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CUCTEMA I'TYTATUOHA KAK MEXAHU3M
NETOKCUKALIMU T'EPBULIMIO0OB Y BAKYOJIEN
U IJIACTU/ KJIETOK KOPHEILJIOJOB
CTOJIOBOM CBEKJIbI

E.B. IlIpaoeoosa, PK. Canses

Cunmemuyeckue coeOuHeHus, UCNOTb3YeMble 8 PACHEeHUeB00CEe, NPeocmas-
JsI0m o601t KCeHOOUOMUKU, KOMOpble, NONAOUsl 8 PACMEHUsl, MOy OMmpuyamens-
HO 6UAMb HA GYHKYUOHUPOBAHUE KIemOK. Buympu xnemox, onu noosepearomcsi
(wu 6 cyyae ocnabneHus 3auumnbIX MexaHu3mMog He noo8epearomces) Xumuieckol
mpancgopmayuu u mpaHcnopmupyiomcs: 8 saxyonu. M30vimounoe nakonienue Kce-
HOOUOMUKOS 8 8AKYONIAIX, NO 6Cell GUOUMOCHIU, ABNACMC CLe0CMEUEM HAPYULeHUS UX
XUMUYECKOL mpancopmayuu u oeepadayuud 8 Opyeux cyOKIemouHbIX CMPYKmMypax.
B cea3u ¢ smum cucmemvt demokcuxayuy KCeHoOUOMUKOS8 8 BAKVOIAX U OPyeUX KoM-
napmmenmax pacmumenvbHol KIemKy 3acaylCueaion NPUCHAIbHO20 GHUMAHUSL.

Heny pavomur. Cnedosano ycmanogumo, Modlcem iy CUCMEMA 2IYMAMUoHa
6 MAKUX OPeAHeNNax, KaK aKyoau u niacmuobl, CIyACUMb OOHUM U3 MEXAHUSMOS
Odemokcukayuu 2epouytoos.

Mamepuanvt u memoowt. IIpogoounu cpasnumenvHoe ucciedo8anue cCucmemol
2YMAMUOHA y 8aKyoell U 1eUKONIaACmos, U30IUPOBAHHBIX U3 KAETMOK KOPHENIo-
006 cmonogoul ceexavl (Beta vulgaris L.). Memoowl cnekmpogomomempuiecrkozo
aHanu3a u 2env-21eKkmpoghopeza npumMensAny, 4mobsl onpedenums cooepicanue
2/YMAamuoHd, akmueHocms erymamuon-S-mpancgepazvl (GST, K& 2.5.1.18) u
enymamuonpedykmasvl (GR, KO 1.8.1.7).

Pezynomamul. Konuuecmeo enymamuona 0ul1o evluie 8 6aKyonsx, no cpasHe-
Huto ¢ netikonaacmamu. Akmusnocmo GST y eaxyoneti makdice Ovina eviue. Dep-
menmul uz cemeticmea GST, kamanuzupyiowue peakyuu KOHbI02AyULU 2IYMamuoHd
C pasIUYHLIMU COCOUHEHUAMU, UMEION HeNOCPeOCmeenHoe OMHOueHUe K 0emoK-
cuxayuu memaboaumos u kcenoouomuxos. GSTs eaxyoneil u niacmuo 83aumooeti-
cmeosanu ¢ eepouyudamu (2nugocamom, pmopooupernom u Kionupaioom), ymo
CBUOEMENbCMBOBAN0 00 YUACmuU JMUX QepmMeHmos 6 0emoKCUKAYUU IK302CHHbIX
moKcuunblx coedunenut. Iloooepoicusaem nyn enymamuona 8 0CCMAaHOGIeHHOM
cocmoanuu GR. Akmugnocms 9mozo pepmenma 6 1elKonIacmax oKa3anacy Ha-
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MHO20 8blute, nO cpasrenuio ¢ axyousamu. GRs eaxyoneil u niacmuo omauuamces
CMAbUTLHOCMBIO, 8 YCIOBUSAX TN VILro UX AKMUBHOCMb He NOOASIAIU UCNONb3YeMble
6 pabome 2epouyUobl.

3axntouenue. Ha ocHosanuu nOIyUeHHbIX OAHHBIX MOJCHO NPEONOLONCUMb,
YUMo IYMAMUOH, AKKYMYIUPYeMblll 8aKyONAMU, MAK Hce KAK SYMAmMUOH Niacmuo,
8061€UEH 8 NPOYECChbl OeMOKCUKAYUL, KOMOPble NPOMEKAION 8 IMUX CYOKIEeMOYHBIX
Komnapmmenmax. /lanvHetiuiee 6cecmoponHee usyueHue cyOKIemouHbIX MexaHu3-
MO8 00€38PeACUBAHUSL YUMOMOKCUYHBIX COCOUHEHULL PACWUUPUN NPEOCIAGLEHUE O
0EeMOKCUKAYUOHHBIX NPOYECcax y pacmumeibHO20 OP2aHUIMA.

Kntouesvie cnosa: Beta vulgaris L.; sakyonu; eepouyuobl; 2ymamuoH, 2ryma-
MUOHPEOYKMA3d, 2IyMmamuoH-S-mpancgepasvl;, 0emoKCUKayust, Niacmuobl
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GLUTATHIONE SYSTEM IS A DETOXIFICATION
MECHANISM OF HERBICIDES IN VACUOLES
AND PLASTIDS OF RED BEETROOT CELLS

E.V. Pradedova, R.K. Salyaev

The synthetic compounds used in agriculture are xenobiotics, which entering
the plants can negatively affect the functioning of plant cells. In cells, xenobiotics
undergo (or, if the defense mechanisms are deficient, do not undergo) chemical
changes, they are then transported to vacuoles.

Background. The excess accumulation of xenobiotics inside vacuoles appears
to be the result of impaired conversion and degradation of these compounds in
other subcellular structures. In this regard, the detoxification systems of vacuoles
and other subcellular compartments deserve close attention when studying the
mechanisms of disposal harmful substances in the plant cells.

Purpose. In the present paper, the glutathione system of organelles, of such as
vacuoles and plastids, was considered as one of the mechanisms for detoxifying
herbicides.

Materials and methods. The glutathione system in the vacuoles compared to
those in leucoplasts have been studied. Organelles were isolated from cells of red
beet (Beta vulgaris L.) taproots. Spectrophotometric analysis and gel electrophore-
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sis have been applied to assess the glutathione content and the activity of glutathi-
one S-transferase (GST, EC 2.5.1.18) and glutathione reductase (GR, EC 1.8.1.7).

Results. The concentration of the glutathione in vacuoles was higher in compar-
ison to that in the leucoplasts. The activity of GST in the vacuoles has been assessed
to be quite high compared to that of leucoplasts. The enzymes of GST-family, which
catalyze the conjugation of GSH to various compounds, were directly related to
the detoxification of cytotoxic metabolites and xenobiotics. GSTs of vacuoles and
plastids reacted with herbicides (glyphosate, clopyralid, fluorodifen), what gave
evidence of the fact of participation of these enzymes in the process of detoxifica-
tion of exogenous harmful compounds. One of the mechanisms for the reduction of
glutathione inside the vacuoles and plastids can be associated with GR. The activity
of GR in the leucoplasts has been assessed to be quite high compared to that of
vacuoles. The GRs of vacuoles and plastids were found to be stable enzymes, the
studies in vitro gave the evidence that their activities were not suppressed by the
herbicides used in the experiments.

Conclusion. Collectively, our findings suggest the idea that the glutathione
accumulated by vacuoles, like the glutathione accumulated by plastids, seems to
contribute to the detoxification, which can take place in these compartments. A
comprehensive study of the subcellular mechanisms of neutralization of damaging
substances will expand the understanding of the detoxification in plants.

Keywords: Beta vulgaris L.; glutathione; glutathione S-transferase; glutathione
reductase; herbicide; plastids; vacuoles
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BBenenune

YCTOWYUBOCTh PACTCHUH K JICHCTBHIO ITUTOTOKCHYHBIX COCIMHEHUH 00y-
cioBiicHa 3P PEKTUBHOCTHIO MPOIIECCOB ICTOKCUKAIIMU, KOTOPBIC 00bEIMHSIOT
O6uoTpaHchopMaIHio, IeTPagannio U BEIBEACHIE IPEOOPa30BAHHBIX COSTMHE-
Hul u3 Kietok [§]. CiaemyeT OTMETUTh, YTO COCIMHEHU, 00IaaroIIne IIHTO-
TOKCHYECKMMH CBOWCTBAMU, BBIBOASTCS U3 KJIETOK PACTEHUH B amoriacT Uiu
CEKBECTHPYIOTCSI BHYTPH KJIETOK B IeHTpalbHOU Bakyonn [23]. EcTh Bce oc-
HOBAaHU T0JIaraTh, YT0 IMEHHO IIEHTPaIbHAS BaKyOJIb BHOCHUT CYIIIECTBCHHBIN
BKJIAJ] B 3aIlIUTy PACTUTCILHOW KIETKU OT MaryOHOTO JACHCTBUS TOBPEKIAR0-
HIUX COCAMHCHUM. B CBsI3U ¢ 3TUM OHa T0JDKHA 001a1aTh MEXaHU3MaMU, TIPE/I-
Ha3HAYCHHBIMH TS X ICTOKCUKAINA U yTriu3amu [ 17].
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Cpenu pa3HOOOpa3HbIX MEXaHM3MOB JETOKCUKAIMK 0c000e BHUMaHUE
3acITy’KUBACT NIy TaTHOHMINPOBaHUE (KOHBIOTAIINS C MOJIEKYJION TITyTaTHo-
Ha) 3JEKTPOPMIHHBIX TUAPO(HOOHBIX METa0OIUTOB 1 KCEHOOMOTHKOB. DTOT
MEXaHU3M UMeEeT HEMOCPEICTBEHHOE OTHOLICHUE K OKUCIUTENbHO-BOCCTA-
HOBHUTEJIBHOW CHUCTEME IIIyTaTHOHA, KOTOPas BKJIIOYAET BOCCTAHOBICHHYIO
(GSH) u oxucnennyio (GSSG) GpopMbI TTyTaTHOHA, a TAKXKE TITyTATHOH-32a-
BHCHMBIE (pepMeHTHI (IITyTaTnoH-S-TpaHcdepasbl, NIyTaTHOHIIEPOKCHIA3Y,
rIyTaTuoHpenykrasy u ap.) [17, 18, 20]. Penokc-cuctema riryTaTuoHa OTHO-
CHUTEIHHO XOPOIIIO oxXapakTepuszoBaHa y miactuf [18, 20]. B To xe Bpewms,
TOJIBKO €MHUYHBIE (DAKThI YKa3bIBaJIH Ha BO3MOXKHOE (DYHKIIMOHHPOBAHHE
9TOM CHUCTEMBI B BAKyOJ X PACTUTEIbHBIX KJIeTOK [6, 18, 20]. B cBs3u ¢
9THUM HCCJEJ0BAaHHE CHCTEMBI ITyTaTHOHA B BaKyoJAX, OCOOEGHHO B Kade-
CTBE MEXaHHM3Ma JIETOKCHKAINU, IPEJCTABIIOCh aKTyalbHBIM H LEJIECO-
00pa3HbIM. UTOOBI MOHATH HACKOJIBKO BEJIMKA POJb BAaKyOJIIPHON CHCTEMBI
ITyTaTHOHA B 3aI[UTE KJIETOK OT IIUTOTOKCHYHBIX COCAMHEHHH, ClIeT0BaI0
NIPOBECTU CPABHUTEIbHBIM aHAJIU3 3TON CUCTEMBI Y BaKyoJied U IUIACTUN,
TaK KaK y MOCJIEJHUX 3Ta CHCTEMa JOCTATOYHO XOPOIIO M3ydeHa. Takum
00pa3oM, OCHOBHBIMU O0BEKTaMU HCCIIEI0OBAHMSI B HACTOSIIEH padboTe Ciy-
JKHJIM BaKyOJIH M TUIACTHUIBI, KOTOPBIE 30JIMPOBAIM U3 KJIETOK KOPHEIITIOA0B
CTOJIOBOM CBEKIEI (Beta vulgaris L.). B pamkax penraempIx 3a/1a4 BHIMaHUE
YAENSI0Ch: 1) coepKaHuIo U PeJOKC-COCTOSIHUIO TITyTaTHOHA B BAaKyOJISIX U
IacTHAaxX; 2) aKTUBHOCTH DiIyTaTHOH-S-Tpancdepas (GSTs, KD 2.5.1.18)
1 UX CyOCTpaTHOHN Crenru(UIHOCTH MO OTHOMICHHIO K TepOunugam (¢ro-
poaudeny, kaonupanuay u rmudocary); 3) aKTHBHOCTH IITyTaTOHPEIyKTa3
(GR, K@ 1.8.1.7) u BIusiHHIO YKa3aHHBIX T€POULIUIOB Ha ATy aKTHUBHOCTh
B YCJIOBUSAX in Vitro.

Marepuajbl 1 METOIbI HCCIIEIOBAHUS

OOBEKTOM HCCIIEIOBAHUS CITYKIJIM KOPHEIUIOB! CTOJIOBOM CBEKJIBI B ITe-
puox uX (PU3NOIOTUIECKOTO TOKOS. M3 KOPHEIION0B BBINENSIN BaKyOIH C
MTOMOIIBI0 MaKpOOOBEeMHOTO MomuduiupoBanHoro merona [2]. [Tnactumsr
(JIefiKOIIIacThl) MOJTYYald COINIACHO OOMICTPUHITOMY MOAXOLY C HEKOTOPOM
Momudukanueii [4]. @pakiy H30TMPOBAHHBIX OPTAaHEIT HAOIOTAIIH IO MH-
kpockoniom Axio Observer Z1 (Carl Zeiss, I'epmanns) (Puc. 1).

ConepxaHue ITyTaTHOHA B U30JMPOBAHHBIX OpraHeNIaxX 1 KCTpaKTe TKa-
HU OTIPENIENISTN C TMOMOIIBIO CIIEKTPO(OTOMETPHIECKOTO PEIMKINPYIOIIETO
MeTona ¢ 5,5’ -auTHoouc-2-HUTPOOCH30HHON KUCIOTOH (peakTuB DIUIMaHa) ¢
IpeJBapUTEIbHON JepeBaTu3anuenl 2-BuHUANupuIuHoM [11]. DToT MeTon mo-
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3o onpenenuts coaepkanue GSH u GSSG. KonneHTpanuio riyTtarnoHa
BBhIpaKaIlU B yCIOBHBIX eauHuIax oMok GSH /mr Oenka. benok onpenensiim
o metoxy Bradford.

——]  C—
1o0um nopm
Puc. 1. dpakuun Bakyoneii (A) u neiikornactos (B), momygaemsie
U3 KJIETOK KOPHEIUIOOB CTOJIOBOW CBEKJIBL.

AKTHUBHOCTh T1yTaTHOH-S-Tpanchepassl (GST) u nryTarnoOHpPEAYKTa3bl
(GR) ompenensmu ¢ TOMOIIHIO OOMETPHHATHIX METOIOB C MCTIONBE30BAaHHEM
cnekrpodoromerpui [3, 14, 19].

OnextpodopeTnyeckue MeTOAbI NPUMEHSUIN JUISl BBISIBICHUSI aKTHBHOCTH
nzodopm pepmenToB [12]. AxkruHOCTh N30hopM GST B momuakpuiIaMuaHOM
rene (ITAAT) mocrne 3nmekTpodopeTHIecKOro pa3ieieHus OSIKOB B HEICHATY-
pupytomux ycnosusix (CN-PAGE) Bu3yanuzupoBaiu ¢ pa3HbIMH CyOCcTpaTamMu:
1) obmenpunaThIMEA CyOcTpataMu 1-xmop-2,4-muHutrpodbensonom (CDNB, 1
MM) u 3TakpuHOBO# KucaoTo# (1 MM); 2) repounmaamu dropoaudenom (0,5
MM), knonpanuzom (0,5 MM) u timudocarom (0,5 mM) [13, 15].

AxTuBHOCTB M30popM GR onpenensun B rene nociie CN-PAGE u n30amek-
toopernueckoro pokycupopanus Oenkon (IEF) [12, 13]. GR u3 nekapckux
apoxokeit (Sigma) ciyxunina mapkepoM. [locne IEF u Bu3yanmzannum akTHBHO-
ctr B [TAAT, GeiKu U3 TeNTMeBbIX ITACTHH MEPEeHOCITN Ha HUTPOLISIUTIONIO3HY IO
MemOpany (BecrepH-0ioTTrHr) U nerekruposanu nzodopmel GR, npumensis
TIepBUYHBIC MTOJMKIIOHATIBHBIC aHTUTENa MBIIH PoTHB GR mekapckux apox-
JKel ¥ BTOpHYHbBIE aHTUTENAa MBI NPOTHUB IgG, KOHBIOTUPOBAHHEIE C ITEPOK-
cuaasoi (Sigma).
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Bce skcriepuMeHTBI IPOBOMIIM B TPEX-TISITH HE3aBUCHMBIX CEPUSIX DKCIIe-
PHUMEHTOB (JaHHbIE IIPEACTABICHBI B BU/IE CPEIHET0 3HAYCHHUS + CTAaHIapTHOE
otkioHeHue). OnHOpaKTOPHBIN muctiepcnoHHbIH aHann3 (ANOVA) u amocTe-
pHOpHBII TecT ThIOKM MCIOJIB30BANIN JUISl OLIEHKH CTaTHCTHYECKH 3HAYNMBIX
pasnuuuii MeXy BEeJIMYMHAMH KOHIIGHTPAIMH [TyTaTHOHA, KOTOPbIE MPHBE-
JIEHBI HIDKE B TaOIHIE.

Pe3yabTaThl HCC/IeIOBAHUS U HX 00CYyKAeHUE

[IpeononeBast MeMOpaHHBIE Oapbepsl, THAPOPOOHBIE KCEHOONOTHKH, OBI-
CTPO MPOHUKAIOT B KJIETKY U €€ CTPYKTYpHI, Hapymas ux ¢pynkuuu [23]. Cy-
LIECTBYIOT Pa3HOOOpa3HbIC MOJICKYJISIPHBIE MEXaHHU3MBbI, IEPEBOJSIIINE ITH
COCIMHEHUsI B IHIPOGUILHOE COCTOSIHUE U MPEJOTBPAIIAIONIIEe, TAKUM 00-
pa3oM, ux OecHpensTCTBEHHOE IBMKEHHE CKBO3b YHAOMEMOpPAHBI KIETKH
[7]. CyOkineTouHble CTPYKTYpBI COIEpIKaT JIOKaJIbHBIE CUCTEMBI 3aIuThl. He-
KOTOpBIE BHYTPUKIIETOUYHBIE KOMIIAPTMEHTBI MOTYT OBITh Oo0Jiee «IIPUCIIO-
COOJICHHBIMU» K JIETOKCHKAIMH, 001a/1ast pa3sHOOOpa3sHBIMH MEXaHU3MaMU
3alIUTHL. B pacTUTENBHBIX KJIETKAaX TAaKMe KOMIAPTMEHTHI HE OITMCAHBbI, B OT-
JINYHME OT KUBOTHBIX KJIETOK, B KOTOPBIX IHAOIUIA3MAaTUYECKUNH PETUKYIYM
BHOCHT CYILIECTBEHHBIH BKJIAJ] B 00€3BPEKUBAHUE TUTOTOKCUYHBIX COEINHE-
HUIl TOCPEICTBOM MHOTOYHMCIICHHBIX MOHOOKCUTEHA3 C IIMPOKOH cyOcTpaT-
HOH crienupuaHOCTRIO [7, 8]. ONMHAKO B PAaCTHTEIBHBIX KIIETKAX 3aIlUTHAS
POJIb OTBOAMTCS LIEHTPAJIbHBIM BakyossiM [7]. OiHa U3 OCHOBHBIX (yHKIIHIA
3TUX CTPYKTYp — aKKyMYJSIIHSI M yTHIM3AIUS BEIIECTB, BHIBEICHHBIX U3
KJICTOYHOTO MeTabosu3Ma. Y4yacTre Bakyosel B JeTOKCHKAI[MOHHOH 3anuTe
PacTUTENILHBIX KIETOK TaK WM MHAa4Ye 00CYKIAaeTCsl B IUTEPATYPHBIX HCTOY-
HUKaX, OZIHAKO MH(OpPMANU O MEXaHU3MaX, OCYIICCTBISIFOIINX 3Ty 3aIIUTY,
Mo-IpeXHEMY KpaiiHe maio [24].

HexoTopsbie (akThl yKa3bIBaJIl HA BO3MOXXHOCTb (DYHKIIMOHUPOBAHUS pe-
JTIOKC-CHCTEMBI ITTyTaTHOHA B BAaKyOJSIX PacTUTEIBHBIX KIETOK [7, 18]. Dra
CHCTEMa IITUPOKO U3BECTHA KaK CHCTEMa JCTOKCHKAITMOHHON 3aruTh [17, 18,
20]. Ognako 0 BaKyOJSIPHOM cHCTeMe IIIyTaTHOHA Mallo cBeneHui [20, 24].
B 10 e Bpems, 3Ta cCTeMa OTHOCUTENIBHO XOPOIIO HCCeI0BaHa B MIaCTH-
JIax MHOTHX pacTteHui [18]. B ¢Bs3HM ¢ 3THM NpencTaBIsIioch neiaecoodpas-
HBIM TIPOBECTH CPABHUTEIHHOE HCCIIEAOBAHUE STONH CUCTEMBI Y BaKyoslel u
MIaCTU/.

ConeprkaHue TIIyTaTHOHA OIIPEEINIAIN B M30JUPOBAHHBIX OpraHeiiax. B
BaKyoJISIX OOIIETO TITyTaTHOHA (GSHCYM), KOTOPBIH mpencTasineH cymmoir GSH
n GSSG, okazanock Oonblre, yeM B mactuaax (Taom. 1).
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Tabnuya 1.

Couepmanne [JIYTATHOHA B HCCJIEAYEMBIX OPraHe/I/IaX H TKAHEBOM IKCTPaKTe

Pestoke-hopMa H petoKe- Konuenrparus rryratnona, aMons GSH /
Mr Oenka
COOTHOLICHHE TIIyTaTHOHA
BaKyOJIN TUTACTUJIBl | DKCTPAKT TKAHH
GSH 117,7+23,1| 69,7+8,3 222,1+28,1
GSSG 17,1 £2,5 49+ 1,1 16,1 £2,9
GSSG, % 11 6 6
GSH_, 151,9+28,1| 79,5+10,4 | 254,3+33,9
GSH/GSSG 6,9 14,1 13,8

[Tpumeuanue: pa3nnaust MeX1y 0Opa3amMu (BaKyoiH, ITACTH/IBI U SKCTPAKT TKAHHN)
JocroBepHsl pu p<0,05.

Panee mirytaTioH ObUT OOHApYKEH BO BCEX OpraHax pacTeHHM, HO €ro KO-
JIUYECTBO B 3HAYUTEIILHOW CTETICHH 3aBHCEIIO OT BUA PACTCHHUSI, THITA UCCIIC-
JyeMoW TKaHHU, CTAJNN Pa3BUTHUS U YCIOBUH mpomuspactanus [18]. B Tkamsax
KOPHETIIOAOB CTOJIOBOI CBEKJIBI, T.€. B MX BOJHBIX AKCTPAKTAX, OTHOCHTEIb-
Hasl KOHIICHTPAIHS TIIyTaTHOHA 0Ka3aJ1ach TOBOJIEHO BBICOKOH, TI0 CPAaBHEHUIO
C TKaHSIMH JIPYTUX OPraHoB y Apyrux pacteHui [18]. D10 MOXXHO OOBICHHUTH
BBICOKOH MOOMIIM30BAaHHOCTBIO 3AIIUTHBIX CHCTEM Y KOPHEIIOAOB B IEPHONT
(hU3HUOTOTHIECKOTO TIOKOST, KOTOPBIH MIPOXOIUT B YCIIOBHUAX HU3KUX TEMITEPATyp
Y TIOHW)KCHHOM BIIQYKHOCTH.

OnHUM M3 BaKHBIX MOKA3aTEIICH, TO3BOJISIFOLIMM OICHUTh HHTCHCHBHOCTH
OKHCIIATETHHBIX TIPOIIECCOB, CITYKHUT KOHIICHTPAIHS OKUCICHHOTO TITyTaTHOHA
[18]. Comepxanre GSSG B BakyoIIsiX OBLTO 3aMETHO BHIIIIE, €0 MPOLCHTHOE
COOTHOIIICHUE MPAKTUYCCKH B 2 pa3a MPEBOCXOIMIIO MPOLICHTHOS COOTHOIIIC-
aue GSSG B mnactunax (Tabm. 1). 13-3a OTHOCHTETFHO HU3KOH KOHIICHTPAIHN
GSSG y mmactun Bemranab! cooTHOIIeHNsT GSH/GSSG okazaiick J0BOIBHO BbI-
COKHMH, YTO TOBOPHJIO O BOCCTAHOBJICHHOM COCTOSIHUH ITyJia ITyTaTHoHa. Torna
KaK BaKyOJIH XapaKTePU30BaAJIHUCh 00JIee OKHCICHHBIM COCTOSTHUEM TNy TaTHOHA.

[myraTrona B 00pa3iax CTaHOBHIIOCH MEHBIIIE, €CITH K HUM JOOaBIISUTH Tep-
ourue! (mmdocar, konupanua 1 Gropoanden). ITo ObUIO YCTAaHOBICHO B
XOJIe CIEAYIOUIET0 IKCIIEPUMEHTA: CHadaaa BOJHbIC SKCTPAKThl OpPraHesT H-
KyOupoBanu B TeueHrne 10 MHH ¢ OOHHM W3 HCCIEAyeMBIX repourmmos (10
MKM); 3aTeM ONpenesii CBOOOIHBIN TITyTaTHOH B COOTBETCTBUE C TIPOTOKO-
oM Metona [11]. C repOunuaaMu 3aMEeTHO CHIXKAJIOCh COICPKAHUE GSHCW,
BeneactBue cHmwkeHust GSH, nmpu atom xonmmuectBo GSSG mpakTHUecKn He
M3MEHSUIOCH (TaHHBIC HEe MPUBOAATCS). OMHAKO TO MPUBOAMIO K CHIKCHUIO
Bermuud GSH/GSSG (Ta6u. 2).
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Tabnuya 2.

Bausinue repﬁnunuos Ha PEAOKC-COOTHOLIICHHUE ITYyTAaTHOHA

TepOuim bl OKHCIUTETBHO-BOCCTaHOBHUTENBHOE cooTHOIeHne GSH/GSSG
10 MxM BaKyOJIN TLIACTHIBI TKaHb
BOJIHBIA | AKCTPAKT | BOJXHBIA | SKCTPAKT | BOAHBIA | HKCTPAKT
9KCTpakT | 6e3 Genka | SKCTpakT | 6e3 Oerka | skcTpakT | Oe3 Oenka
Konrpoin 6,9 6,7 13,6 134 12,5 12,1
Imagocar 59 6,2 12,9 13,1 9,9 11,8
Knonupanun 5,2 5.9 12,2 12,8 8,7 11,2
Droponuden 4,3 5,8 11,1 12,3 7,5 10,8

B Tex ciydasx, Korja u3 BOAHBIX SKCTPAKTOB Iepea MHKyOaImel ¢ repou-

uuoM Obll ynaseH Oenok, Benmuuuubl GSH/GSSG y Bakyonei 1 TKaHEBOTO
9KCTPAKTa CHUKAIHNCh 3aMETHO MEHBIIIE, YTO KOCBEHHO YKa3bIBaJIO HA y4acTHE
KaTaIMTHYECKUX OCTKOB B peakiuy koHbioranui GSH 1 repOounnaos.
Peaxnuto xorbroranuu GSH ¢ MeTaboiauTaMu 1 4y)KepOAHBIMH COCTMHEHH-
smu karanusupyer GST. AKTHBHOCTB 3TOTO ()epMEHTa BBISBICHA B BAKyOJISIX
1 TUTACTH/IaX KIJIETOK KOPHEIUIONOB CTOIO0BOW cBEKIHI [1]. AkTrBHOCTE GST ¥y
Bakyoselt (mpu pH 7,0) Obuta BeIne, yeMm y miactun (Puc. 2A). E€ cnenuduy-
HOCTB ObliIa TIOTBEPIK/I€HA C IIOMOIIBIO HHTMOUPOBAHUS ATAKPUHOBOW KHCIIO-
TOM, KOTOpas BEICTYIIACT B POJIH CyOcTpaTa Uit HeKOTOphIX n3odopm GST [14].

A B

% I §§ sSCDNE = CDNB+EA ) % .2 il §
% § § 205 § §

BaKyonu nnacTugbl 3SKCTPaKT
TKaHHU

BaKyonu nnacrubl 3KCTPakT
TKaHU

Puc. 2. I'myrarnon-S-tpanchepasnas (GST) akTHBHOCTH BaKyoJIeH,
IUIACTU/L M TKAHEBOTO AKCTPAKTA C Pa3HBIMH CyOcTpaTaMu. A — ¢ TPAAULIHOHHBIM
cybctparom 1-xsopo-2.4-nuantpobensonom (CDNB) n uarnbuposanue
GST-akTHBHOCTH KOHKYPEHTHBIM CyOCTpaToM 3TaKpuHOBOU KucioToi (EA).
B — ¢ repounmnom propoaudpenom (FD)
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Merton criekTpo)OTOMETPUH HE TI03BOJISIET BBISBIATH EPMEHTATUBHYIO aK-
TUBHOCTH C OOJIBIIMHCTBOM IrepOuiuioB. OJHAKO ¢ MOMOIIBIO 3TOTO METOAA
MOYKHO ompenenuTh akTuBHOCTE GST ¢ repourtnmom ¢ropomudenom. Bakyo-
nsipabie GSTs nmokasanu 6osiee BBICOKYIO aKTUBHOCTB ¢ 3TUM repOunmioM (Puc.
2B). dropoandeH 00bIYHO UCIONB3YETCS Kak MapKep ClIOCOOHOCTH HEKOTOPBIX
modpopm GST k B3anMozeicTBUIO ¢ repounmmamu [19].

Merton 3eKTpOPOPETHUESCKOTO PA3NISIICHIS OCITKOB B HEJICHATYPHUPYOIIHX YC-
noBusix (CN-PAGE) ¢ mocnenyronmm orpeneneHneM pepMeHTaTHBHOM aKTHBHO-
CTH B IUTACTHHAX T'eJIsl, KaK BU3YaIbHBIN METOI JUTs ICCIIE/IOBAHMSI B3AUMOZICHCTBHS
GST ¢ pa3nuaHBIME cyOCTpaTaMy, HAIPOTHB, ITIO3BOJISIET ONIPEIEIUTh B3aNMOCH-
cTBHe 130(hopM epMeHTa C pa3HBIMHU CyOCTpaTaMH, B TOM YHUCIIE C TepOULIUIaMH.
AxtrBHOCTS GST B rejiMeBbIX MTACTHHAX BU3YAIM3UPOBAIN C TIIH(OCATOM, KIT0-
paIoM 1 propomrdeHoM, a Taroke ¢ Kraccuaeckumu cyocrparamu CDNB u
9TAKPHHOBOH KUCI0TOH. BTopeiv cydctparom ciysxin GSH. [lnst oOHapyskeHust
Hecneu(pUIecKoi akTHBHOCTH aHAIM3UPOBAIH JIOTIOTHUTETBHBII KOHTPOJIbHBIN
obpaser, conepxkarmii Tomsko GSH (Puc. 3A u B, tpek 1).

KOHTponb Brauchocar
cthropogucheH E knonupanug

-
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o

G

77

L,
%
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w
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e

AxkTMBHOCTL GST,
MKkmonb CDNB/Mr 6e nka MuH
-

o

BaKyonu nnacruael
Puc. 3. AxtuBHoCTh H30¢opm mryrarnoH-S-rpancdepassl (GST) y Bakyoseit (A)

u actua (B). depmenTaTnBHASE aKTHBHOCTD B HCCIIETYEMBIX 00pa3iax ¢ TAKUMH
cybcrparamy, kak: 1 — niyraruon (GSH) (vecnenuduunas peakius); 2 — GSH +
1-x10p-2,4-nuauTpobenson (CDNB); 3 — GSH + nmdocar; 4 — GSH + kionmpa-

mux; 5 — GSH + ¢gropomuden; 6 — GSH + srakpunosas xucnora; 7 — GSH + CDNB +
9TaKpUHOBAs KHCIIOTa; M — MapKepHbie Oenku. HeraruHoe nsoodpaxenue (1-7).
Crpenkamu o603na4eHs! n3opopmsl GST. (C) [Mopasnenne aktusroct GST
BakyoJse u ractug repounmaamu (mmdocatom, GTopoardHOM, KIOTHPATHIOM)

Bwmecre ¢ GSH u npyrum yrmoMsiHyTEIM CyOCTpaToM KOIHYECTBO 30H (ep-
MEHTaTUBHOW aKTUBHOCTH yBeauunBajochb. GSTs Bakyoseil B3auMojeicTBo-
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BaJIM KaK C TPaJUIMOHHBIMU cyOCTparamu, Tak ¥ repounuaamu (oaHa WiIu
nBe n30¢popMbl). Bee 30HBI ¢ pepMeHTAaTHBHON aKTHBHOCTBIO MCYE3aJIH, €CITH
B Ka4eCTBE MHIMOWTOPA MPUMEHSIIN dTakpuHOBYIO Kucnoty (Puc. 3A, Tpekn
7). B o0pa3iax JIeHKOIIaCTOB TaK:Ke MOXKHO ObLT0 BUAeTh GST-aKTHBHOCTH €
CDNB (z1Be 30HBI) B 3TaKpUHOBOI! kucI0TOH (07Ha 30HA) (Puc. 3B, Tpexu 2 n
6). Ecriu B xagecTBe cyOCTpaTOB MCIIOTH30BAH TIU(OCAT, KIOMUPATHL U (PTo-
poaundeH, To B rejie HOSBISUIUCH TPU-YETHIPE 30HBI ¢ ()ePMEHTATHBHON aKTHB-
HocTbio (Puc. 3B, Tpeku 3-5). Pesynbrarsl He TONBKO 35IEKTPO(OPETHUECKOTO,
HO U CTIEKTPO(OTOMETPUIECKOTO UCCIIeI0BaHNs (DEPMEHTATHBHON aKTUBHOCTH
nokaszainu, 4yto GSTs Bakyosiell U MIacTHI MOTYT B3aUMOJEHCTBOBATh C UC-
nonb3yembiMu repournamu (Puc. 3C). Korma cpeapl kKpoMe TpaauiinOHHOTO
cyoctpara CDNB coneprxany oauH U3 yKa3aHHBIX TepOUIIUI0B, GpepMeHTa-
THBHAs! aKTUBHOCTb 3aMETHO CHIKAJIaCh TaK e, KaK 3TO IIPOUCXOJMIIO B CITy-
Yae ¢ TAKPUHOBOW KUCIIOTOM, KOTOpas, CIyKuIa CyOCTpaToM JIIsl HEKOTOPBIX
uzopopm GST.

@DepMeHTHI U3 TPYIIBI IyTaTHOHTPaHC(epa3 XapaKTepU3yIOTCs JOBOMIb-
HO IIUPOKKM CYOKJICTOYHBIM pactipocTpaneHueM [9]. GSTs kiaccos Tay, hu
nsiMOz1a 0OHApYKEHBI B XJIOPOILIACTaX, MUTOXOH/IPUSX, [INTO30J1€, arloIlacTe
u siape [8, 9]. Usodopmer GST, npennoiaoKuTebHO Kitacca phi, ¥ oqHa MH-
KpocoMmalibHast n3oopma ObuUTH OOHAPYKEHBI B BAKYOJISIX C HCIIOIb30BAHUEM
IpoTeoMHOro ananm3a [6]. C moMoIIso IMMYHO(EPMEHTHOTO aHAIN3a B BaKy-
oss1x ObuH 0OHapyxeHbI H30popmbl GST npeanonaoKuTensHO Tay-kiacca [22].
B nameii pabore oneHmBanach akTuBHOCTh GST ¢ MMOMOIIBIO TPaTUIIHOHHBIX
METO/IOB, C IPUMEHEHNEM MOJEIBHBIX CyOcTpaToB  reponnuioB. CoOCTBEH-
HbIe ()aKTBl U UMEIOLIMECs B JINTEPATypE JIaHHBIE TIO3BOJISIOT MPEIOI0KHUTh,
yto GSTs Bakyoei 1 mIacTH/I KIETOK KOPHETITIOAOB CTOJIOBOI CBEKIIBI BHITTON-
HsI0T QYHKINH, XapakTepHbie it GpepmentoB GST-cemeticta [18]. Tak kak
nzopopmsl GST pearnpyroT ¢ STAKPHHOBOM KHCIIOTOI (CTPYKTYPHBIM aHAJIOTOM
SH/IOTEHHBIX aJIbICTUIIOB) ¥ TePOUITIAMHI, MOXKHO O)KUATh X CYIIECTBCHHBIN
BKJIQJl B IIPOIIECCHI ICTOKCHKAIINU IUTOTOKCHYHBIX COCTMHEHHH.

Huskue konuentpanuu GSH nMMUTHPYIOT peakluy KOHBIOTAllUU, KaTa-
nusupyembie GST. [lognepkanue myna IIyTaTHOHA B BOCCTAHOBJIEHHOM CO-
CTOSTHMY — OCHOBHas PyHKINS TyTatnoHpenykras (GRs), koTopbie sBisroTes
HEOTHEMJIEMBIMU 3JIEMEHTAMHU OKHCIUTEIbHO-BOCCTAHOBUTEIBHBIX CHCTEM
DIyTaTHOHA M TIIyTapeJOKCHHA, MOCKOIbKY 00ECIeunBalOT UX HENPEephIBHOE
¢yukuronuposanue [8]. B Hamewm citydae ot aktuBHocTH GR B HekoTopoit
CTEICHH 3aBHCENIa HHTCHCUBHOCTD KOHBIOTALNH I'epOUINA0B C [ITyTaTHOHOM,
T.e. 3(phexTrBHOCTH NeTokcukauu. Ciieyer oTMeTuTh, 4to GR Xitoporuiacto
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U IIUTO30J151 OTHOCUTEILHO XOPOIIIO U3yUeHBI y psijia pactenuii [5, 10]. Bmecte
¢ Tem, nHpOpMaruu o BakyoisipHoi GR mpaktuyecku HeT. M3BecTHO, 4TO ¥
npopoctkoB Hordeum vulgare GR-akTHBHOCTH Bakyolieil ObLTa B HECKOIBKO
pa3 Hmxke, 1o cpaBHeHUI0 ¢ GR-akTUBHOCTBIO XJoporacToB [21]. ¥V knerok
KOPHEIUIOIOB CTOJIOBOM CBEKIIBI OblIa 0OOHapykeHa Ta e kapTuHa (Puc. 4A).

A B 1 2 Rf 3 4 kDa
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BaKyonu NnacTMabl 3KCTPaKT
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Puc. 4. AxtuBHOCTB tyTatnonpeaykrassl (GR). A — CriekrpodoTomerprdieckit
ananu3 aktuBHOocTH GR ¢ NADPH n NADH. B — U3odepmenTHblii cocTas
GR B mmacTHHax rems mociue »1eKTpodopesa Mpy HeICHATYyPUPYIOMINX YCIOBUIX
(CN-PAGE). C — U3odepmentHblii coctaB GR B rutacTiHHaX resist Hoclie
uzoanekrpodoperrueckoro pokycuponanus (IEF) 6enkos. D — ummyHodepmeHT-
HbIH ananu3 (BecrepH-6orTrnr). 1 — Bakyonu; 2 — mactusl; 3 — GR nekapekux
Ipoxokeit (Sigma) cirykuiia KOHTpOJIBHBIM BapuaHToM; 4 — GR mekapckux aposxokei,
okpamreHnas Kymaccu; M — GenkoBble Mapkeps! s [EF.

Takum 00pa3zom, MOITyYEHHBIE Pe3yIbTaThl HE IPOTHBOPEUHITH CIIOXKHBIIIE-
MYyCsl MIPECTABICHHIO, COIVIACHO KOTOPOMY OOJIBIIIAsi YacTh BCEX KJIETOYHBIX
GR cocpenorouena B mmactuaax [ 18]. Mssectno, uto NADPH u NADH ciry-
»kaT BoccTanoButesiMu GSSG B peakuusx, karanusupyembix GR. OgHako B
KauecTBe OCHOBHOTO cyoOcTpara npunsro cuntatb NADPH, tak kak GR He y
BCEX OpPraHm3MoB criocoOHbI B3anmozeiicrsoBarb ¢ NADH [5, 10]. [deiictBu-
TeNbHO, epMeHTaTHBHAS akTUBHOCTE GR y Bakyonei u mmactin ¢ NADPH
ObLTa B HECKOJIBKO pa3 Beimie, yeM ¢ NADH (Puc. 4A).
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B mnacrunax rens nocine CN-PAGE mMoxHO ObLIO BHIETH JIBE 30HBI C
GR-aKkTHBHOCTBI0, KOTOPBIE, O BCEH BUMMOCTH, COOTBETCTBOBAIIH JABYM H30-
¢dbopmam pepmenta (Puc. 4B). 3nauerne Rf omnoit u3 m3odopm GR, obmama-
foleH MeHbInel aekrponoaskHocTh0 (Rf 0.36), coBnamano co 3HaueHHEM
Rf nnst GR nexapekux aposxokeit (Rf 0.33-0.36), koTopast B 5TOM SKCIIEPUMEHTE
CITy’KMIJTa KOHTPOIBHBIM BapuaHToM (Puc. 4B, Tpexu 3 u 4).

Paznenenne GenkoB B xone IEF mpoucxonut mo BequuuHaM MX IOBEpX-
HOCTHBIX 3aps10B (Puc. 4C). ITpu TakoM paszaeneHuH, B IJIaCTHHAX Iefls TaKkxkKe
(hopMUpPOBAIHCH 1BE OCHOBHBIE 30HBI ¢ GR-aKTHBHOCTBIO, KOTOPBIE COOTBET-
CTBOBAJIM IByM n30(hopmam (pepmenTa. Bee BhIsIBICHHBIC 30HBI ()epMEHTATHB-
HOW aKTMBHOCTH pacrojyiaranuch B oonactu p/ ~ 4,0-5,0. Jns Buzyanuzanun
aktuBHOCTH GR 0BT MpuMeHeH BecTepH-OMOTT aHanmM3 M aHTUTENA, TOIY-
yerHbIMHE 17151 GR nexapckux aposokeit (Puc. 4D). PesynsraTsl sTOT0O aHamm3a
TTOATBEPAMIIN IPUHAIICKHOCTD HaOIoaeMoi pepMEeHTaTHBHON aKTUBHOCTH
uzopopmam GR.
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Puc. 5. Bimusaue repounuaa rmudocara B 1-MM 1 2-MM KOHIIGHTpAIHN
Ha aKTUBHOCTb TiTyTaTHOHpeaykTassl (GR).

B xneTkax pacteHuil HykineoTua-3aBucuMble GRs SBIAIOTCS TUMEPHBIMU
OeNKaM¥ 1 4acTo MPEeACTaBICHbI HECKOJIBKIMHU H30(popMaMu. JIBe n3odopmbl



Siberian Journal of Life Sciences and Agriculture, Tom 13, Ne3, 2021 237

GR unentuduuupoBansl B kietkax Pinus strobus n Arabidopsis thaliana [3,
16]. CornacHo MOIyYEeHHBIM pPe3ylIbTaTaM, Y KOPHETIIIOOB CBEKIIBI ABE pa3HbIC
n3odopmbl GR T0KamM3yroTCs B BAKyOJISIX M IDIACTHIAX. SHAYCHUS p/ 9THX H30-
(dopm Onuzku k 3HaueHusM p/ 1t GR apyrux pacreHuid, KOTOpble UMEIH JIBE
win 6oiee m3ohopmei ¢ pl ot 4,1 104,93, 10, 16]. i1 GR pa3HOTo MporCXox-
JICHUSI XapaKTepHa BBICOKAsI CTETICHb TOMOJIOTUH AMUHOKHCIIOTHOH TTOCIIE/IOBa-
tenpHOCTH anogepmenta [10]. ITo stoit npuunne anturena k GR nekapckux
IpodoKei okasanuch crenupuanbivu 111 GR pactutenbHOro oobekTa.

[IpencraBnsnock neixecooOpa3HbIM HccienoBarh 3¢dext repOunmIoB Ha
akTHBHOCTH GR, mogasieHne KoTopoi npu 00pabOTKe MECTUIMIAMU MOXET
MIPUBOANTH K ucTomeHuto myiaa GSH. OqHako BeIpaKE€HHOTO MHTMOMPOBAHHMS
GR repOunnamMu B yCIOBHsIX in vitro He oOHapyxeHo. Ha pucyHke 5 npuBe-
JICH PE3y/bTaT XapaKTePHOTO ONbITA ¢ MN(pOcaTOM. AHAIOTHYHBIE PE3YIbTaThI
TIOJTYHYEHBI U JUTSL APYTUX TepOULUIOB (IaHHBIE HE TIPUBOJISTCS).

Camxenne aktuBHOocTH GR mpumepHo Ha 10% Mporcxoausio mpu J0BOIBHO
BBICOKOH KOHIIEHTparuu repounuga — 2 MM. ['epOuruabsl B kKoHIEHTparmn |
MM okazannchk Hed(p(HEKTUBHBIMU, UTO CBHJIETEILCTBOBAIIO 00 OTHOCHTEIBEHO
BBICOKO cTabmibHOCTH (hepMeHTa. Panee mocie sk30reHHON 00paboTku (in
viva) rm$ocaToM KOPHEH 1 TMCThEB HEKOTOPBIX PACTEHNUH OTMEUaJIu yBeJIn4e-
e GR-akTuBHOCTH. DTO OBIIIO 00YCIOBICHO SKCIIPECCUEH 3AUTHBIX CHCTEM
KJIETKH, B YACTHOCTH, CUCTEMBI ITyTaTuoHa [17].

3akJiloueHue

He BBI3BIBaeT COMHEHNS TOT (DAKT, YTO HAKOTUICHHE [IMTOTOKCHYHBIX BEIIECTB
B TKaHX KYJIBTYPHBIX paCTeHI/Iﬁ ABJIACTCA MPAMBIM CJICACTBUEM HApYUICHUA 1€~
TOKCHKAIIHOHHBIX TTPOLIECCOB B CYOKJIETOUHBIX CTPYKTypax. O4eBUIHO, UTO IS
TIOHVMAHUsSI TIPHYMH HapyIIEHHUs! STUX MPOLECCOB HEOOXOIMMO CHCTEMHOE H3-
y4EeHUE MEXaHU3MOB JIETOKCHKAIIMU B KOMIIAPTMEHTAX PaCTHTEIbHOMN KIETKH.

ITockonbKy LieHTpaibHAs BAKyOJIb aKKyMYJIMPYET U YACP)KUBACT LIUTOTOK-
CHYHBIE COSIMHEHHS, 11eJIECO00Pa3HO N3ydaTh MEXaHN3MBbI ICTOKCHKAIINH B 3TOM
KoMHapTMeHTe. B Hacrosiieit paboTe nmpoBoMIIocs CpaBHUTEIILHOE HCCIIEI0BaHHE
TIIYTaTUOH-3aBUCUMBbBIX MEXAHN3MOB JICTOKCUKAIIUHN Y BaKyoneﬁ M TU1aCTHU I KOpHE-
TLTOZIOB CTOJIOBOM CBEKITHI (Beta vulgaris L.). B Bakyornsx u nefKoriactax KOpHe-
TUIOZIOB CTOJIOBOM CBEKJIBI BIIEPBBIE TOKa3aHO NPHCYTCTBHE (PEPMEHTOB CHCTEMBI
nIyTaTioHa. BeisiBieHa akTHBHOCTH nTyTatnoHpenykrasbl (GR) — depmenta, nos-
JIEPIKUBAIOIIETO ITyJT Ty TaTHOHA B BOCCTAHOBIIEHHOM COCTOSTHUM. AKTUBHOCTH GR
XapaKTeprU30BaIach BHICOKOH CTaOMIBHOCTHIO. OHA MPaKTHYECKH HE CHIDKAJIACh
TIPY HAJIMYHMH UCCIIETYEMbIX TEpOUIINIOB B MHKYOAIIMOHHOM Cperie.
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OcnoBHoe Ha3zHaueHHe GR 3akimrogaercs B BOCCTAaHOBICHUH aKKyMYIHPY-
€MOT0 BaKyOJSIMH U IJIACTUAAMH TIIyTaTHOHA, KOTOPBIA BOBJIEKAETCS B IPO-
IIECCHI JEeTOKCUKAITUH IINTOTOKCHYHBIX coennHeHnd. CpaBHUTEIEHBINA aHAITN3
mokasai, yto GSTs Bakyoned u 1iacTuj 00Iagaiu JOBOJIBHO IIUPOKOI Cy0-
CTPaTHOH CHEU(PUIHOCTHIO U MOIJIM B3aMMOJICHCTBOBATh C MCCIICIYEMbIMU
repounraamu. Kpome Toro, ¢ HEKOTOpeIMH cyOcTparamu akTHBHOCTE GSTs
BaKyoJiel ObliIa 3aMETHO BBIIIE, YeM akTHBHOCTh GSTs turacTu.

dakrel, noarsepxkaatone Hamnune GR u pepmenro GST-cemeiicTBa B
BaKyoJISIX, B HEKOTOPOH CTETEHH PACIIUPSIOT MPEICTABICHUE O BaKyOISIPHON
(byHKIMH. BOmpeku CIIOKUBIIEMYCsi MHEHUIO, OCHOBHAS (DYHKITHS BaKYyOJICH,
coJiepKaluX yKa3aHHbIe (DEPMEHTHI, HE OIPAHUYHMBACTCS JCTIOHHPOBAHUEM
KOHBIOTATOB ITyTaTHOHA, TPAHCIIOPTUPYEMBIX U3 IIUT030J151. KOHBIOTaThI COe-
JTMHEHHIA, B TOM YHCIIe KCEHOOMOTHYECKUX, IPH YIACTHUH TITy TATHOH3aBUCHMBIX
(hepMEHTOB MOTYT 00pa30BBIBATHCS BHYTPH caMoi BaKyosii. O4eBUIHO, UTO Jie-
TalbHOE HCCIIEI0OBAHUE CUCTEMBI ITyTaTHOHA U IPYTHX CUCTEM, TIPUYACTHBIX K
00e3BpEKMBAHUIO ITITOTOKCHYHBIX METAOOIUTOB 1 KCEHOOMOTHKOB B BAKYOJISIX
U JIPYTHX CYOKIICTOYHBIX CTPYKTYpaX, IO3BOJHT BBISIBUTH MHIUBUAYaIbHBIC
0COOEHHOCTH UX MEXaHU3MOB JIETOKCUKAIIUH.

HNudopmanus o KOHPJIUKTE HHTEPECOB. ABTOPHI 3asBIIIOT 00 OTCYT-
CTBHU KOH()ITUKTA MHTEPECOB.

HNudpopmanus o cnoncoperse. McciaenoBaHue He UMENO CIIOHCOPCKOM
TIOAJICPIKKH.
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