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HccnenoBaim BO3MOXHOCTb KOJIMYECTBEHHOM OLIEHKU CKOpPOCcTH TeHepaun ADK MUTOXOHAPUAMU, BbI-
JIeJICHHBIMU M3 3TUOJIMPOBAHHBIX MTPOPOCTKOB 03UMOi1 mieHubl (7riticum aestivum L., copT MUpOHOB-
ckag 808), ciens 3a akKKyMyJISILIEl TTepeKCH BOIOPO/Ia B Cpeie MHKYOAIIu OpTaHeJlT ¢ TIOMOIIIbIO HOBOM
BBICOKOYYBCTBUTEIbHOI TECT-CUCTEMBI, BKJTIoUatolieii ayoporeHHbI nHaAuKaTop Amplex Red u nepok-
cunasy KopHeii xpeHa. CKoOpocTb mpolecca coctasisiia okosio 100 nmons H,O,/(Mr 6esika MUH) B COCTO-
SIHUM 3, yBEIMYMBAJIACh ITOUTH B 2 pa3a Mpu Mepexoie MUTOXOHIPUI B COCTOSTHUE 4 U TIOTIOJTHUTEILHO BO3-
pacrana 6osiee yeM Ha 50% mocite 1o6aBIeHNUS K HUM aHTUOMOTHKA-TTOpooOGpa3oBaTelis aJaMeTUIINHA, BbI-
3bIBAIOIIIETO TlepMeabMIM3aliMi0  BHYTPEHHEW MeMOpaHbl OpraHe/ul IS  HHU3KOMOJEKYJISIPHBIX
coennHeHWi, B ToM unciie moniekyn H,O,. [IpuBeneHsl sKCIIepuMeHTaTbHBIE TOKA3aTeIbCTBA TOTO, UTO
KJlaccuyecKue MHTMOUTOPHI TEPMUHATBHBIX OKCUIA3 AbIXaTeJIbHOM 1IeTTU MUTOXOHAPUIA PACTEHUI, TaK1e
KaK LMaHWU, CATULIWJITHIPOKCAaMOBasi KUCIOTa W TIPOTMJITAIIIAT, CITOCOOHBI MHAKTUBUpoBaTh ADK -ne-
TEKTUPYIOIIHE TECT-CUCTEMBI in Vitro TIyTeM B3aMMOAEHCTBUS ¢ UX (PyHKIIMOHATBHBIMUA KOMITOHEHTaAMM.
DTH pe3yJIBTaThl 00CYXIAI0TCS B CPABHEHUH C UMEIOIITMMUCS B IUTEpaType TaHHBIMU, TTOJTyIeHHBIMU C UC-
MOJIb30BaHMEM aHAJIOTUYHBIX TECT-CUCTEM, 1 YKa3bIBAIOT Ha CYIIECTBEHHbIE OTPAaHUYEHUS] TPUMEHEHUSI
MOCJEIHUX, B YAaCTHOCTU MPU BBISIBJIEHUU aHTUOKCUAAHTHOM POJIM albTepPHATUBHOUN LIMAHUI-PE3UCTECHT-
HOI1 OKCUJa3bl B MUTOXOHAPUSIX PACTEHUIA.

Knrouesvie cnosa: Triticum aestivum — Mumoxonopuu — akmuehvie Gopmol KUCA0pooa — @ayopecyeHmmbvlie UH-

duxamopsl — Amplex Red — aramemuyun
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BBEAEHHWE

He cHukarouiics B TedeHUe MOCASIHUX IeCITH-
JISTUII MHTEepeC K IpodiaeMaM oO0pa30BaHUSI aKTUB-
HbIX (popMm Kuciopoaa (APK) u MexaHU3MaM pery-
JISIUA WX MeTabosm3Ma (TeHepallud W yoaJeHUs )
00YCJIOBJICH TOU BasKHOM pOJIbIO, KOTOPYIO OHU UTpa-

Cokpawenus: AO — anprepHaTMBHAs okcumasa (oT Alternative
Oxidase); AMCO — ngumeTtuncyabbokenn; CI'K — caymmnrnm-
pokcamoBas kucioTa; AR — Amplex Red; DCF — muxiopodiry-
opecuiend; HyDCFDA — 2,7-nuxnoponuruapodiyopeciernH-
muatetat; FCCP —kapbonwnmanua-(n)-tpudropmerokcude-
Hu-tuapa3oH; HP — nepokcunasa kopHeit xpeHa (ot Horserad-
ish Peroxidase); Vg — CKOPOCTb aKKyMYJISILIUU T€HEPUPYEMBIX
MutoxoHapusmu ADK cHapyxu opraHemn; Ay, — MeMOpaH-
HbI MOTEHLIMA] MUTOXOHIPUIA.
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IOT Ha NPOTSDKEHUM BCel KM3HEAESITEIbHOCTU KIIe-
TOK OT AejaeHus1 4o cMepTu [1]. Omaumu n3 HanboJee
00CyXXIaeMBbIX BOIIPOCOB B OMOJIOTUU Y OMOMEIUIIN -
HE OCTalOTCd T€, 4YTO CBI3aHbl C JBOWCTBEHHOM
dynkueit AOK, reHepupyeMbIX KIE€TKaMU TIpU pa3-
JIMYHBIX BUAax crpecca. C 0JJHOI CTOPOHBI, 3TO CBSI-
3aHO C BBISICHEHHEM MEXaHU3MOB Pa3BUTHUS ITATOJIO-
TMYECKMX COCTOSHUII OpPraHM3MOB B pe3yJbTare
OKMCJIIMTEILHOTO CTpecca, BO3HUKAOIIETO BCJIEI-
CTBHME HapylIeHUM peaokc-0anaHca KJIETOK, T.€. U3-
ObITouHO# reHepauuu APK 1 UX MOBpeXIalolIero
JIEAICTBUST Ha BCE KJIIOYEBbIE CTPYKTYPbI KJIETKMU,
BKJIIo4Yast MeMOpansbl, oenku u JIHK. C apyroii cto-
POHBI, 3TO OOYCJIIOBJIECHO BO3MOXKHOCTBIO YyYacCTHs
A®K B TpaHCAYKLIMU TeX WU WHBIX CUTHAJIOB, U B
YaCTHOCTU HAIMYMEM B KJI€TKaX CUTHAJIBHBIX ITyTEH,
3anyckaeMbiXx ADPK, B TOM 4uciie OT MUTOXOHIPUIA
[1—3]. OueBUAHO, YTO TAKOro poAa MCCJIeHOBAHUS
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TpeOYIOT OTHOCUTEIBHO OBICTPOTO M BBICOKOCIICIIM-
(bUYHOr0 KOJIMYECTBEHHOIO OMNpeeJICHUSI CKOPOCTHU
reHepaluu AQPK. OgHako pellieHre 3Tol 3a1auu Cy-
ILIECTBEHHO OCJIOXXHSIETCS HU3KUMU BHYTPUKJIETOU-
HbIMU KOHLeHTpauussMu ADPK, TpaH3UTOPHBIM Xa-
pakTepoM M3MEHEHUN W OTHOCHUTEIBHO KOPOTKUM
MEPUOIOM UX KM3HMU, a TAKXKe HATMUUEM B KJIETKax 1
OTIEJIbHBIX OpraHesiaXx I0CTaTOYHO 3(PMOEKTUBHBIX
CUCTEM aHTMOKCUIAHTHOM 3a1umThl [1, 4]. B cBsi3u ¢
9TUM, OCTAeTCsl aKTyaIbHOM MpobJieMa Ioucka 1 ori-
TUMU3ALMU METOJO0B aJeKBAaTHON OLIEHKU CKOPOCTHU
obpazoBaHust ADK 1 ObICTPBIX UBMEHEHU UX BHYT-
PUKJIETOYHOI KOHIIEHTPAlIMU.

M3BecTHO, YTO LIMPOKO MIpUMEHSsIeMbIe (hTyopec-
LIEHTHbIE KpacUTeJM Kjacca Auxjaopodyopeclien-
HoB (DCF) He nuiieHbl HEAOCTAaTKOB, KOTOPHIE JIe-
TaJIbHO PAaCCMOTPEHHI B psifie 0030POB MOCIESTHUX JIET
[5, 6]. B HacTosiiee BpeMsT OMHUM M3 OTHOCUTEIBLHO
HOBBIX M HanboJjiee BbICOKOUYBCTBUTEIbHBIX (I1yo-
POreHHBIX MHAWKATOPOB mWis omnpeneieHus ADK
in vitro aBnsiercst Amplex Red (AR), okuciaeHue ko-
Toporo nyreMm ero B3aumoneiicrausi ¢ H,O, co cre-
xpomeTpueit 1 : 1 KaTtanmus3upyercss NepoKCHUaa3oi
xpeHa (HP). bnaromapsi aTtomy o0Opa3syeTcsl CIHeK-
TPaJIbHO PA3JIMYMMBbII TIPOAYKT 3TON peakluu — pe-
30py(hWH, KOTOPBIIT MOXET OBITh MICHTU(MUIIMPOBAH
KakK 110 ero ¢JyopecleHIMH, TaK U Mo adbcopOoLuu
[7]. CnemyeT OTMETUTD, UTO XOTS JaHHAs TECT-CUCTE-
Ma IIUPOKO UCIOJIb3YEeTCs ISl ONpeAeeHUsS] CKOPO-
ctu o6pazoBaHust AOK MUTOXOHIPUSIMH KUBOTHBIX
[8—12], mpumepbl ee MpUMEHEHUS B aHAJIOTUYHBIX
WUCCIEIOBAHUSIX, BBIITOJHEHHbBIX Ha PacTUTEIbHBIX
opraHeJuIax, eIMHUYHBEI [2].

Llenbio HAIIMX UCCIIETOBAHMI OBLIO OIIPEeAcICHIE
CKOPOCTH 00pa3oBaHMs IePEKUCHU BOIOPOIa B MUTO-
XOHJIPUSIX, U30JIUPOBAHHBIX U3 IIPOPOCTKOB ITIIEHU -
Ibl, HAaXOISAIIUXCS B Pa3IMYHBIX METa0OIMYECKUX
COCTOSTHUSX, MCITOJIB3ysd AR B KauecTBe MHOIMKATOpA.
Jlpyrasi BaxkHas 3agada pabOThI COCTOsIIa B BbISICHE-
HUJ BO3MOXHOCTH IIPUMEHEHUSI THTUOUTOPOB TEP-
MHUHaIBHBIX okcuma3 DTL, B yacTHOCTH ajbTrepHa-
TUBHOM LIMaHUI-PE3UCTEHTHOM oKcuaassl (AO), mis
M3y4yeHUsl UX BIUSHUS Ha reHepanunio APK muro-
XOHAPUSIMH PACTEHUI C TIOMOIIBIO TaHHOM! TeCT-CHU-
CTEMBI.

MATEPHAJIBI 1 METObI

PacTurebHBIM MATEPHAJIOM CITYXXKWJIN 3THUOJIUPO-
BaHHBIE TIPOPOCTKM O3uUMOM miueHuusl (7Triticum
aestivum L., copt MupoHoBckas 808), BeIpaliieHHbIE
TUOPOIIOHHBIM ~ CITOCOOOM Ha  BOJONPOBOIHOI
Boae Ipu 23—24°C B TeueHue 3 cyrok. CeMeHa cop-
TOBOM DBJIUTHI OBUIA JIIOOE3HO TMPEeNOCTABJIEHbI
akan. U.b. Cannyxanze (MocHUMUCX PAH, Hewm-
YMHOBKA, MOCKOBCKasI 00J1.).

Boinenenne MUTOXOHAPUA U KOHTPOJb UX (HDYyHK-
LIMOHAIBHOM aKTUBHOCTH TPOBOJMIIM 110 METOIMKE,

OU3UOJTIOTUA PACTEHUM Tom 62 Nel 2015

JIeTaIbHO OoINMcaHHOW Hamu paHee [13]. it aToro
rnoderu (KoJICONTWIM BMECTE C 3apOJIbIIIIEBBIMU JIM-
CTBhSIMU) TOMOTEHU3UPOBAIIN CO CPENOIl BBIACICHUS
(cootHourenwue 1 : 6), cogepxameii 0.3 M caxapoay,
18 MM kammii-pocdatHeiii Oydpep (pH 7.9),
1 MM MgCl,, 5 MM BATA, 5 MM autuotpeittTon u
0.1% 6wramii ceiBopoToyHBIN arpbymMuH (BCA), cBo-
oonubii oT 2KK. BeimeneHHbie myreM nuddepeHmn-
aJIbHOTO LIEHTPpU(YTrUpOBaHUS MUTOXOHIPUU PECYC-
MEeHINPOBAIU B MaJIOM 00BbEME Cpelibl, CoaepKalleit
0.3 M caxapo3sy, 18 MM xaimmii-docdarHsiii 0ydep
(pH 7.2) n 0.1% BCA, n moMemiany Ha Jea Ha Bce
BpeMsI TIPOBEACHUST DKCIIEPUMEHTOB.

ITornoumenne KUCJIOPOAA MUTOXOHIPUSIMU U3ME-
psSITM B peaKIIMOHHOU cpefe, comepxaieii 0.3 M ca-
xapo3ay, 18 MM kanuii-pocdatHbiii Oydep (pH 7.2),
1 MM MgCl,, 5 MM BTA, 0.1% BCA, npu 25°C ¢
Ucnoib30BaHUeM 3JiekTpoja tTuma Kiapka (“Hansat-
ech Instruments”, Anriaus). CKOpoCTU ObIXaHUST MU -
TOXOHApUIA TTpu okrcaeHur 10 MM Mmanara B IpUCyT-
ctBuu 10 MM miyTamaTa coCTaBJIsLIU B cpeaHeM 120—
130 1 35—40 H™Momb O,/(Mr 6e1Ka MUH) B COCTOSIHUU 3
(rmocne no6asieHust 200 MkM A1®D) u cocrossHUM 4
(TmocJre ero ucuyepraHus B mpoiecce Gochopuiimpo-
BaHMs), cooTBeTCcTBeHHO. KoadduimeHnrsr mbixa-
TEJILHOTO KOHTpOJIs 110 YaHcy u otHoweHust AILD/O
[14] B cpenHem coctasisiu 3.5 u 3.0, COOTBETCTBEH-
HO. BrineneHHble MUTOXOHAPUU ObUIM CITOCOOHBI K
OBICTPOI M CTAOMIILHOM B TeUEHUE ITUTSIILHOTO Bpe-
MEHM TeHepallMd TpaHCMEMOpaHHOro IOTeHIhaia
Ha BHYTpeHHel Membpane (Ay,,), 32 KOTOPO clieau-
JIM, ucIoib3ys cappanuH O [13].

Oo6pazoBane ADK MHTOXOHIPHSAMH TECTUPOBAIU
cpa3y TOcCJie BBIIEJICHUST OpraHes, ncrmoab3yd AR
(N-auetun-3,7-nuruapoKcudeHoKca3nH) B KOMOU-
Halu ¢ nepokcugasoni xpeHa (HP). M3mepenus
MPOBOJMIN B CTAaHAAPTHON peakIIMOHHOM cpejie, Co-
nepxaieit 0.3 M caxapo3sy, 18 MM kanuii-pocdar-
Hbit 6ydbep (pH 7.2), 1 MM MgCl,, 5 MM BITA,
0.1% BCA, 5 MM wmamar, 5 MM riyramat u 0.15—
0.2 mr/mi 6enka MutoxoHapuii. COOTHOIIEHUE KOM-
MOHEHTOB TECT-CUCTEMBbI IJIsI OMBITOB IOAOUpAIU
SMITUPUYECKHU, B OOJIBIIMHCTBE MPOO OHO COCTaBJISI-
Jo 10 MKkM AR 1 1-10 en./mn HP. O6pa3zoBaHue pe-
30py(hrHa — MPOJYyKTa peaklMU B3auMOIAEHCTBUS
AR ¢ H,0, — perucrpupoBaiu crieKTpooToMeTpu-
YecKH, ciens 3a udMeHeHueM auddepeHInaIbHON
abcopOinm (AAsy;_s95) Ha ciekrpodoromerpe Hita-
chi-557 [10]. UHTeHCUBHOCTD (DIIyOPECLIEHILIMU PE3-
opydurHa u3MepsIu Ha criekrpodiayopumerpe Hita-
chi-850 (mmHa BOIHBI BO30YyXIeHUsT — 564 HM, pe-
ructpauuu — 587 HM) [2]. B ciydae ucroab30BaHUS
JIpyroro WHAUKaTOpa, 2,7-IUXI0poauruapodyo-
pecueuH-auatietata (H,DCFDA), dbuyopecueHimio
€ro JealleTUJIMPOBAHHOTO U OKHCJIEHHOTO MPOIyKTa
DCF Bo30yXaaau CBETOM C JINHOM BOIHEI 480 HM 1
peructpupoBanu mpu 552 um [7, 15, 16]. YyBcTBH-
TEJIbHOCTb BHIOPAHHBIX TECT-CUCTEM MPOBEPSIIIN 10~
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148 ABJIPAXUMOBA u np.
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Puc. 1. 3aBUcMMOCTb BeJIMUMHBI aOCOPOLIMOHHOTO CHUT-
Haja pe3opyduHa oT KoHueHTpauuu H,O, B peakinoH-
HOW cpene, He coaepxkalleii MUTOXOHIPUI, U BIUSHUE
Ha curHai 1 MM KCN.

OcranbHble YCIIOBUSI yKa3aHbI B pasaene “MATEPUA-
JIbl U METOJbI”.

6aBneHueM K HUM 50—100 HM cBexkenpUTrOTOBIEH-
Horo pacTtBopa H,0, B KOHIIe KaX/10#l TIpOOBbI.

Conepkanne MUTOXOHAPHAJIBLHOTO 0elIKa B IIpobax
ornpenesui o Merony Lowry ¢ coaBr. [17], ncrionb-
3y bCA B KauecTBe cTaHaapTa.

PeakmuBbl. B paGore wucnonp3zoBaim KCN,
KH,PO, u npyrue cosm oreyecTBEHHOIO MPOU3BO/I-
CTBa MapKu O. C. 4. WIH X. 4.; caxapoay, CyocTpaThl,
HyKJIeoTuIbl, mepokcuaasy, DJATA, BCA, anameTu-
uuH, H,DCFDA — ¢upmbr “Sigma” (CIIA); Am-
plex Red — ¢pupmer “Invitrogen” (CILA).

Cratucrtuka. Kaxpablii ombeIT IpoBOaMin B 3—
4 OMOJIOTUYECKUX M 2—3 aHAJIMTUYECKNX ITOBTOPHO-
ctsax. Ha pucyHkax mpencrtaBiieHbl pe3yJibraThl Xa-
paKTepPHBIX OIBITOB.

PE3VIJIBTATbI

Kak u3BecTHO, TOTEHILMabHbIE BO3MOXHOCTHU
JIIOOOM TECT-CUCTEMBI OIPENESIIOTCS CTEIEHbIO €€
YYBCTBUTEJLHOCTU U crieuududHoctu. Mcxonss u3
3TOT0, MPEXIE BCEro HEOOXOANUMO OBLIO MPOTECTU-
poBaTtb Bnusinue H,O, 1 1pyrux ucnosb30BaHHBIX B
paboTe peareHTOB Ha MOBEIEHUE CaMOU TeCT-CUCTE-

MBI Ha ocHOoBe AR, a umeHHO JryopecleHII0/a0-
copO111i0 pe3opydrHa B peakKIIMOHHOU cMecH, B TOM
yucsie Mpyu OTCYTCTBUU B HEW MUTOXOHIPUIA C 11€JIbIO
WCKITIOUEHHS HeKeJIaTeIbHbBIX ITI000YHBIX 3 (heKTOB.
JaHHble, TIpeicTaB/ieHHble Ha pUC. 1, MOKa3bIBAIOT,
YTO BHECEHHE MEePeKUCU BOJOPOAa B PEaKIIMOHHYIO
cpelly COMPOBOXIATOCH OBICTPBIM U TOUTHU MPOIIOP-
LIMOHAJIbHBIM €€ KOHILIEHTpalluu YyBeJuyeHueM ao-
COPOILIMOHHOTO CUTHaja pe30opyduHa, Mo3BOJss TeM
caMbIM HaJeXKHO OOHapy>XMBaTb €€ KOHLEHTpaluu
meHee 45—50 HM, 4TO COOTBETCTBYET MPUBEACHHBIM
B JIUTEpaAType xapakrepuctukam [5—7]. MoxHo BU-
JIeTh, OIHAKO, UTO A00aBJIEeHUE K peaKLIMOHHON cMe-
cu KCN (MHruouTopa LUTOXPOMOKCUAA3bI) TPUBO-
JIWJIO K SIBHOMY CHUKEHMIO UyBCTBUTEIBHOCTU TECT-
CHCTEMBbI, O UeM CYAUJIU KakK IO CYIIECTBEHHOMY 3a-
MeIJIEHUI0 KWHETUKU abCOpOILIMOHHOIO CUTHAaIa pe-
30py(puHa, BBI3BIBAEMOTO ITOCJIEIYIOIIMM d00aBIe-
HueM K cucreme H,O,, Tak ¥ o BbIpa>keHHOM yTpare
3aBMCUMOCTU €r0 BEJIUYUHBI OT KOHLEHTpAaILUU Tie-
pexkucu (puc. 1). OueBMAHO, YTO 3TOT (PaKT HEOOXO-
JMMO YYUTBIBATh MPU OOBSICHEHUU TOJydyaeMbIX pe-
3yJIBTaTOB, MOCKOJbKY HabJilogaeMoe pe3Koe Taje-
HUe ypoBHSA reHeparmu AMPK wMuToxoHmIpHAMUT
MOXET ObITh OLIMOOYHO UCTOJKOBAHO KaK CIeCTBIE
OJIOKMPOBaHUSI OCHOBHOIO IIUTOXPOMHOTO TIyTH
TpaHCIIOpTa JIEKTPOHOB U aKTUBALIMU B TAKUX YCJIO-
BUSIX ajbrepHaTuBHON okcuaasel (AO). 1o cpaBHe-
Huto ¢ KCN nobaBieHre K peaklIMOHHOI CMeCcH U3-
BECTHBIX MTHTUOUTOPOB AO — 1 MM canuumiaruapox-
camoii kuciotsl (CI'K) wiau 1 MkM mponuirasiaTta
(maHHBIE HE MpPUBEAEHBI) — BbI3BIBAJIO OOJiee OBICT-
pyto uHaktuBaiuio ADK-getekTupymouieit cucre-
MBI, TIPUYEM KaK ¢ MUTOXOHIPUSIMHU (puC. 2), TaK U
0e3 Hux (He moka3aHo). Ha puc. 2 Takxke BUAHO, UYTO
9KBUBAJIEHTHbIE KOJIUUYECTBA PACTBOPUTEIISI STUX UH-
ruouTopoB — numeruicyibpokcuga (IMCO) — He
BJIUSLIM HA YyBCTBUTEJBHOCTb TECT-CUCTEMBI, TIPOBE-
psiemylo nociienytoium nodasinenuem H,O,.

BripaxkeHHele mmooounble 3¢ dexkTel CI'K Opun
OOHapyXeHbl HAaMW W MPHU MOIBITKE BBISICHUTDb, Ka-
Koe BIMSTHUE OKa3bkiBaeT pyHKInmoHnposanue AO Ha
ckopocThb obpazoBaHust APK MUTOXOHAPUSIMU pac-
TEHUI, UCIOIBL3YS ISl 3TOM 1LIeJI APYroii U3BECTHBIN
WHIMKATOp — JUXJIOPOAUTHUAPOGhIyOopeCenH-11-
alieTat, JealeTWiMpoBaHHas ¢@opMa KOTOpPOTo
(H,DCF) B npucyTcTBUHU TNepPOKCUIA3bI U EPEKUCU
BOJIOPOJIa CIOCOOHA OKUCIISITHCS A0 (hJIyopecUupyro-
mero npoaykra atoil peakuuu DCF [5—7]. Okaza-
JIOCh, YTO OTBETHAs peakiisl cCaMOil TeCT-CUCTEMBI,
T.. B OTCYTCTBUE MUTOXOHIApPUI B pPeaKIMOHHON
cMecHu, BhI3bIBaeMmast nmobOaBieHueM K Heir CI'K,
MpeaCTaBIsieT coOOl pe3Koe yBelIuuyeHue ee dayo-
peclLieHIIMM, UMUTHUpPYIOIIee MOSBICHUE B Cpelie BbI-
cokoii koHueHtpauuu H,0, (puc. 3). Hecrietiuduu-
HbII XapaKTep 3TOTO OTBETa, OUEBUIIHO, CIEAYyeT U3
Toro paxkra, 4TO OH pa3BUBaeTCs Ha (hOHE MOJTHOMU
yTpaTbl YyBCTBUTEJIIbHOCTU CaMOM TECT-CUCTEMBI K

OU3UOJOTrrS PACTEHUM Ne 1
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Puc. 2. 3aBUCMMOCTb BeJIUYMHBI (DIIyOpeCLICHLIMU pe3-
opybuHa oT KoHueHTpauuu H,O, B peakimoHHoii cpene
B IMPUCYTCTBUU MUTOXOHAPUI (MX) MIIEHULIBI U BIUSIHUE
Ha curHas 1 MM CI'K. CT'K u ero pactBopurens JIMCO
00aBJISIIM B 9KBUBAJIEHTHOM KOJIMYECTBE (2 MKJI/MJT).

OcranbHbIe YCIIOBUSI yKa3aHbI B padaene “MATEPUA-
JIbl U METOJbI”.

H,0, (puc. 3). MblI onaraem, 4To ucxoaHasi diryo-
peclieHIUsSI JaHHOM TeCT-CUCTEMBI, HabIogaeMas B
HAIlIMX DKCIIEPUMEHTaX, 00yCJIOBIeHA MPUCYTCTBU-
€M HEeKOTOpOTO KOJW4YecCTBa JealleTUIMPOBAaHHON
GOpMBI KpacuTelis, ITOCKOJIbLKY peaklio Ha BTOPYIO
J00aBKy MepeKnCcH BOIOpOAa yKe He perucTpUpoBa-
au (puc. 3). O4eBUAHO, YTO OTMEUYCHHBIE BHILIC T10-
0ouHble, Hecnelubuyeckue 3PEPeKTbl M3BECTHBIX
0JI0KaTOPOB JbIXaTeJILHON 1IeNU Ha TOBEIeHUE U3Y-
YEHHBIX TECT-CUCTEM 3aCTy>KMBAIOT 0COOOro BHUMA-
HUSI, TAK KaK OHM PE3KO OrPaHMYUBAIOT BO3MOXK-
HOCTH BBISIBJIECHUSI B3aMMOCBSI3W MEXIY CKOPOCTBIO
reHepauyu AOK MUTOXOHAPUSAMU U U3MEHEHUSIMU
O, BJIMSIHUEM COOTBETCTBYIOIIUX MHTMOUTOPOB aK-
TUBHOCTHU TepMUHAJIBbHBIX okcuaas D TLI.

ITpoBeneHHbIe HAMY BKCIIEPUMEHTBI C UCITOJIb30-
BaHueM AR mokazaiu, 4To CKOpOCTbh aKKyMYJISILIMA
H,0, B cpeae nHKybalMy MUTOXOHAPUN TIIIEHUIIBI
(Vaok) IPY OKMCIIEHUU UMU MajlaTa B MPUCYTCTBUU
mIyTamaTa cocTaBisia npumepHo 110 mnmosb
H,0,/(mr 6enka muH) (puc. 4). I1pu 3TOM BBISICHU-
JIOCh, YTO TIepexoJ MUTOXOHAPUI M3 MeTabonye-
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Puc. 3. 3aBucumMocTb BeIMYUHBI (DIYOPECUEHTHOTO CUT-
Hana DCF ot npucytcrsust 200 HM H,O, B peakiiioHHOIA
cpene u Biusinue Ha curHan 1 MM CI'K. OcranbHbIe ycito-
BUs1 yKazaHbl B pazaene “MATEPUAJIbI U METObI”.

ckoro coctostHud 3 (ttocne go6asku AJP) B cocTos-
HUe 4 (Toclie ncyeprnaHus nodasiecHHoro AID B
nmpouecce GocHOpUIUPOBAHUS) COITPOBOXKIAJICS
yBenmmaeHueM V,qx 60ee uem Ha 70% (puc. 4). Kpo-
Me TOro, HaliIcHO, YTO UCTUHHAsS CKOPOCTh T'eHepa-
1 AOK B MUTOXOHIPHUSIX MIIIEHUIIBI TOPa3/I0 BhIIIE
VX CKOPOCTHU aKKyMYJISILIMU CHApY>XXW OpraHeJlI, YTo
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Puc. 4. KuHeTuka akkyMyJsiMM B peakiMOHHOM cpee
H,0,, nponyuupyemMoii MUTOXOHAPUAMU (MX) MILIEHUIIbI
B Pa3JIMYHBIX METAOOJIMYECKUX COCTOSTHUSIX, U ICHCTBUE
Ha Hee 25 MKI/MJI aJlaMeTULIMHA.

LHudpsl Han KpuBOi 03HAYAIOT CKOPOCTU OOpa3oBaHMS
H,0,, nmonb/(Mr 6e1xka MuH). OcTanbHbIE YCIOBUS yKa-
3aHbI B pasneie “MATEPUAJIBI U METObI”.

OBLJIO BBISIBJIEHO C TIOMOIIbIO aHTUOMOTHKA aJTaMEeTH-
LIMHA, CIIOCOOHOrO BBHI3BIBATH IEepMeadUIU3aIMIO
BHYTpeHHell MeMOpaHbl [Jisi HEeOOJbILIMX TUAPO-
GunbHBIX MOJIeKyT, B ToM unciae ADK [18]. Tak, mpu
nobaBIeHUN 25 MKI/MJI ajlaMeTUIIMHA K MUTOXOH-
IpUsiM HaOmoganu yBeaudeHue Vygpx B CpeaHeM Ha
50% (puc. 4), mpuyeM IyBCTBUTEIBHOCTH BHIOpaH-
Holi TecT-cuctembl K H,O, coxpaHsiiach 1 1ocjie uH-
KyOaluu opraHesul B TedeHre 30 MUH B IIPUCYTCTBUM
3TOro aHTUOMOTHUKA (pUC. 4).

OBCYXIEHUE

W3BecTtHO, uTo ADK-neTeKTUpyolue CUCTEMBbI
Ha OCHOBe (DJIyOpECLIEHTHBIX KpacuTelieil, IMPOKO
MpUMEHsIEMbIE B COBPEMEHHOW MpakTUKe OUOJIOTH-
YyeCcKMX 1 0MMOMeTUIIMHCKUX UCcCieJOBaHU, 00J1aga-
IOT JOCTaTOYHO BbICOKOW YYBCTBUTEIbHOCTHIO U O3~
BOJISIIOT ONPENEeJisiTh YPOBEHb Pa3UYHBIX (HOpM
A®K, B 4aCTHOCTM TIepeKHUCH BOAOPOJA, KaK B UH-
TAaKTHBIX TKaHSIX U KJIETKaX, TaK U B U30JIMPOBAHHBIX
opraHesuiax, BKJilouasi MUTOXOHIpuu. Bmecre ¢ TeM B
JIMTepaType HaKaruIMBaeTcsl BCE OOJblle HaHHBIX,
CBUAECTEILCTBYIOIIUX O TOM, YTO WCIIOJIb30BAaHUE
5THX MeTonoB ompeneiaecHuss ADK tpedyeT 6oIbIIoi
OCTOPOKHOCTU B MHTEPIpPETALlMU TTOJYYEHHBIX pe-

3yJILTaTOB, B YaCTHOCTHY M3-3a HAINYMS Hecneundu-
YeCKUX peaKklnii, B KOTOPbIE MOT'YT BCTYIIaTh KOMITIO-
HeHThI cucteMnl [10, 11, 19, 20]. UMmeroTcs maHHBIE,
OIHO3HAYHO yKa3bIBaIOIINE Ha apTe(aKTHBIN XapaK-
tep npsamoro B3aumoneiicteuss CI'K ¢ H,DCFDA,
CIIOCOOHOIO0 MPUBOIMTh K PE3KOMY IHOBBIIICHUIO
¢yopeceHIIMM pacTBopa JaxXe B aHAd’POOHBIX
YCJIOBHSIX, YTO OBLJIO MHTEPIIPETUPOBAHO KaK IPOSIB-
JICHUE 3CTepa3onog00HOTo AeCTBUSI 3TOTO UHTUOU -
Topa AO [19].

B Hamux onbITax Takke ObLUIO HaliAEHO, YTO J0-
6asnenue k tect-cucreme H,DCFDA + HP Toro xe
MHTUOUTOpa MPUBOIMIO K PE3KOMY YBEJIMYECHUIO
(bayopecieHIIMM peaKIIMOHHON cMecu U Jajee K
MOJIHOM IIOTepe YYBCTBUTCIBHOCTU WHIMKATOpa K
nepexucu Bogopoma (puc. 3). Ha Bo3MOXHOCTB Ipsi-
MOTO B3aMMOAENCTBUSA Apyroro uHruburopa AO,
nponuiramiara, ¢ AR-cucremMoil yka3blBaeTCsI U B
HemaBHO onyboyimkoBaHHO# padoTte El-Khoury ¢ co-
aBT. [11]. B ¢BsI3M ¢ 3TUM cieayeT TakKKe OTMETUTh
pa6oty Maxwell ¢ coaBT. [20], BBIMOJIHEHHYIO HA ITPO-
TOIUIACTaX KJIETOK TabaKa, IJi¢ C 1IeJIbI0 BHISICHEHMUS
BaustHUS akTuBHOCTU AO Ha reHepauunio AQK Muto-
XOHJPUSIMU U TTPEIOTBPAIIEHUST BO3MOXKHBIX TTOO0Y -
Hbix 3¢ dekToB CI'K Ha H,DCFDA 656111 Ucoib30-
BaHBI TPAaHCTE€HHbIE JUHUM TabakKa ¢ T€HETUYECKU
M3MEHEHHBIM YPOBHEM 3KCIPECCUM U aKTUBHOCTHU

AO.

AHau3 JUTepaTypHbIX AAHHBIX W HAIIUX COO-
CTBEHHBIX PEe3YyJITAaTOB CBUIETEIBCTBYET O TOM, UTO
KJIaCCUYECKME MHTMOUTOPHI TEpPMUHAIBHBIX OKCHUIA3
MUMTOXOHJPUM PaCTEHUIN MOTYT OKa3bIBaTb CYIE-
cTBeHHoe BiiussHUe Ha ADK - 1eTeKTUpyroniue CucTe-
MBI KaK IyTeM MHAKTUBAIlU UMU IIEPOKCUIA3HI, TaK
M BCJIEICTBHE HEMOCPEACTBEHHOIO B3aMMOAEUCTBUS
C caMMMHM MHAMKaTtopaMu. Ha a3To, mo-BuauMomy,
YKa3bIBaeT M PE3KOE yBEIMYECHHE WHTECHCHUBHOCTU
dnyopecuenuun DCF nocne mob6asimenuss CI'K k
BBIICJIECHHBIM MUTOXOHIPUSIM ropoxa, 4To 6e3 COOT-
BETCTBYIOIIIETO KOHTPOJIS 9yBCTBUTEIbHOCTU
H,DCFDA + HP x A®K B npucyrcteuu CI'K 65110
NHTEPIPETUPOBAHO KaK 3HAUYUTC/IbHAsA aKTUBallUd
nx o0pa3oBaHUSI B pe3ynbrare MHruouposaHus AO
[15]. 1 HAOOOPOT, OTCYTCTBHE COOTBETCTBYIOIICTO
CUTHajla 3TOoro MHauKatopa B TipucyrctBum KCN
ObUIO MPUITUCAHO CHUXXEHUIO Vg B pe3yJIbTaTe UH-
rnOMPOBAHUS LIUTOXPOMHOTO ITyTH OKMCJICHUS U CO-
npsokeHHOM ¢ HUM aktuBaumm AO [21]. CxomgHEble pe-
3yJbTaTbl OIIBITOB, INTPOBCACHHBLIX Ha BBIACICHHDbIX
MUTOXOHIPUSIX IIPOPOCTKOB MIIEHUIIBI aBTOpPaMU
paboThl [16], TakKe MOTJIM OBITH HEBEPHO MHTEPIIPE-
TUPOBaHBI Kak ycuieHue reHepauu ADPK B pesynb-
TaTe OsokupoBaHusI AO, XOTs B IOCJECIHEM CiIydae
ucnosib3oBaacb He CI'K, a apyroe mnpousBogHoOe
TMAPOKCAMaTOB — OEH3TUIpOKcaMoBasi KMCJIOTa.
HenaBHo ObL1a moka3aHa cxofHasi cTereHb ahDuH-
HOCTH IIpu cBsA3bBaHMM HP ¢ o6enmMu rmapokcamo-
BBIMU KucjoTtaMu [22]. Takum o6pa3oM, TuTepaTyp-
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Hbl€ JaHHbIE U PE3YbTaThl, ITIOJYy4Y€eHHbIE HAMU C UC-
MOJIb30BAaHWEM aHAJIOTUYHBIX TECT-cUcTeM (puc. 1—
3), yKa3pIBalOT HA OOJIbIINE CIOXKHOCTUA IIpUMEHE-
HMSI MTHTUOMTOPHOTrO aHaau3a IJIs MOJYyYE€HHUsI CTPO-
T'MX 9KCIIEPUMEHTAJILHBIX JOKA3aTeJIbCTB aHTUOKCH -
JaHTHOM poin AO Ha M30IMPOBAHHBIX MUTOXOHIPY-
SIX paCTEHUM.

Wcnons3zoBanne AR-cucTeMBl IJIs onpeaeIeHUs
ckopoctu reHepaiiu ADK (V,ypk) B MUTOXOHAPUSX,
BBIICJICHHBIX U3 3TUOJIMPOBAHHBIX TIPOPOCTKOB 03U -
MO¥ MiIeHULbI (puc. 4), Mokas3ajao, 4To ee 3HaYeHUsI
B LICJIOM CPaBHUMEBI C TEMH, YTO OBLIM IOJy4EHEI HA
MUTOXOHAPUAX U3 PALA APYTUX PACTUTEIbHBIX U KU-
BOTHEIX 00beKTOB [2, 10, 12, 15]. Tak, B muTUpOBaH-
HoIi BhIlIe padote [15] ckopocTh o6paszoBanusgs ADK
B MUTOXOHJIPUSIX, BBIIEAECHHBIX U3 3TUOJIUPOBAHHBIX
MIPOPOCTKOB TOpoxa, NP1 OKUCIEHUU UMU CYKIIMHA-
Ta coctapiasna 130—150 nmons H,O,/(Mr 6Genka
MUH). BMecTe ¢ TeMm clienyeT OTMETUTh, YTO BEJINYU-
Hbl Vypk, IPUBEIECHHDBIC B JIUTEPATyPHBIX UCTOYHU-
Kax, CWJILHO BapbUPYIOT U MOTYT OTJIMYATHCS APYT OT
JIpyra B ACCITKHU pa3, IpUYeM Jaxe IS OpTaHelll,
MOJIYYeHHBIX U3 CXOJIHBIX 00beKTOB. Hanmpumep, oist
OKMCJISIIONIUX CYKIIMHAT MUTOXOHIAPUI U3 BTUOJIU-
POBaHHBIX IIPOPOCTKOB TOPOXa IIPY UCIOIb30BAHUU
H,DCFDA + HP 6b1710 HaiiieHO, YTO CKOPOCTb MPO-
nykiau B Hux AQK mnpessimania 1.3 umoias H,O,/(Mr
O6enka MuH) [23]. B psine HemaBHUX MyOaUKaLIMi Obl-
JIO TI0OKA3aHO, YTO MUTOXOHIPUHU KMBOTHBIX, B 4aCT-
HOCTU OpraHesIbl M3 KJIETOK CEPASYHOU MBIIIILIbLI
KPBICHl U CBUHBU, XapakTepusyrorcs V gk HE 0osee
100—200 nmons H,O,/(Mr Genka MUH), 4YTO B CBOIO
ouepenb coorBeTcTBOBaIO 0.1—0.2% oOT 00611El CKO-
poctu abixanust mpu 37°C [10, 12]. B o6cTosiTenbHOM
paboTe npyrux aBTOpoB [24] 1moka3aHa BEICOKasI CyO-
CTpaTHasI U OpraHHas CIIEHM(PUIHOCTb T'e€HEpalnuu
A®DK B MUTOXOHIpPUSX, CKOPOCTb KOTOPOIi BApbUPO-
Basta ot 0.1% (coctostiue 3) no 3% (cocTtostHUE 4) OT
CKOPOCTH ObIXaHUSI.

Haim pacyeTtsl TOro xxe mapamMeTpa Jajisi MUTOXOH-
JOpUIi U3 TKAHEU IPOPOCTKOB O3UMOI IILIEHUIbI,
OKMCJISIONIMX MaJiaT, TToKa3aju, YTO ero BeJUYMHa
coctapsteT mpuMepHo 0.1 1 0.5% st cocTossHMiA 3 1
4 cooTtBeTCTBeHHO. He McKimoueHo, 4To 3Ta 5-Kpar-
Hasl pa3HUI1a MoIJia ObITh OOYCJIOBJIEHA YBEJIMUEHUEM
B COCTOSIHMU 4 MeMOpaHHOTO ITOTSHIIAaIa MUTOXOH-
npuit mpuMmepHo Ha 30% (puc. 4, cMm. Takke [13]).
CortacHO UMEIOIINMCS B JIUTEPATypPe COOOIICHUSIM,
crumyisiumsi oopasoBaHusi ADK, oOycioBieHHas
MOBBbILIEHUEM Ay, cHOCOOHA MPeAOTBPALLATBCS 3a-
MMyCKOM MeXaHMU3Ma “MSTKoro pasoomenHus” [25],
OCHOBAaHHOTO Ha aKTUBAllMM B3HEProAuCCUTTUPYIO-
II1X CUCTeM MUTOXOHIPHIA, KOTOPEIE CIIOCOOCTBYIOT
MOAJIEP>XKaHUIO B HUX 00Jiee HU3KOTOo YpOBHS Ay, [8,
25]. B cBsI3M ¢ 3TUM, OJHA U3 BO3MOXHBIX ITPUYUH
OTHOCUTEIBbHO HU3KOM ckopocTtu reHepauun ADPK
MUTOXOHIAPUSIMHA IIIEHUIIBI COCTOUT B BBICOKOM
KOHCTUTYTMBHOU aKTUBHOCTU B HUX AO, KoTOpasl B
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3aBUCHUMOCTH OT CyOcTpaTa OKHUCJICHUSI MOXET I0-
cturathb 30—50% ot ckopocTu 06111ero Asixanus [13].
C npyroii CTOPOHbBI, OTHOCUTEILHO HU3KASI U3MEPEH-
Has HaMU BeJTMIWHA Vg MOXKET OBITH CJIEICTBUEM 1
TOoro pakra, 4TO OHA OTpaKaeT CKOPOCTh BHIXOJA
A®K 13 MUTOXOHAPUI, HO HE UCTUHHYIO CKOPOCTb
X FeHepalui BHYTPU OpraHellI, Kak 00 3TOM CBHIE-
TEJIbCTBYIOT PE3Y/IbTaThl 3KCIIEPUMEHTOB C aJlaMeTH -
rHoM. C MoMOIIbI0 JAHHOTO aHTUOUOTUKA BbISIB-
JIeHa CYIIECTBEHHAsI pa3HUIIA B CKOPOCTSIX SMUCCUU
n cobcTBeHHO reHepaun AQPK B MaTpukce, yKa3bl-
Basl Ha TO, UTO Vypk 3aMETHBIM 00pa3oM JTUMUTUDY-
eTCS MPOHUILAEMOCThIO BHYTPEHHEN MeMOpaHbl MU~
toxoHapuii st H,O, (puc. 4), 4To ObL710 paHee ycTa-
HOBJIEHO U JUISI (KMBOTHBIX opraHeut [18, 26].

Ha ocHoBaHuM MoJIydeHHBIX B paboTe pe3yabTa-
TOB MOXHO 3aKJIIOUMTb, YTO HOBbIC BEICOKOUYBCTBH -
TenbHble ADK-meTeKTupylome CUCTEMbBI HA OCHOBE
(bITyopOTreHHBIX MHAMKATOPOB, 1 B MEPBYIO O4Yepelb
AR, TO3BOJISIIOT OLIGHUTH CKOPOCTH 0Opa30BaHUS Me-
PEeKHMCH BOIOpPOIAa B PACTUTEILHBIX MUTOXOHIPHUSIX
in vitro B 3aBUCUMOCTH OT MX (PYHKIIMOHAJILHOTO CO-
crossHUusl. Mcrionb3oBaHUE aHTUOMOTHUKA ajlaMeTH-
HA I0KAa3aJio, YTO U3MEPEHHasl C ITOMOIIBIO TAKOTO
noaxoaa ckopocTh akkymysiasiuuu H,O, B cpene MH-
KyOaluy opraHeJll Ha CaMOM JieJie He OTpaXkaeT 1C-
TUHHOU M 3aMETHO 00Jiee BHICOKOUM CKOPOCTH UX Ie-
Hepaluuu B MUTOXOHApUsIX. OOHapy>XeHHbIE B HACTO-
qiIeii padboTe BBIpaXKeHHBIE MNOOOYHBIE 3P (EKThI
KJIaCCUYECKMX MHTMOUTOPOB TEPMUHAIBHBIX OKCH-
ma3 OTL mMuTOXOHIpPUWIT pacTeHWiI Ha IIOBEeACHUE
M3YyYEeHHBIX TECT-CUCTEM, CBSI3aHHbBIE C MOTEPEi I10-
CJIEITHUMHU 4YyBCTBUTENbHOCTH K ADK, mo3BosIOT
3aKJIIOYUTh, YTO BBISIBJIEHHE C MX [IOMOIIbLIO aHTHOK-
cuganTHOU ponr AO CyIIECTBEHHO OCIOXHSIETCS U,
MO-BUAMMOMY, TPeOYET NCITOIb30BaHUS IPYTUX IO~
XOIOB.

Asmopbt baazodapsam compyoHuKos Kagedpwvl 6uo-
xXumuu ouonoeuyeckoeo gpaxyavmema MIY Bepy leop-
eueery Ipueennuxogy u Audpes Imumpuesuua Buno-
2padoea 3a yeHHble coembl NPU GbINOAHEHUU IKCHepU-
MEHMO8 ¢ NPUMeHeHUeM ANaMeMULUHA.

Pabora BeimosiHeHa nipy (PMHAHCOBO ITOAACPXKKE
rpaHTa Poccuiickoro doHna dyHIaMeHTaTbHBIX UC-
cinepoBanmii (rpoekt Ne 13-04-01828), a Takke 3a
CUYET CpEICTB CyOCHIWU, BBIIEJIEHHON B paMKax
rocygapcTBeHHoU mnomaepxkku KazaHnckoro (Ilpu-
BOJDKCKOTO) (pemepaabHOrO YHHMBEPCUTETa B ILIEJSX
MOBBIILIEHUSI €T0 KOHKYPEHTOCIIOCOOHOCTH Cpeay Be-
IYIIUX MUPOBBIX HAyYHO-00pa30BaTeIbHBIX LIEHTPOB.

CITMCOK JIUTEPATYPBI

1. Schwarzlinder M., Finkemeier 1. Mitochondrial energy
and redox signaling in plants // Antiox. Redox Signal.
2013.V. 18. P. 2122—-2144.

2. Gleason C., Huang S., Thatcher L.F., Foley R.C.,
Anderson C.R., Carroll A.J., Millar A.H., Singh K.B.
Mitochondrial complex II has a key role in mitochon-



152

10.

11.

12.

13.

ABJIPAXUMOBA u ap.

drial-derived reactive oxygen species influence on plant
stress gene regulation and defense // Proc. Natl. Acad.
Sci. USA. 2011. V. 108. P. 10 768—10 773.

Cvetkovska M., Alber N.A., Vanlerberghe G.C. The sig-
naling role of a mitochondrial superoxide burst during
stress // Plant Signal. Behav. 2013. V. 8. P. 161—166.

Dinakar C., Abhaypratar V., Yearla S.R.,
Raghavendra A.S., Padmasree K. Importance of ROS
and antioxidant system during the beneficial interac-
tions of mitochondrial metabolism with photosynthetic
carbon assimilation // Planta. 2010. V. 231. P. 461—-474.

. Kalyanaraman B., Darley-Usmar V., Davies K.J.,

Dennery P.A., Forman H.J., Grisham M.B., Mann G.E.,
Moore K., Roberts L.J. 11, Ischiropoulos H. Measuring
reactive oxygen and nitrogen species with fluorescent
probes: challenges and limitations // Free Radic. Biol.
Med. 2012. V. 52. P. 1—6.

Winterbourn C.C. The challenges of using fluorescent
probes to detect and quantify specific reactive oxygen
species in living cells // Biochem. Biophys. Acta. 2014.
V. 1840. P. 730—738.

. The Molecular Probes Handbook: A Guide to Fluo-

rescent Probes and Labeling Technologies / Eds.
Johnson 1., Spence M.T.Z. USA: Life Technology
Corporation, 2010. 1090 p.

. Audpeee A.10., Kywmnapesa [I0.E., Cmapkos A.A.

MeTaboan3M aKTUBHBIX (OpM KHUCIOpOAa B MUTO-
xoHapusx // buoxumus. 2005. T. 70. C. 246—264.

Grivennikova V.G., Vinogradov A.D. Partitioning of su-
peroxide and hydrogen peroxide production by mito-
chondrial respiratory complex I // Biochem. Biophys.
Acta. 2013. V. 1827. P. 446—454.

Moreno-Sdnches R., Herndndez-Esquivel L., Rivero-
Segura N.A., Marin-Herndndez A., Neuzil J., Ralph S.J.,
Rodriguez-Enriquez S. Reactive oxygen species are
generated by the respiratory complex II — evidence for
lack of contribution of the reverse electron flow in com-
plexI// FEBSJ. 2013. V. 280. P. 927—938.

El-Khoury R., Dufour E., Rak M., Ramanantsoa N.,
Grandchamp N., Csaba Z., Duvillié B., Benit P,
Gallego J., Gressens P., Sarkis C., Jacobs H.T., Rustin P.
Alternative oxidase expression in the mouse enables by-
passing cytochrome c oxidase blockade and limits mito-
chondrial ROS overproduction // PLoS Genet. 2013.
V.9:e1003182.

Cortassa S., O’Rourke B., Aon M.A. Redox-optimized
ROS balance and the relationship between mitochon-
drial respiration and ROS // Biochem. Biophys. Acta.
2014. V. 1837. P. 287—295.

A6opaxumoséa H.P, Audpees H.M., Illyeaes A.T.
YyacTue IMCCUTIATUBHBIX CUCTEM B KOHTPOJIE HEpre-
THYECKOM 3(P(PEeKTUBHOCTHU AbIXaHUST B MUTOXOHIPUSIX
STUOJMPOBAHHBIX ITPOPOCTKOB O3MMOM ITIIEHULIBI //
@uszunonorus pacrenuid. 2011. T. 58. C. 509—517.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

®U3NOJIOTUA PACTEHU

Chance B., Williams G.R. The respiratory chain and ox-
idative phosphorylation // Adv. Enzymol. 1956. V. 17.
P. 65—134.

Ilonoe B.H., Pyyee D.K., Cmapkose A.A. Bnusaue nH-
TUOUTOPOB BJIEKTPOHHOTO TPaHCIIOpPTa Ha 0Opa3oBa-
HUe aKTUBHBIX (DOPM KUCIOPOa TPU OKUCICHUU CYK-

LIMHATa MUTOXOHIpUsiMU Topoxa // buoxumusi. 2003.
T. 68. C.910—-916.

Ipabenvrvix O.U., [lobexncumosa T.11., I[lasrosckas H.C.,
Koponresa H.A., boposux O.A., Jlwbywxuna H.B.,
Boiinukoe B.K. AutTnokcumaHTHasi (yHKIIUS albTep-
HaTUBHOW OKCHIa3bl B MUTOXOHIPHUSIX O3MMOM TTIIe-
HUIIBI TIPU XOJIOAOBOM 3akajiuBaHuu // buoi. mem-
opannl. 2011. T. 28. C. 274—283.

Lowry O.H., Rosenbrough N.J., Farr A.L., Randall R.J.
Protein measurement with Folin phenol reagent //
J. Biol. Chem. 1951. V. 193. P. 265-275.

Gostimskaya 1.S., Grivennikova V.G., Zharova T.V.,
Bakeeva L.E., Vinogradov A.D. In situ of the intramito-
chondrial enzymes: use of alamethicin for permeabili-
zation of mitochondria // Anal. Biochem. 2003. V. 313.
P. 46—52.

Hsiao K.C., Bornman C.H. Salicylhydroxamic acid
mimics esterase-like action // J. Exp. Bot. 1993. V. 44.
P. 1847—1849.

Maxwell D.P., Wang Y., MclIntosh L. The alternative ox-
idase lowers mitochondrial reactive oxygen production
in plant cells // Proc. Natl. Acad. Sci. USA. 1999. V. 96.
P. 8271-8276.

Popov V.N., Simonian R.A., Skulachev V.P., Starkov A.A.
Inhibition of the alternative oxidase stimulates H,0O,
production in plant mitochondria // FEBS Lett. 1997.
V. 415. P. 87—-90.

Quellet M., Aitken S.M., English A.M., Percival M.D.
Aromatic hydroxamic acids and hydrazides as inhibi-
tors of the peroxidase activity of prostaglandin H, syn-
thase-2 // Arch. Biochem. Biophys. 2004. V. 431.
P. 107—118.

Braidot E., Petrussa E., Vianello A., Macri F. Hydrogen
peroxide generation by higher plant mitochondria oxi-
dizing complex I or complex I1 substrates // FEBS Lett.
1999. V. 451. P. 347—350.

Tahara E., Navarete F.D.T., Kowaltoaski A.J. Tissue-,
substrate-, and site-specific characteristics of mito-
chondrial reactive oxygen species generation // Free
Rad. Biol. Med. 2009. V. 46. P. 1283—1297.

Korshunov S.S., Skulachev V. P., Starkov A.A. High pro-
tonic potential actuates a mechanism of production of

reactive oxygen species in mitochondria // FEBS Lett.
1997. V. 416. P. 15—18.

Ipusennuxosa B.I., Bunoepados A./l. Tenepaius ak-
TUBHBIX (POPM KHCJIOpOJa MUTOXOHIpUSIMU // Yerniexu
6uon. xumuu. 2013. T. 53. C. 245—296.

Tom 62  Nel 2015




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (ISO Coated v2 300% \050ECI\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Perceptual
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /sRGB
  /DoThumbnails true
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts false
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 149
  /ColorImageMinResolutionPolicy /Warning
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 150
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 149
  /GrayImageMinResolutionPolicy /Warning
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 150
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 599
  /MonoImageMinResolutionPolicy /Warning
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 600
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /RUS <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /UKR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /DEU <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


