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Influence of herbicides on the hydrogen peroxide generation in vacuolar extracts of red beet
root (Beta vulgaris L.) was investigated. Belonging to different chemical classes of herbicide
compounds have been used. Herbicides differ from each other in the mechanism of effects
on plants. Clopyralid (aromatic acid herbicide, derivative of picolinic acid) and 2.4-D
(phenoxyacetic herbicide), characterized by hormone-like effects, contributed to the formation
of H.O, in vacuolar extracts. Fluorodifen (nitrophenyl ether herbicide) and diuron (urea
herbicide) also have increased contents H,O.. These compounds inhibit the electron
transport, photosynthesis, and photorespiration in sensitive plants. Herbicidal effect of
glyphosate (organophosphorus herbicide) is due to the inhibition of amino acid synthesis in
plant cells. Glyphosate did not affect the content of H,O, in vacuolar extracts. Herbicide
dependent H,O,-generation did not occur with oxidoreductase inhibitors, potassium cyanide
and sodium azide. The results suggest that the formation of ROS in the vacuoles due to
activity of oxidoreductases, which could interact with herbicides.

Key words: Beta vulgaris L., vacuole, clopyralid, diuron, 2.4-D, fluorodifen, glyphosate,
hydrogen peroxide, peroxidase
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WNHTEeHcrBHOE 0Bpas3oBaHMe aKTUBHBLIX (POPM
kucnopona (ADK), HasbiBaeMoe OKUCAUTENbHbLIM
B3PbIBOM, Y pacTeHWid npoucxoamTt npu OencTeum
MHOrMX  (paKkTopoB  OKpyxawweihn cpedbl. B
pactutenbHblx — knetkax A®K  obpasyiotrcs B
KNETOYHbIX CTPYKTYpax, T.e. nokanbHo. B HopManbHbIX
YCNOBUSX 3TOT MPOLECC SBNSIETCA PErynnupyembiM, OH
npoTekaeTt, Kak Mpaswno, Mpu OOHOBPEMEHHOW
aktmeaumm  cuctem,  cuHTesmpylowmx  APK, n
aHTMokcuaaHTHoix cuctem (Lamb, Dixon, 1997).
Bnaropapsi TecHon B3aumocssdn Mexay AdPK-
reHepuUpYIoWmMMn 1 -yTUAM3UPYIOWUMKN npoLieccamu,
OCYLWECTBNIAETCA KOHTPOSIb Hald WHTEHCWMBHOCTbLIO
OKWCNUTENbHbIX peakuui B K/TETOYHbIX
KOMMapTMeHTax.

JlokanbHble  A®K-reHepupytowme  penokc-
CUCTEMbI PacTUTENbHbIX KMETOK AOCTaTO4HO aKTMBHO
NCCNepyloTCa Yy TakuMX KNETOYHbIX CTPYKTYp, Kak
XnoponnacTbl, MUTOXOHIPUN, NepoKCHCOMbI,
KneToyHble cteHkn n aapa (Poleskaja, 2007). B 1o xe
BPEMS Y LEHTPaNbHOW Bakyonu 8TU  CUCTEMbI
OCTalOTCS Manou3yyYeHHbIMK, XOTS 3TOT KOMNapTMEHT
pacTUTENbHOM KNETKU CORBEPXUT pPeaoKC-pepMeHTbl 1
penoKC-aKTUBHbIE HU3KOMONEKYNAPHbIE COEOVNHEHVS,
KOTOpble MOryT ObiTb MOTEHLUMANBbHBIMUA UCTOYHMKaMU
ADK (Ferreres et al, 2011). Ha cerogoHa B
BaKyoNIIPHOM ~ COLEPXUMOM  PaCTEHWn  BbISIBNEHbI
Takue penokc-goepMeHTbI, Kak: dpeHonbHas
nepokcupasa (POX, EC 1.11.1.7) wn Cu,Zn-
cynepokcnpomcmytaza (Cu,Zn-SOD, EC 1.15.1.1)
(Deepesh, 2000; Baranenko, 2006). W3BecTHO, 4TO

POX, B 3aBMCUMOCTU OT YCMOBUIA, ONPenenstowmx

peOKc-CoCTOSHNE KOodbepMeHTa (reMuHa), He TONbKO

BoccTaHaenmeaet H,O, oo H,O, Ho v reHepupyet O,
(Lamb and Dixon,1997; Bolwell et al, 1999).
Oucmytaumo 20,7, B pesynbrate  KOTOPOW
obpasyerca H,O, 3HauutenoHo yckopsier SOD
(Baranenko, 2006). TakuMm obpa3om, oba chepMeHTa,
OTHOCUMbIE K @HTMOKCUIAHTaM, B LEACTBUTENLHOCTU

MOryT ObITb aKTVBHbIMY reHepaTopamMn ADK.

B BakyonsipHOM KOMNapTMeEHTe, TakXe Kak U B
noboM LpyromM KOMNapTMEHTE KNETKM, FOe CylecTByeT
TaHoem POX n SOD, obpasyetcsi H.O.. OgHako no
CMX MOP He YCTaHOBNEHO, Kakue YCNOBUS WA
oakTopbl cpefdbl aBnsoTCa TpUrrepom ans  AMK-
reHepaumu B Bakyonsix. ViMetotcs e IMHnYHble paboThl,
B KOTOpbIX nokasaHo obpasoBaHne ADK B
BakyonsipHOM coOepXumoM. Hanpumep, y pacTteHuii
ropoxa (Pisum sativum L.), 06paboTaHHbIX KaaM1eM,
oTMeyYanu MHorokpatHoe nosblweHne H,O, n O~
BO3/Me BaKyonsipHOM MeMOpaHbl B kneTkax obknamku
cocyamctbix nyykos. Ecmm H,O, Hakannueanacb
rMaBHbIM 00pa30M C LMTOMIA3MATUYECKOW CTOPOHDI
ToHonnacta, 710 O,  6bin  COCPEOOTO4EH B
BaKkyonspHoM cogepxumom (Romero-Puertas et al.,
2004). CneposatenbHo ycrnosuem gns  APK-
reHepaumn B BakyoOnsiX MOF CIyXWTb TOKCUYECKUIA
3PeEKT TAXENbIX MeTannos. Bo3MOXHO, Tokcmyeckoe
neinctene repbrumaooB Toxe 6yneT OOHUM M3 Takmx
ycnosuit. CnegyeT OTMETWTb, 4TO  repbuumabl
onpeneneHHbIX KnaccoB sBNsOTCS cybcTpatamu onst
okcupas (dpeHonokcmpas, POX u gp.). Hanpumep,
POX  kykypys3bl

MHakKTuBMpoBsana HEeKOoTopble

TpUa3unHbI, KOTOpble npwu OKUCNEeHnn nnn

rmgpokcunmposaHnn Tepann FepﬁI/ILI,I/I,D,HYIO

aktmBHocTb (Gruzdev, 1987). A POX wu3 xpeHa
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B3avyMoeicTeoBana ¢ repbuumaom 2.4-I (Rogozhin,
2004). Nakkasbl rpubos 1 BakTepuit yyacTBOBanu B
6roxnmMmnyeckom TpaHcdopmMauum repbuumaa
ouypoHa (Vieira et al, 2015). /3sectHo, 4TO nocne
OKMCNNTENBHOrO  Mpeobpas3oBaHMsl  OKcuAaasamu
HEeKOTOpble COeOMHEHWNs, BCTynas B peakumio C
MOMNEKYNSAPHbIM KNCNOPOOOM, cnocobeTByOT
obpazoeaHnio ADK, T.e. UrpaloT pPofib BTOPUYHbIX
reHepatopos. Hanpumep, repbuumabl aunupuannsl, B
pesynbTate BTOPUYHOrO OKUCNEHWS  KUCNOPOLOM,
CNYXWUNN UCTOYHMKOM MMOPOMNEPEKNCHbIX paavKanos
(Gruzdev, 1987). OuyeBUOHO, 4TO camu repbuuMapl
WM NpPOayKTbl WX XUMUYECKOro npeobpasoBaHns
MOryT  ObiTb  MEPBWYHBIMA WM BTOPUYHBIMY
reHepatopamn A®DPK. PaHee yctaHoBuAM, 4TO
HEKOTOpble W3 HUX [OeWCTBMTENbHO BbI3bIBAIN Y
pacTteHuid okucnuTenbHblil B3pbiB (Romero-Puertas et
al., 2004). Hanpumep, nHteHcusHas reHepaumns AD®K
B xjoponnactax npoucxoouna npu  obpabotke
pacteHuidi repbuumaoom napakeatom (N,N-oumetun-
4,4-punvpuannusa  ouxnopwa) (Fuerst et al,, 1985).
MctouHukom ADK cnyxun pagvkan repbuumnaa,
KOTOpbIN ABNANCS

NPOLYKTOM peakuuu

BOCCTAHOBMIEHUs ~ Mapakeata  [AermaporeHasamut
(Gruzdev, 1987). AktueHoe obpaszosaHue H,O, n O,
Habnioganu y pacTeHuii ropoxa, nocne o6paboTku
repbuumpom 2.4-I1 (Romero-Puertas et al, 2004).
OTun ncenenosanns 1 psag Opyrux No3BOAUAW NPUATA K
3aK/IOYEHNIO, YTO B OCHOBE MEXaHW3Ma, C MOMOLLbIO
KOTOPOro YMOMSHYTble repbuumnabl NPOSIBASIOT CBOK
aKTMBHOCTb, nexunt A®PK-reHepaums, npusogawas K

pas3BUTUIO OKUCIUTENBHOTO cTpecca. HecMotps Ha

aKTUBHOE WKCcCnenosaHne (*)I/I3I/IOI'IOFO-6I/IOXI/IMI/ILI€CKI/IX
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CBOWCTB repbuUMOOB pasHblX KIACCOB, MHOMVe
acnekTbl MX TOKCUKOMOrMY4ECKOro AENCTBMS OO0 CUX
nop ocraiotcs Hen3yyeHHbIMK. BoamoxHo,
ypesmepHoe obpasoBaHne ADK B CyBKNETOYHbIX

CTPYKTypax, Bbl3blBaEMOE

onpeneneHHbIMn
repbuumaamMn, SBRSIETCA  OOHUM M3 (DaKTOPOB,
ocnabnalowmm  3aWUTHbIE  CUCTEMbI  KNETOK Y
4yBCTBUTENbHbIX paCTeHVII7I. B CBA3N Cc 9TM
BblSiBNEHME adocpekta repbuumnooB Ha reHepaumto
H,O, B BaKyonsix KneTok pacTeHuii SBUIOCb OCHOBHOM

3afa4yelt HaCcTosWero nccnenoBaHuns.

MATERIALS AND METHODS

O6BEKTOM HUcc/IedoBaHNs CNYXWNW  BaKyonw,
N30NMPOBaHHbIE U3 KNETOK KOPHEMIOLOB CTONOBOW
ceeknbl  (Beta wulgaris L) copta Boppgo.
Wcnonb3osanu MOANCHVLIMPOBAHHbIIA
MakpoOOBbEMHbIi  MeToA  BblOENeHWs  Bakyonei
(Salyaev et al., 1981).

UsonuposaHHble BakKyonu paspyliann  u
nonydanu BaKyosisipHble 3KCTpakKTbl. Ins aToro
opraHennbl NOABEPran OCMOTMYECKOMY LIOKY B
rmnotoHnyeckom pacteope (50 MM Tpuc/HCI, pH 6.5).
MonyyeHHbIN Nn3aTt ueHTprdpyrnposanm npu 13500 g
10 MUH.

B BaKyonsipHbiX 3KCTpaKTax onpeunesnsuin
H.O, npn nomowm FOX-meToma, OCHOBaHHOrO Ha
W3MEHEHNN OKpPackn KCUNEHOMOBOIr0 OPaHXeBoro (o-
cresolsulfonephthalein-3’-3 -bis-[methyliminodiacetic
acid sodium salt]) (Galletti et al, 2008). O6wwe
IeTann 9KCMepUMeHTa COCTOSIM B CNELYIOWEM.
ANVKBOTY BaKyONSIPHOTO 3KCTpakTa WMHKybupoBanu B
cpene uHkybauum (25 MM Tpuc-nponar/HCI, pH 5.5

unn pH 8.0) B TedeHre 15 MuH. B cpeay nHkybaumm ¢
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BaKyONSIPHbIM ~ 9KCTPaKTOM  BHOCWIN  UCMbITyeMble
coelvHeHus. B Tom cnyyae, korga sbisiBnanm APK-
reHepupyIoLyIo akTUBHOCTb Bakyornew, Ucrnonb3osanu
cpenbl MHKybaumn ¢ pH 8.0 (Bolwell et al., 2001). B
KaX[Oblii OMbITHbIA BapuaHT [06aBnsnvM OAHO WK
HECKONMbKO  HWXE  YyKasaHHbIX COedVHeHUA  (MX
coyetaHue B npobe MOXHO YBUOETb B OMNMCaHUW
pe3ynbTatoB). KoHeyHas KOHUEHTpauus B cpene
WHKYHaUMM  Kax[oro WUCCNemyeMoro  COedMHEHUS!
coctasvna: 10 MkM NADH; 5 y.e. SOD 6bika; 1 MKr/mn
katanasbl 13 Obluybeil  CbiBOPOTKM; 50 MKM
canuumnoBon kucnotel. Ecnn nccneposanu BnusiHne
repbuunpoos Ha AdK-reHepaumio, TO UCMNONb30BaNU
cpenbl ¢ pH 5.5, T.k. cnabo kucnble ycnoeusi 6nmsku k
OU3MONOrMYECKNM YCNOBMSM BakyonsipHou cpenbl. B
cpedbl MHKybauuym Kax4oro OMblTHOro BapuaHta
n06aBNANM OOHO M3 MEPEYNCNEHHbIX COEOMHEHWA B
KOHeYHOl KoHueHTpauumn: 10 MkM 2.4-I (2.4-
anxnopdpeHokcuykeycHo); 10 MkM rnngpocara (N-
(gpoccpoHomeTmn)-ravumH); 10 MkM ouypoHa (3-[3,4-
anxnopodpennn]-1,1-gumetnnmoyesnHa); 10 MkM
dropoancpeHa (4-HUTPOhEHNN-2’-HUTPO-a,a,a-
Tpudptop-n-tonunosbii adpup); 10 MkM knonupanuoa
(3,6-amxnopnmpuamnH-2-kapboHoeast kucnoTa). B Tom
Cnyyae, Korga onpenensnum aggekT WHrmbruTopoB
oKkcuoopeaykras, rotoBunvM OTAeNbHble BapuaHTbl C
BblllE MEepPeYMCneHHbIMU repbrumaam, B KOTOpble
BHocunmn KCN (10 mkM) n NaN; (50 mkM). N3BecTHO,
4yTO uMaHua, asug u raucpocar B3aMMOOENCTBYIOT C
woHamn  xenesa. [na BapuaHTtoB C  3TUMK
COEMHEHVAMW, a TakXe 0N BAPUaHTOB C APYrumu
COEOVNHEHNAMN,

ncnbiTyembiMn roToBvnn

KOHTPO/IbHbIA BapyaHT, KOTOPbIA OTIMYancsa TeMm, 4YTo

He copepxarn BaKyOnsipHbIA 3KCTPakT. OTO LasBano
BO3MOXHOCTb Y4YWThIBATb BAMSIHAE COEAWMHEHUI Ha

peareHT KCMneHoNnoBOoro opaH>XxeBoro.

Mocne 15-MuH  wHkybauum npu  25°C B
peakLMOHHYIO Cpedy BHOCWIN OXNaXAEHHbIA aueToH
(1: 2, cpepa : aueToH), Bblaepxueanu Ha xonoae 10
MWH, 3aTeM LieHTpuddyrnposanu B TedeHre 15 MyuH npu
13500 g. Takum obpasom ynansnu Genok. Obpasupbl
nepeHocMnn B 4niCTble Mpobupkn u  nobasnsnm
peareHT (B cooTHoweHun 1 : 1), cogepxawwii: 0,5 MM
cynbdoata ammoHus xenesa (FeHgN,OgS,¢6H,0); 50
MM  H,SO,; 100 MM copbuta; 250 MkM
KCWNNEHON0BOro OpaHXeBoro. Mocne  45-muH
MHKy6aumm npopearvpoBsasLuyto CMecCb
ueHTpudoyruposany 5 mnH npu 13500 g. 3atem cMech
BHOCWNWN B NYHKW NiaHweTa v NpoBOAMAN U3MepeHue
OMTUYECKON  MNOTHOCTM  Ha  MUKPOMMAHWETHOM

gotometpe (ImmunoChem-2100, USA) npn onuHe

BonHbl 595 HM (Jiang et al., 1990; Garcia et al., 2000).

Konnyectso nepokcmuioa Bogopoda paccymtbiBanm
no KannbpoBOYHOW KPWBOWM, MOCTPOEHHO anst HoO,.
Copepxanve Bbipaxamm B Mkmonsx H,O, Ha Mr
6enka, MoCnemHWiA onpemensnu B 3KCTpakTax Mo

metony Bradford (1976).

lMpn cpaBHeHuUM pesynbLTaToB  COMOCTaBNANU
MPOLEHTHOE  COOTHOWeEHWe  KoHueHTpauun  H,O,
onbITHbIX 06pasuos. 3a 100% 6pann copepxaHve
H,O, B BapuaHTe C BakyonsipHbIM 3KCTPAKTOM, He
CoLePXallMM KakUX-Mbo UCMbITYyEMbIX COEANHEHNIA.

lMposBoannn MonesibHbIN  3KCMIEPUMEHT C
nepokcuoa3on XpeHa, C LeMblo YCTaHOBUTb BKNam,
nepokcmaas B reHepauunio H,O,. [ing atoro rotosunm

pacteop nepokcuaasbl U3 KopHer xpeHa (1 mr/10 mn)
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B cpene, comepxauweri 25 MM tpuc/HCI (pH 6.5). Xog,
aHanMs3a 1 BapuWaHTbl OMnbiTa COOTBETCTBOBAN OMbITY

C BaKyOnsipHbIM 3KCTPAKTOM.

OKcrepuMeHTbl  Obin BbIMONMHEHBI B 4-5
6rionornyeckmx MOBTOPHOCTAX. Ha  ructorpammax
npeacTasneHbl cpeaHne apumeTmyeckne 3HavyeHus
N CpefdHve KBagpaTU4HbIe OTKNOHEHUS BENWNYMH,

oTpaxarowmx npoueHTHoe cogepxanue H,Os.

B pabote ncrnonb3oBanu peakTuBbl NPOM3BOACTBA
Sigma (CLA).

RESULTS

Ha nepeom atane uccnenoBaHus HeobXxoavMo
6bIno ycTaHoBUTb, MoxeT N H,O, 06pa3oBbiBaTLCS B
BaKyO/NSIPHOM  COOEPXMMOM  KNETOK  KOPHEMIomoB
CTONOBON CBeknbl. PaHee wHTeHcvBHas reHepaums
H,O, npu Hannuum NADH 6bina nokasaHa Ha
9KCTpakTax anonnacra knetok dpaconu (Phaseolus
vulgaris L.). ObsizatenbHbiM ycnosvem gans ADK-
reHepupylowmnx  peakumin  Gbliv  OTHOCUTENbHO
BbICOKME 3HauveHns pH cpenbl, HECMOTPS Ha TO, 4TO
pH anonnacta B cpegHem 6nm3ok Kk 5.5.
BbickasbiBanocb NpeanonoXeHue O Beaywein ponv
POX anonnacta B npoaykuun A®PK (Bolwell et al.,
1999, 2002). ObpasosaHue H,O, B anonnacTe y psiga
pacTeHuid Habnoganm n npy B3ammogeiictaum POX ¢
canuuunoBoi kucnotoit (SA). CornacHo NonyyYeHHbIM
pesynbtataM, OCHOBHbIMW  NPOAYKTaMW  Takoro

B3avmomeunctBus sensnuce O, u  pagvkan SA
(Kawano, Muto 2000).

Ecnn Kk BakyonsipHOMy 9KCTpakTy gnobaensinum
NADH n SA, 10 npoucxoguno cnaboe yBenuuyeHue

cogepxaHna H.O,, B cpeaHem Ha 20% (Pwc. 1). B
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cpembl  MHKy6auuMu KpoMe 3TUX COEOMHEHWA B
oTaenbHble BapuaHTbl BHocuin SOD - dhepMeHT,
KaTanusupylowmin peakuuio aucmytauum 20,7, B
pesynbtate kotopor obpasyetcs H.O.. A Takxe
nobaenanm katanasy - OEepMEHT, KOTOpbIA pasnaraeT
H.O. mo H,O. B BapuaHtax ¢ SOD u NADH
koHueHTpauus H,O, nosbiwanace Ha 40%, a B
BapmaHtax ¢ SOD n SA - Ha 50%, OT 3HaueHuin
KOHTpO/bHOrO BapuaHTta. lMpu Hanmuum kartanasbl B
cpene ¢ NADH copepxanne H,O, cHmxanacb Ha
60% 0T 3Ha4eHwn onbliTHOro BapuaHTa nunn Ha 10-20%
OT 3HAYEHUIA KOHTPONBHOMO BapuaHTa. A B BapuaHTe C
canvumMnoBOM KWCNOTOM Karanasa okasanacb He
9(PPEKTVMBHON, BUOMMO M3-3a TOro, 4TO SA saBnseTcs
WHrMBMTOpOM  (bepMeHTa.  OTOT  9KCMEPUMEHT
MO3BO/WN OLIEHUTb YYBCTBUTENBHOCTL UCMONb3YEMOrO
MeToAa M ero ahdeKTMBHOCTb AN Hawero obbekTa
nccnepoBaHns, KOTOPbIA NPeacTaBnsn BakyonsipHoOe

comepxvMoe B OydpepHOM pacTBope Ha OCHOBe

TpUca.

Cnepnyet OTMETUTb, 410 0CcobeHHOCTb
MCMONb3yeEMOro  HamMM  MeToja 3akiyanacb B
okucneHnn Fe* no Fe® nepokcumom Bopmopona B
npuvcyTcTBMM  copbuta. OkucneHHbin  uoH  Fe**
POpMMPOBaN KOMMNEKC C KCUIEHONOBBLIM OPaHXEBBIM,
M3MEHAS UBET W CMeKkTp MOrMoWeHns peareHTa.
MonaraloT, 4TO B LENOM 3TOT METOA A0CTaTO4HO
creundpuyHbiii, oOHaKo xenatupylowue 6enku U
areHTbl, BOCCTAHABMNBAIOWME U OKMCASIOWNE NOHbI
Xenesa, MoryT BMSTb Ha passuTue peakumu. Mo atoi
npuymHe HekoTopble uccnepoBatenu ons

OMPeneneHns CneunuyHOCT  peakuum B CBOMX

aKcnepvMeHTax npumeHsanu kartanasy (Jiang et al,
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1990; Garcia et al., 2000). lNMpoeepka cneungnyHOCTU
okpacks B Hawux obpasuax nokasana, 410 C
Karanason CHWXeHWe KoHueHTpaumn H.O, B
KOHTpONe 6bINIO He CTOMb 3HA4YUTENbHbIM, KakK MOXHO
6bino 6bl oxumpatb. OHo cocTaBuno 20-25% OT
3HaYeHW  KOHTPONbHOrO  BapvaHta  (BapuaHTa,
cofepxallero TONbKO BaKyonsipHbi akcTpakT) (Puc.
1). Bo3MOXHO, KaTanasa, obnagjawowas HU3KUM
cponcTteoM k H,O, 1 akTMBHO QoyHKUMOHMpYOWas npu
ero BbICOKUX KOHLIEHTPaLMAX, 6bina
ManoagdeKTUBHON B yCnoBumax Hawero
aKcneprMeHTa. XoTs nosblweHne KoHueHTpaumm HoO,
¢ NADH n SOD, n peskoe ee CHMXEHWEe Ha hoHe
KaTtanasbl,

cBmnaoeTenbcTBOBaNo B nonb3y

creumdgnyHocTn Habnonaemblx peakuui "
aPPEKTUBHOCTM  KaTtanasbl. [lockonbKy B HawwMx
obpasuax, kak W B nobbix Apyrux obpasuax
pacTuTenbHoro npouncxox.aneHus, npucyTcTeoBann
HU3KOMONEKYNsApHble CcoeduHeHus, KOoTopble Mornm
B3aVIMOLENCTBOBATL C areHTamu peakLoHHON cpeabl,
MOXHO 6bIN0 [OMYCTUTb HanMyMe HeCneUMEUYHbIX
B3aVMOLENCTBUIA, KOTOPbIE CNENOBANO YYUTbIBATL NPY
UHTepnpeTaumm pe3ynbTaTos nocneyowmx
3KCMEepUMEHTOB. B UenoMm, nonyyeHHble [HOaHHblE
MO3BONWIM  3aK/OYMTb, 4YTO B BaKyonsiX MOXET
obpasoebiBatbest H,O,, T.e. opraHennbl cogepxar
CnocobHble

CUCTeMbl, CUHTE31npoBaTb 3TO

coenvHeHue npu onpeneneHHbIX yCnoBusx.

B  panbHemwmx — aKcnepuMeHTax, Kkorga K
BaKyOnsipHOMY COAEpPXVMOMY N00BaBRANM pasnnyHble
repbvumabl, B OTOENbHBIX Clyyasx Habnoganu
3aMeTHOe MoBblWeHVe KoHueHTpauun H,O, (Puc. 2).

YBennyenne koHueHTpaumm H,O,, B cpedHem Ha 30-

40% OT KOHTPOSbHbIX 3HAYEHWA, Bbl3blBAIN Takue

repbuumobl,  kak  AWMYpoH,  dTopoaMdpeH  ©
knonvpamun. B ToM cnyyae, koroa B cpepdbl
MHKy6aumMn Hapsay ¢ repbuumaoom BHOCUNW KaTanasy,
conepxanue H,O, cHuxanock. Hukakoro noBblweHWs
H.O, He npoucxommno n Mpyv HamMyuM OAHOro U3
nHrnéutopos KCN wunm NaN;. M3BectHo, yto 062
coeHeHnsa yrHetalroT akTUBHOCTb OKCuMAopenykKTas,

cooepXxalwmx B aKTUBHOM LEHTpe Xene3o U Medpb, B

Tom yncne POX, coeHonokeunaas, Cu,Zn-SOD un ap.

Obpalano Ha cebs BHUMaHWE TO, YTO HE BCe U3
nccneayemblix repbuLMOOB OKasbiBanM BblpaXeHHbIN
CTUMyNMpyOWmniA  acpdoekT Ha obpasosaHne H,O..
Hanpumep, Ha ¢oHe 2.4-I1 koHueHTpaums H,O,
noBbllWwanacb B cpegHeM Ha 20%, a npyv HanmMyuu
rnucpocata poctoBepHoro nosblweHns H,O, He

npovicxoguno (Pwuc. 2).

MopaBneHve cuHTesa nepokcuaa sogopona KCN
n NaN; ykasbiBano Ha y4yactue B 9TOM npouecce
KaTanuTnyecknx 6enkoB - Mo BCEW BUOMMOCTU, reM-
cofepxawmx okcumpopepyktas. Ha cerogHs B
BakyonsipHOM COOEPXWUMOM KNETOK pacTeHud u©3
remcogepxatmx PEepPMEHTOB, noTEeHLMANbHbIX
npeteHoeHToB Ha yvactme B A®PK-reHepauuu,
BbisieneHa POX. BakyonsipHas POX npepncraeneHa
MHOrO4NCNEHHbIMU nsocpopmamu, cybeTpatHas
Cneundn4HOCTb KOTOPbIX A0 CWX MOP Mano usyveHa
(Ferreres et al, 2011). YuuTbiBag WUPOKYLO
cybCcTpaTHyl0  CneuMdoUYHOCTb  M30Mepokcmaas,
MOXHO MPEeAnosioXnTb, YTO  repbuumabl CryXunm
cybctpatamu gns POX Bakyoneii. Ha naHHoM aTane
paboTbl MPOBEPUTL 3TO NPELTNONOXEHNE MOXHO OblNo

C MOMOLbIO MOOEenbHOro akcnepumeHta ¢ POX wu3
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KopHeli xpeHa. OgHako n3sectHo, 4To POX pasHoro
MPOMCXOXAEHNS  MOTYT CWIbHO OTAM4YaTbCs Mo
cybcTpaTHOM cneumnmduyHoCcT. TeM HU MeHee adhdoekT
HEKOTOpbIX repbuLmnaoB MOXHO Bbino Habnojatb 1 B
akcnepumeHnTe ¢ POX xpeHa (Puc. 3). MNpwn Hannumm B
cpefe WHKybaumm doTopoaudoeHa  KOHLEHTpaums
H.O, Bospactana Ha 60-80% no cpaBHEHUKO C

KOHTPONEeM, He coaepxawmm rep6mu,v|,u,. A B OMbITHbIX
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BapmaHtax ¢ 2.4-[, kak u B SKCNepuMeHTe C
BaKYO/SAPHbIM 9KCTPaKTOM, noBbIEHNE
KoHueHTpauum H,O, 6bin0 HEe TakUM BbIPaXXEHHbIM ©
cooteetctBoBano 20-30%. B 1o xe Bpems, raucocar,
OnypoH u knonupanug B cnydae ¢ POX xpeHa
oKasanucb Hea(PEKTUBHBLIMKW, XOTS ABa MNOCNEeLHUX
repbvunoa B BaKyONnsPHbIX 3KCTpakTax

cTumynupoBanu obpasosaHne H.O, (Puc. 2, 3).

160 r Oxontpomr B SOD M cat
o\o 140 B
8120 i
= gure 1. CogepxaHue nepokcmaa
EIOO B BOLOPOAA B  BaKyONsIPHbIX
=
= 80 3KCTpaKTaX“ npy  HanMuum
% COENHEHNIA: NADH,;
= 60 canuumnosas kucnota (SA);
E 40 cynepokcuaaoncmyTasa
o (SOD); katanasa (cat).

20

0 1 1
KOHTPOJIb NADH SA

160 ¢ B xourpors ESOD BEcat ONaN3 OKCN

140 r
X
6;* 120
T 100
% 80 E3
g 60
Q 40

20

0 1 1 1 1 J

KOHTPOJIb 2.4-]1 riudocar JIAypOH (dbropoaudeH  KIOMUpATIHT

Figure 2. CogepxaHvne H,O, B BakyonsipHbIXx SKCTpakTax MpW Hanvyum B peakumoHHOW cpene
repbuunpos (2.4-1, ranchocat, AnypoH, oTopoanddIeH v knonvpanua), katanasol (cat), SOD u
nHrmbutopoe okcnaopeayktas (KCN n NaNs).
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Figure 3. O6pasosaHne H,O, B cpene, copepxateii POX 13 KopHeli xpeHa, a takxe repbuunibl (2.4-

[, rnudpocat, OMypoH, doTopoaudpeH u knonupanun), katanasy (cat), SOD n UHrMbuTOpPbI

okcupopenyktas (KCN n NaNs).

DISCUSSION
OCHOBHbIM ~ OGBEKTOM ~ UCCNEOBaHUS  CYXWn
BAKYONSIPHbI  SKCTPAKT, KOTOPbIA  monyyanu B

pesynbTaTte paspylweHusi Bakyonen B rmnoTOHNYECKOM

pacteope. Mbl He  MCMOMb30BaNM

6ydoepHoM
WHTaKTHble W30MMPOBaHHbIE Bakyonu MO MpuYMHe
HEOOMHAKOBOW MPOHMLAEMOCTM repbuumnaoos yepes
KNeTouHble MeMbpaHbl. VI3BECTHO, 4TO NPOHUKHOBEHUE
KCEHOBVOTMKOB B KNETKN PETYNIMPYETCS B OCHOBHOM 11X
MNogUIbHOCTBIO.  Yem

Bbille NMNogonnbHOCTb

repbvunooB, TeM ObICTpee OHWM  MpPeomoneBaloT
mMembpaHHbll  6apbep. OmOHAKO [ONs COEOUHEHUIA,
nofo6HbIX Knonupanuay, T.e. SBASOWMXCS cnabbiMu
Kucnotamu, nornoweHne un ynepxaHue B KreTke
TpebyeT  uUenocTHocTM  MembpaH U BbICOKOrO
MeMOpaHHoro rpaaveHTa H*, koTopblii (oopMupytoT
ATd-3asucumble Hacockl (Devine et al.,1987). Toroa
Kak ons repbuumpos 2.4-I 1 rnudbocata xapakTepHO
onocpenoBaHHOE nornoweHve nocpeacTBoM
nepeHocynkoB (Devine et al,1987). YuutbiBas atm

obcTosiTenscTBa Ans Toro, yTobbl co3paTtb paBHble

peakunoHHbIe YCNnoBus, OOHUM U3 KOTOPbIX ABNSANOCH

onpefdeneHHoe  BpeMs  WHKybauun,  repbuumabl

nobaBnsiny cpasy K BaKyonsipHOMY COLEPXUMOMY.

B paboTe ucnonbaoBany repbuumobl pasnMyHoi

XMMWUYECKOW  MpMPOdbl U pPasHOro  MexaHusma

JenctBus Ha pacTteHus. Hecmotps Ha TO, u4TO
TOKCMYECKOE AeiicTBUe repbuumnaos onpenensieTtcs ux
XUMNYECKOW MPUPOLON, COEdNHEHNS pa3HbIX K1accoB
repbrLMaoB, PasNMYaoWMXCS MO CTPYKTYpe, UHOraa
MOryT OKasblBaTb OOMHAKOBbIA 3adodpekT. Hanpumep,
knonvparua  wn  2.4-0. Knomnvpanug — sBnsieTcs
NMPUOVMHOBBIM COEANHEHUEM, CUHTE3WPOBaHHbIM Ha
OCHOBE MWKONMWHOBOW  Kkucnotel, a 2.4-0 -
NpeLcTaBUTENb Knacca apuioKCuankaHkapboHOBbIX
kucnot. Knonnpanng v 2.4-I1 no MmexaHuamy OencTsus
OTHOCST K repbuumpam aykcuHooro Tuna. Ob6a
COElIMHEHNS BO3MEVCTBYIOT Ha YAJIMHEHWE KNeTOoK,
NofOBHO ayKCUHYy CTUMYNUPYIOT CUHTE3 3TWUNEHa,
KOTOPbIA B 4YPE3MEPHbIX KONMYecTBax MpUBOAUT K

TOPMOXEHNIO pOCTa Yy aKTUBHO PacTylimX pacTeHun

(Hall et al., 1985). CnenyeT OTMETUTb, 4TO pPacTeHNs
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CBeK/bl 06nafatoT yCTOMYMBOCTBIO K KNonvpanuay, Ho
YyyBCTBUTENbHbI K 2.4-I1, npu aTOM  adodpekT
nocnegHero 3asMcUT OT [A03bl U pasbl passuTMA
pacteHus (Zaharichev, 2007). Bnaropaps
[0303aB/CUMOMY 3CPAPEKTY, a TakXe CXOACTBY C
aykcumHamy, 2.4-I1 HaxoouT WMPOKOE MPUMEHEHVE B
nabopatopHbix uccnepoaHusx (Romero-Puertas et
al., 2004). B otnnume ot mpyrux repbuumpos, ons
KOTOPbIX

yCTaHOB/EHDbI onpeneneHHble

«Broxmmmyeckue MULLIEHN>» B Knetkax,
crneumduyHocTb penctems 2.4-I1 0o cux nop mano
M3yyeHa, HECMOTPS Ha TO, YTO B TEYEHME MOCNELHUX
necstunetuidi Gbin BbiSIBNEH LEMblid psin adodeKkToB
repbvumaoa Ha Knetku pacteHuii. Hanpumep Takwux,
Kak: CHUXeHune conepXaHus yrnesonoB; CTUMynAUns
hoTOAbIXaHUS; WHr1brnposaHue aKTUBHOCTM
gooTtocucTtembl Il; mHrMbuposaHue doukcaumm COy;
akTneauus CUHTE3a aTUnNeHa, CTumynmnpoBaHme
aKTUBHOCTU hepmeHTOB (dpocponunaael A,,
umntoxpoma P-450, HAIH-okcupassl, rugpokcmnas) u
op. [llpu 3TOM HEOOHOKPATHO OTMevYanu, uTO
npuMeHeHue ayKCMHNOA0HBHbIX repbuumaos
npueoauno K rmbenm KNeToKk U3-3a  PasBuTUS
OKWCNNTENBHOTO CTPEecca, BbI3BAHHOTO WHTEHCUBHLIM
obpazoBaHnem ADK. Hanpumep, Ha pacTeHUsx
ropoxa nokasaHo peskoe yBEenMyeHme KOHLEHTpaLum
H.O, nocne obpaboTku 2.4-I, ogHako ncTodHnk ADPK
He 6bin ycTaHoBneH (Romero-Puertas et al., 2004). B
Hawwmx mccnenoBaHUsAX rep6|/|u|/|p,b| ayKCUHOBOIo
psoa, 2.4-0 w1 knonvpanui, crnocobcteoBanm
obpazosaHnio ADPK B BakyonsipHOM COOEPXMMOM.

MoBblweHne KoHueHTpauum H,O. npu nobasneHum

Knonupanuoa n ee CHUXeHne Ha gooHe I/IHFI/I6I/ITOpOB,
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yKasblBasno Ha aKkTVBHOe B3aumoneincTave repbuumaa
c oKcupopenykTasamm BaKyonen. PaHee
BbICKA3blBaNM MPEANONOXEHNE, YTO AUMUPUAUNBI, K
KOTOPbIM OTHOCWUTCS KNOnupanua, MOryT OKMUCNSTbCS
MONEKYNAPHBIM KNCNOPOAOM U CNYXUTb BTOPUYHBLIMM
reHepatopamn ADK (Gruzdev, 1987). [o Bcew
BUOVMMOCTM,  KNonmupanupg  «pacrnosHaercs»  Kak
cybetpat oepMeHTaTMBHLIMU CUCTEMaMU  Bakyonei
KNeTok KopHennogoB cBeknbl. 2.4-I1 Toxe Mor
CNyXuTb cybCcTpatoM Ansi OKCuaopeaykTas3 Bakyonei.
Ha cerogHAwWwHWn [eHb yCTAHOBNEHbI pasHble MyTu
jetokcvkaumn 2.4-I1 B pacteHusx. Hapsgy c
nekapbokcunmpoBaHnem " aTepudorkaumen,
OCyLLeCTBNSIETCA €ero OKWCNEHnE "
rmopoKCUNpoBaHve ¢ nocneaytollen KoHbloraumnen ¢
rnyTaTMoHOM, aMWHOKWCNOTaMu, yrneesogamum v T.4.
(Karuppanapandian et al., 2011). OkwucneHne wn
rMOPOKCUNMPOBaHNE MpeanonaraeT B3aMMoLencTane
repbuumaa ¢ okcuoopenykrazamu. MonyyeHHble Hamm

pesynbTatbl  MOFYT  CNYXWTb  KOCBEHHbIM  TOMY

nonTeepXneHnem.

Cnenyetr oTMeTWTb, 4TO cBekna He obnapaet
YCTOMYMBOCTbIO K randpocaty. Bo3mMoXHO mosTomy He
BbISIBNIEH CTUMYNUPYIOWMIA 3COdPEKT 3TOro repbuumnna
Ha obpasoeaHne H,O, B Bakyonsx  KneTok
ceeknbl.  He

KopHennonos NCKNIOYEHO, 41O

COoenVHeHVe He B3aMMOLENCTBYET c
OKMIopenykTasamu Bakyofnel B TEX YCNOBWSX, Npwu
KOTOpbIX

npoesoaunncsa 3KCNEepUMeEHT. Cpe,uvl

dpocgpopopraHnyeckmnx coeavHeHun rnvugoocar
SABNSIETCS Hambonee BaXHbIM CUCTEMHBIM repbuLnooM
CMNOWHOro AENCTBUS, NPUMEHSIEMbIM Anst 6opbbbl ¢

FJ'IY6OKOYKOpeH5IlOI.IJ,VIMVIC$I n MHOIroONneTHNMN
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COpHsSikamn B nmepuon Beretaumn. Y 4yBCTBUTENbHbIX
pacteHuid rnngoocar NomaBNsSeT CUHTE3 HEKOTOPbIX
XMW3HEHHO BaXHbIX amuHokmcnotr. OH  peictByeT
TONbKO Kak KOHTaKTHbII repbuuma, ero
3(PPeKTMBHOCTb B MOYBE PE3KO CHUXaeTcs uK3-3a
06pa3oBaHNs YCTOMYMBBIX XENATOB C MOHAMU TSAXENbIX
meTannos, ocobeHHo ¢ xene3om (Gruzdev, 1987;
Zaharichev, 2007). Mbl y4nn 3Ty 0COBEHHOCTb
raugoocara npu onpefeneHuy nepokcuaa somopona
FOX-meTooom, B KOTOPOM [NaBHbIMK peareHTamu
SABNSANMCb WOHbI Xene3a. Hecmotps Ha 71O, 4TO
MOMSIpHasi KOHUEHTpaums repbuvumoa B KOHEYHbIX
pacTBopax aueToHa Oblna B HECKOMbKO pa3 MEHbLLE
MONSIPHOWM KOHLEHTPaLMW CONM Xenesa B peareHTe,
BBELEHVE LOMONHNTENBHOrO KOHTPONBHOrO BapMaHTa,
codepxallero TOMbKO pPeakuMOHHbI  pacTBop WU
repbuumna, 66110 Heobx0aMMbIM YCNOBUEM.

JononHuTenbHbI KOHTPONb NO3BONAN  Yy4UTbIBATb

Hecrneumduyeckoe B3aumonericTene repbrumaa.

Ocobwbiit uHTEpec BblI3bIBaN repbvumg

doTOpOANCDEH. PaHee, ncenenys
rnyTatmoHTpaHcepasHylo akTMBHOCTb Bakyonem wu
TKAHEBOr0 SKCTpPakTa Mbl YCTAHOBWIM, 4TO 3TO
COeVHEHNE MOXET ChyXutb cybcTpatom  ans
rnyTaTuoH-S-TpaHcdepas (GST) KOpHennoaos
CTOMOBOW CBEKIbI (AaHHble He npusogaTcs). Mo Bcen
BUOMMOCTM, C repbuumoom kak ¢ cybcTpatoM MoryT
B3aumopmencteoBatb He Tonbko GST, HO u
okcmpopenyktassl  Bakyoneh. bBonee Toro, ans
nepokcraasbl KOpHEl XpeHa mTOpoandIEH ToXe

cnyxwn cybctpaTtoM. B onbiTHBIX BapuaHTax, Kotopble

cogepxanu

TOPOONCIEH, BeNnyeHve
y

KoHueHTpauum H,O, 6bino 0fHO U3 caMblX BbICOKMX. B

TO Xe BpeMsi, jgpyroii repbuuma,  AWNYPOH,
cTuMynupytowmii obpasosaHme ADK B BaKyonsipHOM
3KCTpakTe, oKasancs HeaPEKTUBHbIM B OMbITE C
nepokcnaasoin xpeHa. CnemyeT OTMETUTb, YTO 06a
COEOVHEHVS, OUYPOH U doTopoandoeH, obnapatoT
CXOXWM TOKCUYECKUM [LEeWCTBUEM, OHW MomJasnsioT
QNEKTPOHHbIA TPAHCMOPT, UHIMBUPYIOT POTOCUHTES 1
gooToapixaHne. HecMoTps Ha TO, YTO 3TV COEONHEHWS,
kKak 1 OOMbWWHCTBO  repbuumnioB,  SIBASOTCS
ranjreHcoaepXalliymu, o XMMUYECKON CTPYKTYpe OHU
3aMeTHO

pasnnyatoTcA. ABnsgeTca

JwnypoH
NPOVM3BOAHbIM MOYEBMHBI W OTHOCWUTCS K  Knaccy
oeHnnamMmaos " nogknaccy NpPOV3BOAHbIX
gennnmoyesnHbl (Vieira et al., 2015). CoenumHeHns
STOr0  Kkfacca MNPUMEHSIIOTCS  Kak  CUCTEMHble
repbuumabl  WMpokoro crektpa Aaenctaus.  OHM
obnapatoT  BbICOKOW OMONOrMYecKo akTUBHOCTbIO,
N36MpPaTenbHOCTLIO U CTOMKOCTBIO B BUOMOrMYECKMX
cpepax, YTo obycnaBnmMBaeT X WMPOKOE NPUMEHEHNE
B CeNbCKOM X03aiicTBe. OHAaKO HEKOTOPLIE M3 HUX, B
TOM 4uUCne [OWYPOH, Ha CErofHs WCMOMb3yKTCS B
OCHOBHOM B Hay4HbIX CCNENOBaHNAX KaK MOLOENbHble
coegvHeHVs. Hanpumep, € NOMOWbBIO  AUYpPOHA
UCCNemyloTCcs MPOLECChl MepeHoca 9NEKTPOHOB Y
gooTOCMHTE3UpYOWmMX opraHmamoB. OH nopaenset
POTOCHHTES, npegoTepalwaert NpPOM3BOACTBO
Kucnopoga, 6nokmpys nepeHoc aNeKTPOHOB Ha YPOBHE
®dotocuctemsl Il (Vieira et al, 2015). lNMonaratot, 4toO
OCHOBHbIMW MoaudprKkaTopamn OuypoHa B pacTeHun 1
okpyxaiuwer cpege  MoryT  ObiTb  nakkasbl
(coeHonokcmpasbl). Ha cerogHAwHW OeHb B Hawew

CTpaHe AWYpPOH NPaKTMYecKM He WCMonb3yetcs B

KavyecTtee rep6v|u.|/|,ua, 3aT0 €ero aHanorm m3 rpynnobl
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repbuunooB  MPOW3BOLHBIX  CYNCDOHUIMOYMBIHDI
HaxoOsT WWPOKoe npuMmeHeHne. CnemyeT OTMETUTD,
YTO K HEKOTOPbIM U3 HUX CBEK/a yCToM4MBa Jaxe Ha
ctaomm paHHux Bcxomos (Gruzdev, 1987). Yto xe
Kacaetca ropooudpeHa, TO STO COeauHeHue
SABNSIETCA NPON3BOAHBIM HUTPOONMEHMNA N OTHOCUTCA
K knaccy repbuumaoB OudeHunoBbix acompos (Del
Buono et al., 2011). OelictBue anapunosbix a¢prpoB
Ha pacTeHMs CBA3aHO C HapyweHwem TpaHcrnopTa
3/1EKTPOHOB 1 peakummn cocdopunmposarHuns. OnHako
He BCe pacTeHVs OOWHAKOBO YyBCTBUTENbHbI K
repbyumaam aToro knacca. dTopoauddeH, Hanpumep,
B 3aBMCUMOCTW OT [03bl, MOXET yrHeTaTb npoLecchl
XN3HEeOeaTenbHOCTM Yy CBeKNbl U paga  apyrux
KYNIbTYPHbIX PaCTEHWUI, HO He MPUBOAUTL K UX rnbenmn
(Maksoud et al, 1981). Kak nokasanu npexHue
uccnenoBaHusl, npu OTOXMMUYECKOM  PasfioXeHUn
OMapunoBbiXx 3COUPOB B BOAHbLIX pPacTBOPax MOXET
NPOVCXOANTb oTwenneHme 3amectuTenei B
apomaTn4eckoM siape, a TakXe 3ameHa rasioreHoB Ha
rmopokcunbHyto  rpynny  (Zacharenko,  1990).
BoamoxHo, B HalweM ucenegosaHum
oKcupopenykTasbl Bakyonenh v nepokcupgasa xpeHa
B3auMoOencTsoBanM C  MMOPOKCUIMPOBAHHOM B
BOOHOM pacTBOpe (popMoi cpTopoaudgoeHa. Yrtobebl

nogaTreepaontb 370, Tpe6y10Tcs| OOMNONTHUTENbHbIE

nccnenoBaHus.

B uenom nonyyeHHble Hamum  pesynbTathl
NO3BONSIOT CAenaTb BbiBOL O TOM, YTO B BaKyonsix
MOryT  MpoTekaTb  aKTWBHble  OKWUCNUTENbHble
npoLecchl, conpoeoxpaowmnecs reHepaumven A®K.
Bakyonn Knetok KOPHENNOOOB CTOMOBOA CBEKSb

colepxart (DepMeHTaTMBHbIE CUCTEMbI, CMOCOGHbIE

110

B3aMMOOENCTBOBATb C TOKCUYHLIMU KCEHOBMOTMKaMM
TakKnumu, Kak Fep6I/ILlVI,EI,bI. Bo3mMoxHo, BaKyONsApPHbIN
KOMMapTMEHT BHOCUT BECOMbIA BKNa4 B AETOKCUKALNIO

KCEHOBMOTNYECKUX COELMHEHNIA B KNETKAX PACTEHNIA.
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