUE KJIETOK
30HBl [I€JI€HUsI, MEPEXOJHON 30HbI U YACTUYHO 30HBI
9JIOHTAIMM, a TaKKe CBEJUTMHT KJIETOK 30HBI 3JIOHTAIUM.
B 3oHe muddepeHumanuy yBeIMYMBaIach IMHA U
MOBBIIATOCH KOJUYECTBO KOPHEBBIX BOJOCKOB. [Ipu-
YMHOI BO3HUKHOBEHMSI TAKUX U3MEHEHUI CIIYKUJIO He-
nocpeacteeHHoe BiusiHne Cd Ha LMTOCKENET, B 4acT-
HOCTM Ha MUKPO(MPHMIAMEHTHI, a TaKKe Ha MUKPOTPYOOU-
k1 (puc. 1, cM. BKJEHKy). YCTaHOBJIIEHO, YTO Hau-
0oJiee YyBCTBUTENIBHBI K KaIMMIO aKTUHOBBHIE (bUIaMeH-
THI 3MUACPMATILHBIX KJIETOK 30H JAeJeHUsI, TIEPeXOTHOMI
30HBI M 30HbI JIOHTALMU, a TAKXKE MEPUCTEMAaTUYECKUX
KJIETOK, YTO SIBJSIETCSI OJHOW M3 MPUUYMH WHTUOMPO-
BaHUS POCTa M MOPGOJOTMM TJIaBHBIX KOpHel. MeHee
MOIBEPKEHHBIMU BJIMSIHUIO OKA3aIMCh TJTyOWHHBIE CJIOU
KJIETOK, 2 UMEHHO KJIETKM KOpPTEeKca MePEeXOaHON 30HBI
M 30HBI JIOHTAIMU, YTO OOBSCHSIETCSI Pa3HBIM Tpaau-
€HTOM KOHIIEHTpAallMM 3TOro MeTajja mpu obpaboTke
KopHeii [32]. M3BecTHO, uTo M30bITOK Cd*" HakariMBa-
€TCs1 B BE3MKYJaX IIMTOIIa3Mbl SMUAEPMATbHBIX KIETOK
Allium cepa L., BbI3bIBas HApYIIEHUSI CTPYKTYPbI 3HI0-
TUIa3MaTUYECKOTO pPeTUKyyma [4].

HapaBne ¢ mHrmbupoBaHMEM pocTa IIpU 00padboT-
ke ceMsiH Pisum sativum Cd(CH,COO), (0,125—1 mM)
MPOUCXOIUT 3a/epXKKa 1/WIM HapyllleHrhe MUTO3a (I0-
SIBJIEHWE K-MUTO30B, OJAMHAPHBIX M IBOMHBIX MOCTOB,
MPEeXAEBPEMEHHOE PACXOXIEHUE XPOMOCOM), B TOM
4yycae W BCAENCTBUE AENOJMMEpU3aliuyi BepeTeHa Jie-
nenus [33—35]. CdCl, (0,05-0,8 MM) B Mepucrema-
TUYECKMX KJIeTKax KopHei Vicia faba mpuBoguT K 10-
SIBJICHUIO MYJIBTUTIOJISIPHOCTH, TOJUIIIOUINUA, XPOMO-
COMHBIX MOCTOB M (PparMeHTalluyM BepeTeH [eJeHUs
[29]. B kneTkax MepucTeMbl TJIaBHBIX KOpHeil Horde-
um vulgare mon neicreueM CdCl, B KOHLEHTpaLu-
sx 10—300 MKM cyllecTBEeHHO BO3pacTaeT IPOLEHT
MHTOTUYECKUX KJIETOK, HAXOISIIMUXCS Ha CTaguu TMPO-
daspl, U OTHOBPEMEHHO CHUXAETCSI WHTEHCHBHOCTH
KJIETOUHBIX JEJIEHUI IO MPUYMHE PEOpUEeHTALMU/me-
MOJIMMEPU3ALIUM MUKPOTPYOOUEK BepeTeHa IeIeHus
[34]. Cxoxue U3MeHEHUSI B IPOXOXACHUM MUTO3a TIPO-
saBisioTcst mon aeiictBueM Cd M B MepHCTEMaTUYECKHUX
KJeTKax KopHed P. sativum. DTO MOXET CBUIETEJIbCT-
BOBaTh O TOM, YTO CTPYKTYpHBbIEe O€JIKM ILIMTOCKEJeTa
SIBJISTIOTCST OCHOBHOM MuUIlleHbio BiusiHus Cd Ha 1po-
nmdepupyomme Kietku [27].

JI1st uicclieIoBaHUsT BIMSIHUS TSDKEIbIX METAIOB Ha
MMKPOTPYOOUKU ObLIM MCIOJb30BaHbl KOPHU JIMHUU
A. thaliana sxotuna Landsberg erecta (Ler), akcmnpec-
cUpYyIOLLEel XUMEPHBIN TeH gfp-map4, KOTOPbIN MO3BO-
JIIeT BU3YaJIM3UPOBAaTh MUKPOTPYOOUKH M U3Yy4aTh OCO-
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in vivo. Tak, B 3nuIepMajbHbIX KJIETKax 30HBI Jejie-
Husg (puc. 1, a) M mepexomHOIl 30HBI (IMCTATbHOI
30HbI pacTsKeHMsI) KOpHel (puc. 2, u, CM. BKIICHKY)
KOPTUKaAJIbHbIE MUKPOTPYOOUKHU TMPENCTaBIeHbI OJIU3KO
NpUIeKalMMU IPYyr K OPYry napajleJbHbIMU pPIaaMU
C TIOTIePEYHOI OpUEHTAaIMEN HETTIOCPEACTBEHHO IO/ LM -
TOIUTa3MaTUYECKON MeMOpaHOIA.

Ha craguu uHTepdasbl B KJIeTKaX MEpUCTEMBI pa3-
JIMYMMBI HAOIUIa3MaTUYECKIE MUKPOTPYOOUKH, pamu-
aJlbHO OTXOoxsdIIue oT siapa (puc. 1, e). B snunepmainb-
HBIX KJeTkax (puc. 1, 2) M KJIeTKax KopTeKca 30HbI
pacTsKeHUsl KOPTMKaJbHble MUKPOTPYOOUKM OpUEH-
TUPOBAHBI TIOMEPEYHO U KOCO OTHOCUTEJIBHO OCHOB-
HO#l ocu KopHs. B kierkax 3oHBI nuddepeHmannm
MUMKPOTPYOOUKH TIPUOOpPETaoT KOCylo, a B Oojee OT-
NAJIeHHBIX OT KOPHEBOTO arekca KieTkax — TIpo-
NOJIbHYI0 opMeHTauuio. B aTpuxobiacrax KOpTUKalib-
Hble MUKPOTPYOOUKM MMEIOT KOCYI0 opueHTauuio. B
Pa3BUBAIOLIUXCS TPUXOOJACTAX KOPTUKAJIbHbIE MUKDPO-
TPyOOUKM OPMEHTUPOBAHBI HEYIMOPSIOYCHHO, TOIIAa KakK
B 3peJIbIX KOPHEBBIX BOJIOCKAX — MPOJOJbHO. MUKpO-
TpyOOUKM B 3nuaepMalbHbIX (puc. 1, 6) U Mepucrema-
TUYECKUX KJIeTKax (puc. 1, Jc) 30HBI IeJIeHUS II0CiIe
o6pabotku 1 MmxkM CdSO, ocTaroTcs HHTaKTHBIMM, TOT-
Jla KaK B MUAEPMaTbHbBIX KJIETKaX MEePEeXONHON 30HbI, a
TakXe MUAEePMaIbHBIX KJIeTkax (puc. 1, m) W KjieTkax
KOpTeKCa 30HBI BJIOHTalUU (POPMUPYIOTCSI MUKPOTPY-
OOYKM C YAaCTUYHO MPOAOJBbHON WM HEYNMOpsmOoueH-
HOI ceThlo. HaTwBHas opraHuzanusi MHKpPOTPYOOUYEK
He3HAUMTEIbHO WM3MEHSETCS B aTpuxobsiacTtax, TPHUXO-
6yactax U KOPHEBBIX BOJIOCKAX.

bosnee cyiecTBeHHbIE M3MEHEHUS 3a(PUKCUPOBAHBI
npu o6pabdorke KopHeit 5 MkM CdSO,. Tak, Habnona-
JIM BBIPAXKEHHYIO HEYMOPSIIOYeHHOCTh MUKPOTPYOOUEK
B OMUAEPMaTIbHBIX KJIETKax 30HbI aeneHust (puc. 1, 6)
U MepucTemMaTHuecKux kietkax (puc. 1, 3). B 1o ke
BpeMsI B SIMUIASPMATBHBIX KJIETKaX TMEPEeXOAHOM 30HBI
Y 30HBI JIOHTAIMU, TIOMUMO J€30praHu3aluid MUKPO-
TpyOOUeK, MPOMCXONMIa MX YacTU4yHas (rmepexoaHast
30HA) U/WJIM TIOJHAs (30HA BJIOHTALUM) JIETOJIUMEpH-
sauus (puc. 1, #). Kinerku KopTekca 30HbI 3JIOHTAllUM,
a Takxke TpUXOOJIacThl, aTPUX00JIaCThl U KOPHEBBIE BO-
JIOCKM OKa3aJIMCh MeHee BOCIPUMMYMBBLI K YIIOMSIHY-
TOM KOHIEHTPALIMU, OPUEHTAIUS MX MUKPOTPYyOOueK
MpakTUYecKu He Oblia u3MeHeHa. HaubOonee Bbipa-
>KeHHbIMM 3 dekTaMu obiagain KoHueHTpauuu 10 u
20 mxM CdSO,. B snumepManbHbIX KJIETKax 30H e-
sieHust (puc. 1, e, d), TIepexonHON 30HbI U 3JOHTALUKN
(puc. 1, o, n), a TaKKe B MEPUCTEMATUYECKUX KIIET-
Kax (puc. 1 u, k) IPOUCXOOWIO CUJIBLHOE pa3pylleHUe
MHKPOTPYOOUYEK, a B KJIEeTKaXx KOpTeKca 30HBbI pacTs-
KEeHUs1 — (OpMHUpPOBaHME CETH XaOTMYECKM DPACMOJIO-
JKEHHBIX YKOPOUYEHHBIX MUKPOTpyOouek. B Tpuxobnac-
Tax W aTpuxo0JacTax OpMEHTALMS U3MEHSIaCh C KOCOM
Ha TIOMEpPEeYHylo, 4acTb MMKPOTpyOOueK Obula MOJI-
HOCTBIO JICTIOJIMMEPU30BaHA. AHAJOTUUHBIE 3(PDEKThI
00Hapy>XeHbI ¥ B KOPHEBBIX BOJOCKAX.
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OpmHoil M3 TPUYUH BO3HUKHOBEHUST OIMMCAHHBIX
HapylIeHWI SIBJISIETCSI, BEPOSITHO, CBSI3BIBAHWE MOHOB
Cd?* ¢ cynbhrunpuabHBIMU TPYIIaMu B-TyOyIrHa, Ha-
pyliaioliee ero CrocoOHOCTh (OpMUPOBATH MUTOTH-
yecKkue CTpYKTYphI [29, 36]. TlosBiieHre XpOMOCOMHBIX
abeppanmii B kietkax Allium sativum mnon BO3IeCTBUEM
pasnnuHbIX KoHueHTpaunii CdCl, MoxeT ObITb 00bsAC-
HEHO KOHKYpPeHTHBIM B3ammopeiictBuem Cd** m Ca?*,
CcBs3aHHBIX KajabMmomyanHoMm (CaM) B cocTtaBe MMTO-
TUUYECKOTO BepeTeHa, YTO MPUBOAMUT K Pa3IWIHbIM Ha-
PYLIEHUSM PacXOXIEHUsSI XpOMOCOM [34], B TOM uuciie
U BCJENCTBUE JAEMOJMMEPU3AlMM MUKPO(DUIaMEHTOB
[31]. Cd** cmocoben 3amemath Ca?" B KpHCTaJTMYEC-
KO CTpyKType renb3oiuHa, Ca’t-3aBUCUMOTO aKTHH-
JenoJIMMepU3upytoniero 6eaka, mocjie 4ero MpoMCXo-
IUT €r0 aKTHUBAIUS C TOCEOyIoIel aermoaumMepusa-
ueil akTUHOBBIX unameHToB [31]. B kynbType omHo-
KJIETOYHBIX Bopopocieit Spirogyra decimina CdCl, B KoH-
ueHtpauusx 10—100 MkM BbI3bIBa€T MHIMOMpPOBaHUE
nposudepalu KJIeTOK, COMPOBOXIAEMOE Pa3IUYHbI-
MM HapylIeHUSIMA MUTO3a M HEOOPAaTUMO JIe30praHu-
3anmell KOPTUKAIBHBIX MUKPOTPYOOUYeK B MHTeP(ha3HbIX
KJIETKaX, B TO BpeMsI KaK aKTUHOBBIC (DMJIAMEHTHI OoJee
ycroitumBel K aeiictBuio CdCl,, OCKONIBKY 00paTtuMo
PEOPUEHTUPYIOTCS U (DPAarMEHTUPYIOTCS MPU TOBbILIE-
HUMU ero KoHueHTpauuu 1o 40 mxM [13].

TTonoGHbIe 3(peKTh OTMEUYEHBI B KIJIETKAX MEpUC-
tembl Allium cepa non peiictBuem 50 MxM CdCl,, uto
MOXET OBITh OOBSICHEHO WHUIMAnmeir woHamu Cd?*
peopraHu3alnm MHUKPOTPYOOUYeK Ha He3asKOPEeHHBIX
mwnoc-koHuax [37]. ObpaboTka POpPOCTKOB A. sativum
CdCl, (5—10 MxM) HapyluaeT npouecchl OpraHU3aLum
KOPTHKAJIbHBIX MUKPOTPYOOUeK MHTEep(da3HbIX KIETOK
MEpUCTEMbI KOPHEl, a UMEHHO UX 00paTMMylo cOOp-
KY, UTO MPOSIBJISIETCS] B J0303aBUCUMOI paHIOMU3ALUU
WY XK€ YaCTUYHOM IeromMepu3alnm. B To xe Bpems
B MUTOTMYECKMX KJIeTKaxX Hapyuiaercs rpoiecc (op-
MMPOBaHUS TMpenpodasHbIX JEHT U IerpaaupyloT yxe
copMupoBaHHbIe, 3aMmelIsieTcsl oOpa3oBaHUE MMTO-
TUYECKOTO BepeTeHa B TMpodasze MepuHyKIeapHbIMU
MUKPOTPYOOUKAMU, a TaKXe MPOUCXOMUT YACTUUHOE
paspylieHue BepeTeH IeJIeHUs, peOPUEHTAIIUS] KHHETO-
XOpa U OTKJIOHEHHWE €ro OT 2KBATOPUAIBHON TUIOCKOC-
1 KjIetku [38]. Peopranuzanuio 1 aenoamMepusaluio
MUKPOTPYOOUYeK HMHTepdasHbIX U MUTOTUYECKUX pac-
TUTEJIBHBIX KJIETOK MO/ ICMCTBUEM Pa3HbIX KOHIIEHTpa-
umit Cd?* ormevaroT u apyrue aBTopsl [13, 27, 37].

ITpomeMOHCTPUPOBAHO, YTO KaAMUIA BJIUSIET Ha MPO-
Lecchl nonuMepusauuu Tyoyauna [27, 38]. Tak, CdCl,
(0,01—1 MM) mpensITcTBYeT COOpKE MUKPOTPYOOUEK Ha
30—40 %, BO3MOXHO, BCJIEICTBME IPUCOCAMHEHUS K
JIBYM U3 BocbMM SH-rpyrimam TyOyauHa, yTO HapylaeT
HOpPMaJIbHBIN Mpolecc ero nojumepusauuu [5, 39].

M3BecTHO, YTO COOpKAa MOHOMEPOB IIMTOIIAa3Ma-
TUYECKOM TIOMYJISLIUM aKTHMHA HYXIAeTCsS B TPHUCYT-
ctBUM MOHOB Mg?* m Ca’?* u ompenensercs aKTHH-
CBA3BIBAIOIIMMHU OSJTIKAMU — 0-aKTUHUHOM, TeJIb30JIMHOM
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U BUWIJTMHOM, KOTODPbIE PEryJUPYIOTCS KaJIbMOMIYIMHOM
[40], omHAaKO calTBI MX CBA3BIBAHUS MOTYT BOBJIEKATHCS
TakXe BO B3aMMOJICHCTBUE C IPYTUMU ABYXBaJICHTHBIMU
KaTMOHAMHU, B TOM YHCIE U TIXKEIbIMU MeTallaMU.
IMockonbky Cd*" u Ca?* 06manaoT Nog0OHBIMU UOHHBI-
mu paguycamu (0,099 u 0,097 HM COOTBETCTBEHHO),
He3aMeTUTeIbHO Trocie monamanus Cd?* B miuToruias-
My TIPOMCXONIUT €TO CBSI3bIBAHME C OTpPEIeSICHHBIMU Caii-
TaMM B arorulacTe KOpHE, YTO OINpeaessieT KOHIIEH-
TpaLMIO CBOOOAHOro HuToruiazMaruuyeckoro Ca’t u ak-
TUBHOCTb KaJIbMOIYJIMHOB, aCCOLMMPOBAHHBIX C MOIMMe-
puzaieit Mukporpyoouek [41]. TTokazano, uro Cd**
crrocobeH 3amernaTh MoHbl Ca’' Mmpu Tepexojie IMTO-
TJ1a3Mbl T€TIATOLMTOB U3 30JIs1 B TeJIb U BIUSITh HA Opra-
HM3AIMIO TaKMX aKTUH-CBSI3BIBAIOIIMX OEJIKOB, KaK KaJlb-
JIECMOH, KaJIbMOIYJIMH-3aBUCUMbBIM ITyTeM [40, 42, 43].

Takum o0Opa3oM, MHUKPOTPYOOUKHM CIyXKaT OMHOM
13 OCHOBHBLIX MuleHeil Cd**, 4To SBISIETCST BaKHBIM
YCJIOBUEM peaiu3alMi TOKCUYHOCTH 3TOTO MeTajlja Ha
KJIETOUHOM YPOBHE.

Cesuney. Cunell (Pb) oTHOCUTCSI K OCHOBHBIM TOJI-
JIIOTAHTaM OKpYXarolleil cpebl [44], MOCKOJIBKY €ro co-
JIM TIPOSIBJISIIOT SIPKO BBIPasKEHHbBIE (DUTOTOKCUYECKUE (-
dekTol [2]. B yactHoCcTH, oA neiicTBueM Pb?" HabGimo-
JIAeTCsl CYLLECTBEHHOE CHIDKEHUE TMpoSMbepaTiBHON aK-
TUBHOCTU KJIETOK IVIAaBHBIX KOpHeil pacreHuii [45]. O6-
pabotka pactenuit V. faba, P. sativum w P. vulgaris L.
1 MM Pb(NO,), IpUBOAUT K 3aMeIJIEHMIO POCTa IJIaB-
HBIX U YMEHBILIEHUIO KOJTMYeCTBa OOKOBBIX KOpHeit [45].

WnurnbupoBanue mnponudepaluy KIETOK MeEpHC-
TeMbl KOpHeil Zea mays W, COOTBETCTBEHHO, CHHTe3a
JHK nposiBisieTcst mpu KoHLeHTpausix Pb>* 1 MM, uto
MPOUCXOAUT BCJIENCTBUE YMEHbLIEHUSI KOJIMYECTBA MO-
JIMMEPU30BAHHOTO TYOYJMHA M HEMOJHOro opmMupo-
BaHUS BepeTeH aenieHus [45, 46]. [TogoGHBIN 3dekT
ONMHMCaH JUISI KJIETOK KOPHEBOW MepucTeMbl A. cepa, B
KOTOpBIX I10CjIe 00paboTku TKaHeit KopHs Pb(NO,),
Ha 55 % Bo3pacraeT IPOIOJIKUTEIBHOCTh KJICTOUHOIO
LIMKJIa B OCHOBHOM 3a CYET YBEeJIMUYEHUS] BpEMEHU MPO-
XOXKIEHUSI CUHTETUYECKOTO U MOCTCUHTETUYECKOTO T1e-
puonoB [47]. B muToTMYecKux KieTkax Pb?" Bimser
Ha TIOJIMMEPU3ALMI0 MUKPOTPYOOUYEK M aKTHMHOBBIX
dunameHTOB TIpU (OPMUPOBAHUU BEepeTeH ICJICHMS,
YTO MPOSIBJIIETCS B HETIPABWJIBHOM Pa3MeIIeHUN KMHe-
TOXOPOB U BbICTpAaUBAaHUU XPOMOCOM T10 LIEHTPY KJIETKH,
X HEMOABUXHOCTU M TOSIBIEHUM aHaca3HbIX MOCTOB
[48]. B kierkax KopHeit Z. mays oTMevaeTcs o0pa3oBa-
HUE K-MUTO30B, XPOMOCOMHBIX MOCTOB M JIPYTMX Ha-
pylieHuit Muto3a [46].

Crioco6HOCTh Pb?" BhI3BIBATH IIMPOKUIA CIIEKTP XPO-
MOCOMHBIX abeppaluii TakkKe MOXHO OOBSICHUTbH €ro
BIMSIHMEM Ha OeJIKM BepeTeHa JeJIeHUsI, B YaCTHOCTHU Ty-
OynuH u/unu kuHe3uH [49, 50]. KopTukaibHble MUKPO-
TPYOOUKM B MHTEp(hA3HbIX KJEeTKaxX KOpHel A. sativum
non BosaeiictueM Pb(NO,), paHIOMU3UPYIOTCSH MM KE
YacTUYHO Jnernojumepusytorcst [48]. B ocHoBe u3om-
paTejabHOro Bo3aeiicTBUs Pb** Ha OUHAMMKY MUKPO-
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TpyOOUeK JIEXKUT €ro IpsMoe B3aMMOJEHCTBUE C TUO-
JIOBBIMU TPYITIIAMU TyOyJIMHA, UYTO TIPUBOIUT K TTOTEpe
CIIOCOOHOCTY MUMKPOTPYOOUKM K ITOJMMEPU3ALUMN WU
JEenoJMMepr3alny yxke copMUPOBAHHBIX MUKPOTPY-
6ouek in vitro [51, 52]. TTomumo criennUIecKrx CaiiToB
cBa3bIBaHUST Pb?" ¢ MUKpOTpyOOYKAMM CYIIECTBYIOT
o0mme 111 OONBIIMHCTBA TSDKEJBIX METAJJIOB CAUTHI,
B YaCTHOCTU CyJbbruapwibHbie Tpyrmnsl [52]. CBoOOI-
Hble AMMephl TyOyJIMHA OoJiee YYBCTBUTEIBHBI K JIEICT-
Buio Pb?", yeM nmomMepu30BaHHBII TYOYJIMH, YTO OObSIC-
HSIET BbIpaxkeHHOe BausgHue Pb’" Ha mporecchl cOopku
U AMHAMUKY MUKPOTPYOOUeK, a He Ha UX OpUEHTALMIO
u opraHuzauuio [50].

Pmyms. Pryts (Hg) B cwity cBoux (pU3MKO-XUMM-
YeCKMX CBOWCTB SIBJISIETCSI OMHMM M3 Hambosiee orac-
HBIX 3arpsI3HUTEIEN OKpyXalolleil Cpeabl ¢ BBICOKOM
LIMTO- M TeHOTOKCHMYHOCThIO [53, 54]. Tak, Ha Kie-
TOYHOM ypoBHe Hg?' Bimsier Ha nponudepanuo Kie-
ToK, uHruoupys cuHre3 PHK u GenkoB, a Takxke He-
nocpeAacTBeHHO B3aumoneictByst ¢ JIHK u Genkamu
IUTOCKEJIeTa B CcOCTaBe BepeTeH naeneHmst [53, 54].
[ToaTOMy OYEBUAHBIM SIBISIETCS BIUSIHUE COCIUHEHUI
Hg** na mopdorenes pacrennii. B wactnoctu, HgCl,
B KOHLIEHTpaluu 2,5 MKM MHTUOUpyeT POCT IIaBHBIX
KOpHEl M yMEHbIIAeT KOJMYECTBO OOKOBBIX KOpHEN
Vigna unguiculata [55].

BeposiTHee Bcero MHruOMpoBaHUE TOJUMEPU3ALTUN
MUKPOTPYOOUEK MOXKET OBITh OOBSICHEHO CITIOCOOHOC-
Thio Hg?" Gi0KMpoBaTh CBOOOTHBIE CYIb(MTUAPUILHBIE
rpymmsl TyoyanHa [56]. Tak, mpu HaJIUYWKU B MOJIEKYIIE
TyOynuHa 15 cBOOOIHBIX CYAb(GTUAPUIBbHBIX TPYIII Ha
pacTyIieM M 3asIKOpeHHOM KOHIIax, a Takye 1o BCeil Au-
He mojekynbl, CH,Hg" 3annmaer Bce NOCTYIHbIE CaliThb
CBSI3bIBAHUSI, XOTSI WMHTUOMpPOBaHUE COOPKU MUKPO-
TpyOOUeK HAYMHAETCSI YKe MPU CBSI3bIBAHUU JIBYX M3
15 cynbdruapunbieix rpynn [57, 58]. Ilpu atom mu-
1meHbto 111 Hg* saBisiercss ToNMbKO TyOyanH, MOCKOIbKY
0eK1, acCOLMMPOBAHHBIE ¢ MUKPOTpyOOUKaMu, OCTa-
IOTCSI HEe3aTPOHYThIMU [58].

O4YeBUIHO, BO3MOXHBIM KJIETOUHBIM MEXaHU3MOM
M3MEHEHUI TMHAMUKM U OpTaHU3alliM OCHOBHBIX KOM-
TMOHEHTOB IIUTOCKEJIeTa 3YKApUOT SIBJISIETCSI HEIOCPe/I-
CTBEHHOE CBs3bIBaHMe Hg?* ¢ Genkamu, ero oOpasyro-
myMu. OmHAKO 10 CUX TOp JeTaJbHbIe MCCIEI0BAHUS
no u3ydeHuro aeiictBusi Hg?' Ha LMTOCKENIET pacTu-
TeJbHOM KJIETKM He ObLTM MPOBEISHBI.

Boavgppam. WccnenoBanust poau Boiabdpama (W) B
KJIeTKaX 3yKapMOT HEMHOTOYMCIIEHHbBI, XOTSI U3BECTHO,
YTO 3TOT METAJUT SIBJISIETCSl YACThIM 3arpsi3HUTEJIEM OKpY-
JKaIoLel Ccpellbl M TIPOSIBJISIET PSIT LIMTOTOKCUIECKMX
2 deKTOB, BO3AEUCTBYSI B TOM YKCJIE€ M Ha LIUTOCKEJET
[59]. Tak, B anuaepMaibHbIX KJIEeTKaX 30HbI pacTs-
JKEHUsI TJIaBHbIX KOpHeW A. thaliana, oObpabOTaHHBIX
Na,WO, B koHuenrpaunu 1 MKM, yCTaHOBJIEHBI Hapy-
LIEHUST CTPYKTYPbl KOPTUKAJIbHBIX MUKPOTPYOOUEK M
BepeTeHa JeJIeHUsI, a TAKXKe OOHapyXeHa JAenoJuMepu-

3aluia MI/IKpO(I)I/I.HaMeHTOB, KOHICHCAlA XpoMaTuHA U

ISSN 0564—3783. Llumonoeus u eenemuxa. 2016. T. 50. No 1



dparmentanua JTHK [60, 61]. AHamornyHbIe, OTHAKO
MeHee BblpakeHHbIe 3(GeKThl HabmonaoTes B A. cepa,
Pinus brutia, Adiantum capillus-veneris, Physcomitrella pa-
tens, Tortula muralis, B TO BpeMsl KaK B KJIeTKax Z. mays
L. xopTuKaJbHble MUKPOTPYOOUKU HE U3MEHSIIOT CBOIO
opueHTanuio [61].

Hukenv. Hukenb (Ni) — XM3HEHHO BaXHbIil die-
MEHT JIISl KJIETOK 3YKapuoT, BMECT€ C TeM OTHOCSIIIUICS
K OOIIETTpU3HAHHBIM TTOJUTIOTAHTAM OKpYKalollel cpe-
nbl. GUTOTOKCUYECKUE CBOMCTBA, MPOSIBIISTIONINECS TPU
MPEBBILIEHUM (DU3UOJIOTUYECKUX HOPM BHYTPUKIIETOYHO-
rO CcolepXaHUsi HUKENs, 3aKII0YaroTCsl B €ro BbICOKOM
MyTareHHocT! [62]. Hamm BriepBble TPOIEMOHCTPUPO-
BaHO BJIMSIHUE pa3IMYHBIX KOHIIEHTpauuii HuKems (5, 10,
20 MxM) Ha MUKpodUIaMEHThl KJIETOK KOpHel Arabi-
dopsis thaliana (GFP-FABD?2). Tak, Hanbonee 4yBCTBU-
TEJTbHBIMU 0Ka3JIUCh MUKPODUIAMEHTHI dMUAEPMAb-
HbIX KJIETOK 30HbI JIEJIEHUSI, MEPUCTEMATUIECKUX KIETOK
1 KJIETOK TMepeXOMHO 30HbI, a TaKXKE 30HbI DJIOHTALWU,
U B MEHbIIIE Mepe — IIIYOMHHBIE CJIOM KOPHSI, a UMEH-
HO KJIETKM KOpTeKca, a TakXe apXuOjacThl U TPUXO-
61actel 30HEI nuddepenunanu. Kpome Toro, ooHapy-
XKEHO MHIMOMpoBaHME Mpoaudepaurd MepUCTeMaTH-
YecKMX KIETOK, MX OTMMpaHHUe, a TakKXKe CBEJUIMHT
SMUIEPMATbHBIX KJIETOK KOPHEBOTO amekca M 30HbI
neneHusi. [TpuumHO MOJOOHBIX M3MEHEHUI SIBIISLIIOCH
BIVSTHUE HUKEJIST Ha MUKpodIaMeHTHI [63]. B kireTkax
MEpPUCTEMBI TJIABHBIX KOPHEU A. cepa mocie o0paboTKu
100 MmxM NiSO, Habmoganoch MHIMOMPOBAHUE IIPO-
Judepaluy KJIETOK BCISACTBUE NEMOJIMMEPU3allii Be-
peTeH NeeHus], CTabMIN3alMu KOPTUKAIbHBIX MUKPO-
TpyboOUeK, a TakxkKe Hapyllajicsl POCT IVIABHBIX U OOKO-
BBIX KOpHei [37].

ITpu uccnenoBanuu BausiHUs Ni Ha MUKpPOTPYOOU-
KU KJIETOK KOPHEH YeThIPEXTHEBHBIX IIPOPOCTKOB A. tha-
liana (GFP-MAP4) (puc. 2) ycraHoBieHo, 4To oOpa-
6orka 5 u 10 MmxM NiSO, npuBOAUT K HapyLIEHUIO
OPUEHTAIIMM MUKPOTPYOOUeK B 3MUAEPMATbHBIX KJIET-
Kax 30HbI aejeHust (puc. 2, 6, 6) U YaCTUYHOI MX JAe-
nojauMepusaluu, U 3T 2¢h@eKTbl 3HAYUTEIbHO YCU-
JIMBAIOTCS TIPU TIOBBILIEHUM KOHIICHTPALUU HUKEJIS 10
20 MxM (puc. 2, o).

B xyetkax mepucTemMbl 06padboTka 5 MKM He TIpuBO-
JIWIa K BUAMMBIM MU3MEHEHUSIM B OpPraHU3allMi MUKPO-
Tpybouek (puc. 2, e), Toraa Kak Ni’* B KOHLEHTpaLuu
10 1 20 MKM BBI3bIBaJI HApyllIEHWE HATUBHOM OpraHu-
3allMi MUKPOTpyOoueK (puc. 2, ac, 3), UTO, Kak MbI TO-
JlaraeM, SIBUJIOCh ONHOW W3 MPUYUH J1030- U BpeMsi-
3aBMCUMOI0 MHIMOMPOBAHUSI pOCTA IVIaBHBIX KOpHEit [63].
B smmmepmanbHBIX KIIeTKaxX, HaumHast ¢ S MKM 00paboTKu
MepeXoqHO 30HbI (PUC. 2, k) W 30HBI 3J0Hrauuu (puc. 2,
0), HabJOIaach PaHAOMM3AaLMsI MUKPOTPYOOUEeK, KO-
TOpasi ycujauBajach MpU YBEJWYEHUM KOHLIEHTpALUM
no 10 (puc. 2, 2, n) u 20 MmxkM (puc. 2, M, p), Tipu
9TOM pa3pyllleHUe MUKPOTPYOOUeK He BbIsiBJIeHO. Opu-
eHTalMsl MUKPOTPYyOOueK B KJETKaX KOpTeKca 30HbI
pacTsKeHUsl TTocyie 00pabOTKM BCEMU MCCIEAYeMbIMU
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KOHILIEHTpALIMSIMM ObIa B OOJIBIIMHCTBE CIy4aeB, IIO-
MOOHO KOHTPOJIIO, TIONIEPEYHON M KOCOM, B TO BpeMs
KaK B TpMXoOjacTax, aTpuxo0jiacTaX U KOPHEBBIX BO-
JIoOCKaX MUKPOTPYOOUKHM ObUIM B HE3HAYUTEJIbHOI Mepe
PEOPUEHTUPOBAHBI.

Bimstnue Ni Ha KOMITOHEHTBI LIMTOCKEJIETa IMPOSIB-
JISJIOCh TakXKe B HapylIEHWM aleTWIMPOBaHUSI O-TyOYy-
JINHA, KOTOPOE€ SIBJSIETCSI MapKepoM CTaOMJIbHOCTU
MUKpOTpyOouek [64]. Crabunmszanusi MUKPOTPYOOUEK
o0ycioBIeHa crtocooHOCThIO Ni’t 3aMellaTh B MOJIEKYJIe
I'T® kodakropHblii MOH Mg?* u3-3a OJM3KUX 3HAYE-
Huit ux pamuycoB (0.69 u 0.66 A COOTBETCTBEHHO) U
HEBO3MOXXHOCTU IMaposusa Komruiekca Ni — TyOyinH —
I'T®, a Takke BO3MOXHBIM B3ammoneicTBueM Ni** ¢
6eJIKaMu, aCCOLIMMPOBAHHBIMU C MUKPOTPYOOUKamMu [65].

Banaoui. Tlpu xynsruBupoBanuu Allium cepa L. B
npucyrctBur V,0, BaHamuii (V) HakaliMBaercs B
KOPHEBOI1 cuctemMe, B OCOOEHHOCTM B KJIeTKaX MepHC-
TE€MbI, UYTO MPUBOAUT K YMEHbIIEHUIO YKMCIa HOPMaJlb-
HBIX MUTO30B, HEMOJABUXXHOCTU XPOMOCOM, XPOMOCOM-
HBIM MOCTaM M K-MUTO3aM [66]. Bo3aMoxHO, mpuunHoit
aTUX 3(PGHEKTOB TaKXKe SIBISIOTCS HapyIIeHHWST CO CTO-
POHBI IIMTOCKENETHBIX CTPYKTYp. O NECTPyKTUBHOM BIIM-
SIHUM BaHausl Ha Tpojudepalnio 3yKapruoTUIeCKMX
KJIETOK MOXET CBMIETEJIbCTBOBATH TOT (DAKT, YTO €ro
COJIM MCTOJIb3YIOTCSl B KAauecTBE MPOTUBOOMYXOJIEBbIX
npenaparoB [67]. OmucaHbl MHTMOMpPOBaHUE COOPKU
MUKPOTPYOOUEK M aKTWUBHAas NENojuMepusaius Tyoy-
avHa in vitro mon BmsHueM 0,001—-0,01 MmxM V,0,
[68]. Bamammit B3ammomeiicTByeTr Kak ¢ G-aKTHHOM,
OKMCJISISI OCTaTKM LIMCTEMHA, TaKk U F-aKTWMHOM, CBSI-
3bIBasiCh in vitro ¢ AT®-caiitamu [69]. Bosee netanbHo
BJIMSIHUE BaHaIWs Ha LUTOCKEJET PaCTUTEIbHON KJeT-
KU 70 CHUX IOp HE MU3YYEHO.

Xpom. Xpom (Cr), HECOMHEHHO BBITIOJIHSS PSi/l BaXK-
HBIX (YHKIMI B KJI€TKaxX 3YKapHWoOT, BMeCTE C 3THUM
MPOSIBJISIET B KJIETKAX PACTCHUI LIMTO- U (DPUTOTOKCH-
yeckoe aeiicteue [70]. VYcranosneno, uto K,Cr,O, B
KoHIeHTpauusix oT 10 MKM 10 1 MM BbI3bIBaeT BhIpa-
JKEHHOE J0303aBUCHUMOE MHTUOMPOBaHWE MPOpaCcTaHUs
ceMsiH A. cepa, CONPOBOXIAEMOE paHIOMM3alMEed U
JeTIoIMMepu3aliueid KOpTUKaIbHBIX MUKPOTPYOOUYEK B
MEpPUCTEMaTUUECKMX KJIETKAX MX KOPHEeW, HaXOMSIIXCS
Ha ctaguu mpodasbl [70]. OTMeyeHO TakKe Hapylle-
HUE OpraHu3alMu KUHETOXOPOB U TMOJISIPHBIX MUKPO-
TpyOoOUeK B KJIeTKax, oOpa3oBaHWE€ ABYX- U MYJIbTH-
SIIEPHBIX KJIETOK C (DparMEHTUPOBAHHBIMU SIIpaMU, Ha-
pyllIeHUWEe OpraHu3allMM BEpeTeH JAeJeHUsT U (dparmMo-
rutactoB [70]. Kpome Toro, B KyJabType KieToK FEug-
lena gracilis mocne ob6paborku 1,5-9 r/mn K,Cr,O,
HaOII0JaeTCsl MHIIMOMPOBaHUE UX IIpordepau, CHU-
JKE€HME TTOABWXKHOCTH, TOSIBIEHUE T'MTaHTCKUX MYJIbTH-
smepHbIX KIeTok (~5—10 % mnomynsuuu), 4T0 MOXHO
OOBSCHUTL TPSIMBIM WJIM OIMOCPEIOBAHHBIM BO3/EHi-
CTBMEM XpOMa Ha KOMITOHEHTHI LiMTockejera [71]. B
KJIETKax KOpHst Amaranthus viridis K,Cr,0, B ninanasone
koHueHTpaumii 107°—107 M BBI3BIBAET KOJIXUIIMHO-
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noao0HbIe 3(PDEeKTHI, B YaCTHOCTH, TOSIBJICHUE aHadas-
HBIX MOCTOB U 3aMeUIeHre Ipordepany KIeTokK [72].

BnusiHue xpoma Ha CTPYKTYpYy MUKPO(MMUIAMEHTOB
B pacCTUTEJbHOI KJIETKe elle He u3ydyaaoch. [logoOHbIe
U3MeHEeHUs1, BbI3BaHHbIe Cr¥*, 0ObSICHAIOTCS 10 aHaJIO-
MU C IPYTUMU MOHAMU TSIKENIBIX MeTaioB. M3BecTHO,
yto Cr** crocobeH MPUCOEIUHSITBCS in Vitro K CBOOO/I-
HBIM CYITb(MTUIPWIBHBIM TPYIIIIaM MOJIEKYJ TyOyInHa,
HEOOXOMMMBIX IJII COOpKM MMKpOTpyOoueK. OmHaKo
Ha OCHOBAHUM TOTO, YTO KOJMYECTBO CBOOOAHBIX SH-
IPYIN HEe YMEHbIIAeTCs 3HAYMTEIbHO, MOXHO MPEaIo-
JIOXWTb CYIIECTBOBaHUE aJbT€PHATUBHBIX CANTOB CBSI-
spiBaHusg Cr’* m TyOynmmuaa [56]. LlMTOTOKCHMYHOCTH
XpoMa TIPOSIBJISIETCSI B PEOPUEHTALIMU, JICTIOJIMMEPU3a-
MW WM CTAOMJIM3alMA KOPTUKATbHBIX MUKPOTPY0OO-
yek B kierkax Vicia faba, Pisum sativum, Vigna sinen-
sis, Vigna angularis w Medicago sativa. Tlpyn 3TOM HU3-
KU ypOBeHb alleTWJIMPOBaHUSI o-TYOYJIMHA COIMPOBOX-
najucs AenojauMepusalueil MUKpoTpyooUeK, a BbICOKUI
YpOBEeHb — cTabuin3anueid MUKpotrpyoouek. Cradbuim-
3UPOBaHHbIE MUKPOTPYOOUKH, 1O MHEHHUIO aBTOPOB, Te-
psUTM CBOM JMHaAMUYecKue cBoicTra [73].

Kobasem. Kobansr (Co) Takke SIBIsIETCSI HEOOXO-
JNUMBIM 2JIEMEHTOM U151 GYHKIIMOHUPOBAHUS 3yKapuo-
TUYECKUX KJIeTOoK. OmIHUM K3 OMOXMMUYECKHX Mexa-
HU3MOB MHTUOMPOBAHUS TOJMMEPU3ALMU MUKPOTPY-
6o0ueK in vitro nonamu Co ¢ TIepeMeHHOM BaJICHTHOCTBIO
SIBJIIETCSl XapaKTepHasl ISl TSKEJIbIX METaJIOB CIO-
COOHOCTh CBSI3bIBaTH CBOOOAHBIE SH-rpymmbl, Koyiu-
4yecTBO KOTOpbix nipu aeiicteun CoCl, B nmanasoHe
KkoHueHTpauuii 1073—107° M cokpaiuaercs Ha 60—73 %
[56]. HecMmoTpst Ha TO YTO pacmpoCTpaHEHHBIM dPdeK-
toM Co in vitro sBIsgeTCS AENOJUMEpU3alUs MUKPO-
TpyOOUeK, Mmpu ormpeneieHHOM cooTHoineHun Co/Ty-
Oymun (nanpumep, 0,5 MM CoClL,/0,2 MM) stOT 211€-
MEHT NIEWCTBYET Vice versa, CTUMYJIUpYsd (popMupoBa-
HHUe TporodmiaMeHTOB [56]. M3BecTHO Takxke, YTO
HEKOTOpbIe JBYXBAJCHTHbIE KaTHOHLI METAJUIOB, B TOM
yucie u Co?*, moryr npucoeauHsiteess K I'T® BMecTo
Mg?*, ctumynupys cOOpKy TyOyiumHa U 0Opa3oBaHuUE
MPOTO(PMITAMEHTOB, HEOTIMYUMBIX OT C(HOPMUPOBAH-
HBIX B TIpUCYTCTBUU Mg [74]. DU3NKO-XUMUYeCKHe
cBoiictBa Co TO3BOJIIOT MCMOJIb30BaTh €T0 B HAHO-
TEXHOJIOTUU, B YaCTHOCTH, ISl BBIpABHUBAHMSI MUKPO-
TpyOOUeK in Vifro IOCPEACTBOM MPUCOCAUHEHUSI HAHO-
yactul ¢eppura kobambra (CoFe,0,), obnamaromx
CPOICTBOM K KMHE3UHY [75].

Peakuuu umTockesieTa Ha MeTALIbl, He 00JaaaloNHe
BbIPAKEHHbIMI TOKCHYECKHMHU cBOiicTBamMH. [[unk. IIMHK
(Zn) B xjeTKax pacTeHUIl peryJmpyeT OajaHC (UTO-
TOPMOHOB, B YACTHOCTH ayKCUHOB, a TAKXKe aKTUBHOCTh
TpuntodaH-cuHTeTasbl [44]. [Tomumo 3toro, Zn>* BXo-
IUT B cocTaB Oosee yem 300 GenKoB U SIBISIETCSI KO-
dakTopoM psia KITIOUYeBbIX (DEPMEHTOB, HarpuMep, Kap-
0oaHTruApa3bl, TeKCOKMHA3bl, DHOJIA3bl, alIbI0Ja3bl U
Tp., a B KJIETKAX XXMBOTHBIX — MOJIOYHOKUCJION U TJIyTa-
MUHOBOH JETUIPOTeHa3, IeJIOYHON ocdaTasbl, yriaepo-
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JMUCTONM aHTUApa3bl, KapOOKCUTIETITUAA3bI, TUCMYTa3bl,
JHK u PHK-nonmumepas [76]. B coctaBe HETMCTOHOBBIX
0enkoB 13 20 aMUHOKUCIOTHBIX OCTaTKOB, OOPa3yIOIIMX
nerato, Zn>* GopMUpYeT «LIMHKOBbBIE MaJIblIbl», KOTOPhIE
npuaaloT oeakam ¢GhopMmy, KOMILIEMEHTAPHYIO MOBEPX-
Hoctu Mosekyibl JAHK. LlnHk-nanblieBas Hykieas3a oT-
HocuTcsl K Kitaccy uHxeHepHbiXx 1HK-cBsizpiBarommx
0€JIKOB, KOTOpbIE 00JIEryatoT LejeBoe pelakTUPOBAHUE Te-
HOMa IIyTeM CO3[aHusI ABYHUTeBBIX pa3pniBoB JHK [77].

®urorokcnueckue 3¢hdexkThl Zn’>t U3BeCTHBI TOBOJb-
Ho mmpoko. Hanpumep, npu odpabotke ZnCl, (5—25 MM)
B KJeTtkax Oryza sativa IPOUCXOIUT 3aMeJUIeHUe pocTa
IJIaBHBIX KOPHEH W YaCTUYHBINA HEKPO3 ero KJIeTok [78].
B murotmyeckux kierkax mepucreMbl Allium cepa L.
Mpu 100aBIeHNU TUTUOKAapOOHaTa IIMHKA B KOHIICH-
Tpauuu 1—10 MKT/MJ, UCTIOJB3YeMOTO IS TPOpall-
BaHUSI CEMSIH 3TOTO PAacTeHMsI, HAOMIOMAIOTCS K-MMTO-
3bl, (POPMUPOBAHKE XPOMOCOMHBIX MOCTOB, HAPYILIEHUS
MpoXoxXaeHus1 aHadasbl, NErnoJIrMMepu3alsi BepeTeHa
nenaeHust U pparmoriacta [79].

YcranosaeHo, yto Zn (500 MkM) B KjeTKax Xu-
BOTHBIX CTUMYJIHMPYET COOPKY MHUKPOTPYOOUEeK U CITO-
coOcTBYeT (hOPMHUPOBAHUIO ABYMEPHBIX KPUCTAJLIAUEC-
KUX «TyOYJIMHOBBIX JIMCTOB» Ha CTaldM OOpa3OBaHUS
nporopunameHToB [80]. TTockonbKy KOHLEHTpauust Zn
JUISL TIPOXOXKIEHMSI YKa3aHHBIX MPOLIECCOB HEBBICOKA,
MOXHO TIPEAIOJIOXUTh (PU3NOTOTUYECKYIO HEOOXOMM-
MOCTb 3TOTO 3JIeMeHTa It uX oopazoBaHus [80]. [eii-
cTBuTeNbHO, Zn** B coctaBe “ZnCl, HapasHe ¢ Mg
1 Mn?* cTUMYIUpPYET MOJUMEPU3ALNIO TUMEPOB TYOy-
JIMHA B mpotoduiaMeHThl B npucytcTBuu ['TA; Bcero
OIMCcaHO 0K0JI0 60 MOTEHIIMATBHBIX CAUTOB IUIST CBSI3bI-
BaHUsl TyOyiaumHa ¢ Zn?* [81, 82]. B kKoHeuHOM cuere
nobaBiieHre Zn?* BBI3BIBAET CTAOMIM3ALIMIO MUKPOTPY-
0oyeKk B pe3ysbTaTe 0Opa3oBaHUsI CBI3YIOLIMX MOC-
TOB MEXIY CYObeAWHUIIAMU AUMEpPOB TyOynuHa [83].
B nammx xe nccnenosanusix oopaborka 5 MkM ZnSO,
He BbI3BajJa CYILIECTBEHHBIX M3MEHEHWI B OpraHu3a-
LIMA MUKPOTPYyOOUEK 3MuaepMajbHbIX (puc. 3, 6, CM.
BKJIEIIKY) M MepUCTEMaTMYEeCKUX KJIETOK 30HbI Jelie-
Hus. [Ipu o6padorke 10 u 20 MkM Zn HabGiomazach
peopUeHTalMsI MUKPOTPYOOUeK SMIUACPMATbHBIX Kile-
TOoK (puc. 3, 6, ¢), B TO BpeMsI KaK OHU OCTaBaJINCh
MHTAKTHBIMU B MEPUCTEMATUYECKUX KIIETKAX.

bonee mnoaBepXeHHBIMU BAUSHUIO Zn OKa3alUCh
KJIETKU TIEPEeXOMHOI 30HBI M 30HBI 2J0HTalMU. B TO
BpeMs Kak 00paboTka 5 MKM anuaepMaibHbIX KJIETOK
MEepPeXOIHON 30HbI HE BbI3bIBAJa BUAMMBIX U3MEHEHMI
(puc. 3, e), npu kKoHueHTpauuu 10 u 20 MmxM Hab01a-
JIJach HEYTOPSIIOYEHHOCTh OPMEHTAIIMM MUKPOTPYOOUeK
(puc. 3, xc, 3), a TaKKe MX HE3HAUUTEJIbHOE pa3pylle-
HUe. B anuaepManbHBIX KIETKax M KJIeTKax KopTekca
30HBI pacTskeHUs: obpaboTrka 5 MKM mpuBoamia K
M3MEHEHUIO OpHEHTAllMM MUKPOTPYOOUYEK C Torepeyd-
HOWl Ha YacTM4YHO Kocywo (puc. 3, k), MPU 3TOM TIOI
pmstHreM 10—20 MKM B snmpepMaibHBIX KiIeTKax op-
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MMKPOTPYOOUEK € MX 4YaCTUYHOU Jernojumepusanueit
(puc. 3, 2, M), B TO BpeMsI KaK B KJIeTax KopTeKca
OpUEHTalsI MMKPOTPYOOUeK He M3MEHsulach U ObLia
cxomHa ¢ KoHTpojeM. OpraHuzaiuss MUKpPOTPYOOUeK
B Tpuxo0jacTax, aTpuxodjacTaX M KOPHEBBIX BOJOCKAX
nocie S u 10 MKkM 00paboTKM Takke ocTaBajlach He-
MU3MeHHoM (puc. 3, o, n), ToabKO moce aercTBus 20 MKM
Ha0JII0aI0Ch HE3HAUYUTEJIbHOE HapylleHWe HaTUBHOM
opraHusaluu MUKpoTpyoouek (puc. 3, p).

Meods. Menp (Cu) B KJIEeTKax pacTeHUiIl BXOAUT B
COCTaB KOMITOHEHTOB 3JIEKTPOH-TPAHCTIOPTHON 1enu
MUTOXOHAPUI M XJOPOIUIACTOB, MHOTMX (DEePMEHTOB,
B YACTHOCTM, XJIOPOILJIACTHOM, MMUTOXOHIPUAIbHOW U
MePOKCUCOMAIBHON MOJM(MEHOJIOKCHIA3, TUPO3UHA3HI,
ackopOarokcupasel u mp. [44, 84]. Cu Takke IpUHU-
MaeT yJyacThe B OKMCIEHUM TOJUGEHOIOB B TIpoliecce
cuHTe3a (pUTOMIOOMHA M PEryJsluUd aKTUBHOCTU ep-
MEHTOB, 00€eCIeUnBaIOILIMX OMOJIOTMYECKYIO (DUKCALIUIO
azora [44]. B cBoro ouepenpr B KieTKax XKUBOTHBIX Cu
00HapyXMBaeTCsl B COCTaBe OKCHUJA3bl, Karajasbl, Mep-
OKCHJa3bl, JJaKTa3bl, TUPO3WHA3Bl U psiia Ipyrux gep-
MEHTOB, BJIMsET Ha 00pa3oBaHUe MeJaHUHA, TIEPEHOCUT
KHCJIOPOJ B peakiusX CIIMBAaHMS KOJIJIareHa, a Takxke
WUIpaeT OIpeNeIeHHYIO POjib B MeTaboau3Me (PeHOIbHBIX
coenrHeHuii [44]. B To e BpeMsl Mpu MpeBbIIEHUN
¢uzmonornyeckux KonueHtpauuii CuSO, (0,6—1,6 MkM)
B KJIETKaX pacTeHWi MNposiBisieT ce0si KaKk MHTMOUTOpP
npoaudepauu KieTok KopHeit Vigna unguiculata [55]
u Allium sativum [85]. KopTukaibHble MUKPOTPYOOUKHU
nocie o0pabOTKM MeAy HEYMOPSIAOYEHHO OPUEHTUPY-
I0TCS U/ XK€ CTaOUIIU3UPYIOTCS; TTPOUCXOAUT (hpar-
MEHTAalIMs BEpeTeHa eJIeHUs], a C yBeJIMUeHUEM BpeMeH!
00paboTKKM — TOJIHAsT AETOIMMEPU3aLIMsl MUKPOTPYOO-
yek [85]. B kieTtkax riiaBHbIX KOpHeW Brassica napus,
obpaborannbix 25 u 50 mxM CuSO, in vitro, Habmo-
JTAeTCSl YMEHBIIIEHWE KOJUYeCTBa TMOJMMEpPHU30BaHHOTO
aktuHa (F-akTuHa) ¢ OOMHOBpPEMEHHBIM YBEIUYECHHEM
KoJM4yecTBa CBOOOAHOTO I1o0yaspHoro aktuHa (G-ak-
THHA), OJHAKO B OTIEJbHBIX CIy4Yasx He MPOUCXOIUT Je-
MoJIMMepur3aliis MUKPO(GUIAMEHTOB, YTO YKa3bIBaeT HA
BO3MOXHYIO COOpKY akThHa de novo [86]. HemgaBHo Ha-
MU [POAEMOHCTPUPOBaHO BiausiHue 5—20 mxM CuSO,
Ha aKTUHOBBIC (DPMJTAMEHTBI Pa3HbIX TUIIOB KJIETOK KOp-
Hell A. thaliana in vivo. Hanboiee 4yBCTBUTEIbHBIMU
30HamMu K aeiictBuio Cu oKa3zaauch MepUCTeMaTUyec-
Kue, anuaepMajibHble KIeTKW 30HbI ACJeHUs] U Tepe-
XOIHOM 30HBI, O YeM CBUAETEJbCTBYET MX YaCTUYHOE
OTMUPAHUE U CBEJUIMHT 3MUAECPMATbHBIX KJIETOK 30HbI
9JIOHTAlLlMM, a TaKXKe YBEJIWYCHUE JJIMHBI U KOJIMYEeCTBa
KOPHEBBIX BOJIOCKOB. AKTWMHOBBIC (DUJIAMEHTHI TaKXe
gyyBcTBUTENbHBI K Cu. K npumMepy, camoe cuiibHOE BIU-
sare Cu Ha MUKpoGUIaMEHThI Ha0II0Ia10Ch B SITUIEP-
MaJIbHBIX KJIeTKaX pa3HbIX 30H (fajiee Mo BO3pacTaHUIO
CUJIbI BO3JIEHCTBUS): 30Ha pocTa < 30HA PACTSKEHUS <
nepexonHas 30Ha < 3oHa muddepeHumnanuu [87].

Kpome TOro, ycraHosieHo, 4TOo Meab Haubosee
CUJIBHO M3 BCEX MCCIIeIyeMbIX HaMU METAJUIOB pa3py-
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111aj1a MUKpPOTPYOOUKHU KJIETOK KOpHel A. thaliana. Tak,
yXe HauMHas ¢ 00paboTku 5 MKM, Ipoucxoauia UH-
TEHCUBHAasl IeTOoJMMepU3alus MUKPOTPYOOUeK BO BCEX
HCCIeNyeMbIX TUTIAX KJIETOK, KOTOpasi yCUIMBaIach MpU
yBeJIMUEHUM KOHUeHTpauuu a0 10 u 20 MmxM (puc. 4,
0, 8, e, e, Jc, 3, K, 1, M, 0, n, P, CM. BKIICIKY).

Panee nokaszaHo, uto Cu BbI3bIBa€T aKTUBHYIO [ie-
MOJTUMEPU3ALINIO0 MUKPOTPYOOUEK i1 Vitro 1 MHTUOMPO-
BaHUEe COOpPKM TyOyJIMHA, OUMIIEHHOTO OT OEJIKOB, KO-
TOpbIE aCCOLMMPOBAHbI ¢ MUKpoTpyboukamu [87]. Bepo-
SITHBIM OOBSICHEHUEM 3TOTO SIBJISIETCSl BO3MOXHOCTb Cu
MPUCOEAMHATBLCS K IBYM M3 BOCbMM CBOOOIHBIX SH-rpymimn
1 (OPMHUPOBATH YCTOMYMBEBIE KOMITJIEKCHI C TYOYJTMHOM,
B BO3HMKHOBEHUE KOTOPBIX MOTYT BOBJIEKATHCSI aTOMBI
S, aMMHBI WM KapOOKCUIIbHBIE TPYIIIHI [5, 56].

B 3akimoueHrne MOXHO CKa3aTh, YTO OJHUM W3 Me-
XaHU3MOB TOKCUYECKOTO ACMCTBUS TSKENIBIX METAJIOB
Ha pacTUTEJbHbIE OPraHU3MBbI SIBJISIETCSI MHIMOMpOBA-
HUE pOCTa M Pa3BUTHUSI UX KJIETOK BCJEACTBUE Hapy-
LIEHUS LIUTOCKeseTa. MUKPOTPYOOUKH, KaK U MUKPO-
(GUIaMEHTBI, MOTYT SIBJISTbCS MUIICHSIMM WX JIEWCT-
BUS, UYTO MPUBOAUT K HAPYIICHWIO OpraHU3aluu Hu
TUHAMUKU IIUTOCKEJIETHBIX CTPYKTYpP B KJIETKax. Yc-
TAaHOBJIEHO, YTO MHUKpPOTPYOOUKM Haubojiee YyBCTBU-
TeJIbHbl K ACHCTBUIO KaaMusi, PTYTU, XpoMa W MeIu,
TOTIAa KaK aKTHMHOBBbIE (DMJIAMEHTHI MPOSIBIISIOT CXOMI-
HYIO YyBCTBUTEJIbHOCTh JIMIIb K HCHCTBUIO KaIMMS,
Menu, Hukeds. OIHUM U3 BO3MOXKHBIX MEXaHU3MOB
NENCTBUS 9TUX METAJJIOB MOXKET OBITh TTPUCOCINHEHME
HUX MOHOB K CBOOOIHBIM CYAbMTUAPUILHBIM TPYIIIaM,
KakK 3TO mokazaHo i TyOyauHa. K ormocpenoBaHHBIM
MeXaHU3MaM JeHCTBUSI CJIeAyeT OTHECTM CBOMCTBO
JIBYXBaJICHTHBIX KATHOHOB TSIKEIBIX METAIJIOB KOHKY-
pupoBath ¢ Mg 2*, Biausia TakuM obpazom Ha ['TD-
3aBUCUMYI0 COOpPKY MMKpoTpybouek. [TomumMo 3toro,
CYLIECTBYET PSAM APYTUX CICIUMPUIHBIX CANTOB MPUCO-
EIVHEHMS TSOKETBbIX METAUIOB K OeJIKaM LIUTOCKEeJeTa.
st monyyeHus: 6oJiee TOUHBIX JAHHBIX OTHOCUTEIHLHO
NENCTBUS TSDKENbIX METAIOB Ha MMKPOTPYOOUKM U
AKTUHOBbIE (DUJTAMEHTBI PACTUTEbHBIX KJIETOK HEOOXO0-
IUMO TIPOBOIUTH HaJbHEWIIIME WCCIEAOBAHUSI C MC-
MOJIb30BAHUEM OMOXMMUYECKUX, MOJIEKYJISIPHO-01O-
JIOTUYECKUX U OMOMHMOPMAIIMOHHBIX METOIOB.

INVOLVEMENT OF PLANT CYTOSKELETON
INTO CELLULAR MECHANISMS
OF METALS TOXICITY
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This review summarizes published date and the results of
the author’s own researches cantering the participation of
plant cells cytoskeleton. It is considered cytotoxic impact
of metals on the cytoskeleton’s components, including
microtubules and actin filaments. Particular attention is
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paid to the cellular and molecular mechanisms of influ-
ence of metals on cytoskeleton. We discussed the most
probable binding sites of heavy metals and alternative
mechanisms of their impact on the cytoskeleton

YYACTb HMTOCKEJIETY POCIWH
B PEAJIM3ALII KIITUHHUX MEXAHI3MIB
TOKCHUYHOCTI METAJIIB

1.1. Topronosa, 10.A. Kpacunenko,
Al €meuw, 4.b. barom

B ornsiai ysaranbHeHO JliTepaTypHi JaHi i pe3yjabTaTu
BJIACHUX JTOCIIIKEHb aBTOPiB, KOTPi CTOCYIOThCS ydac-
Ti LUTOCKEJEeTy POCIMHHMX KJITUH B peai3amii Kii-
TUHHMUX MEXaHi3MiB TOKCHYHOCTI MeTajliB Po3risiHyTo
0COOJIMBOCTI IMTOTOKCUYHOIO BILUIMBY METaJliB Ha pi3-
Hi CKJIQIOBI IIUTOCKEJIETY, 30KpeMa, Ha MiKpOTPYyOOUKH
Ta akTUHOBI (imameHTH. OCOOJMBY yBary MOpPUAICHO
KJIIITUHHUM i MOJIEKYJSIpHUM MeXaHi3MaM BIUIMBY Me-
TajliB Ha 1UTocKeneT. OOroBOPIOIOTHCS HANMOLIBII MO~
BipHi caiiTu 3B's1I3yBaHHSI 3 BAXKKUMHU MeTajJaMu, a TAaKOX
aJbTepHATUBHI MEXaHi3MU IXHBOTO BIUIMBY Ha IIUTO-
CKeJIeT.
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