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OBIIASA XAPAKTEPUCTUKA PABOTHBI
AkTtyanbHocTh Tembl. [nyratnon (GSH) — MHOroyHKUMOHAIBHBIN TPUICHTH],

oOHapy)KEeHHBIN MpakTHYeCKH y BceX kuBbix opranu3moB (Noctor et al., 2012). V pacrenwuii,
MPOIYIUPYIONUX aKTUBHBIC (DOPMBI KUCIOPOa B mporiecce (GOTOCHHTE3a, KIETOYHOTO JbIXaHHS
Wi (QOTOJBIXaHUS, TIIYTATHOH B COCTaBE acKOPOAT-TIIyTATUOHOBOTO IIMKJIA MIPAET BaXKHYIO
poib B Heurpammsamuu H,O, (Foyer, Noctor, 2011). IToMrMO aHTHOKCHAAHTHOM (DYHKIHH
[JIyTaTHOH y4acTBYET B JIETOKCHKAIIMKU KCCHOOMOTHKOB M Tspkenbix MetauioB (Coleman et al.,
1997; Dixon et al., 1998; Jozefczak et al., 2012), B TpaHCIyKIMH CUTHAIOB P aOHOTHYECKOM M
OMOTHYECKOM BHJIaX CTpPECCa, a TAKXKE SBIISIECTCS OCHOBHBIM peloKc-OydepoM B OONBIIMHCTBE
KoMmmapTMeHToB pactutenbHoi kietku (Noctor et al.,, 2012). B penokc-cucremy riiyTaTnoHa
MOMHMO CaMOTO TpPHIICTITUA BXOJAT TJIYTATHOH-3aBUCUMBIC (EPMEHTHI (TIyTaTHOH-S-
TpaHcgepasbl, TIYTaTHOHNEPOKCUAA3bl) U (PepMEHT, 00ECIeUHBAIONINI €ro BOCCTaHOBIICHHE
(rmyratnoHpenykrasza). HecMoTpsi Ha TO, 4TO pOJIb IIIyTaTHOHA B KAYECTBE aHTHOKCHIaHTa OblIa
BBISIBIICHA UCTOPUYCCKH TEPBOM M aKTHBHO HCCIICAYETCS C MOMEHTA OTKPBITHS TJIyTaTHOHA, B
NOCJICTHUE JICCATUIICTUST OOJIbIIIE BHUMAHUS TIPUBJICKACT Y4acTUE PEIOKC-CUCTEMBI ITyTaTHOHA
B JieTokcuKanuu kceHoonoTrkoB (Coleman et al., 1997; Dixon et al., 1998; Tausz et al., 2004). B
CBSI3M C OTHM TIJIYTaTHOH W DJIEMEHTHI €r0 PEeIOKC-CUCTEMbl MHTCHCHBHO W3YYaIOTCS B TaKHX
KOMIIAPTMEHTaX PACTUTEIBHOW KJIETKH, KaK IIMTO30J1b, XJIOPOIUIACTBI, MHUTOXOHJIPHH,
nepokcrcombl U siapa (Noctor et al., 2012). OgHako cBeACHHS O TIYTATHOHOBOW CHCTEME
BAKYOJIEH 10 CUX NOP KpallHE CKYIIHbI U HOCAT OTPBIBOYHBIN XapakTep. Ha cerogHsimHui aeHp
U3BECTHO, YTO B BakyoJb mnocpeactBoMm ABC-tpaHcrnopTepoB HENOHUPYIOTCS TIIyTaTHOHOBBIC
KOHBIOTaThl KCEHOOMOTHKOB M 3HIOreHHBIX MeTabomuToB (Coleman et al., 1997; Dixon et al.,
1998). Ilpu yyacTUM 3THX K€ MEPCHOCYMKOB B BaKyoJlb H30HMPATEbHO TPAHCIIOPTHPYETCS
rIyTaTuoH B okuciaeHHoi Gopme (GSSG). Tem He MeHee, BaKYOISIPHBIN MY/l TIyTaTHOHA MAJIO
UCCIICIOBAJICS, U MPHUCYTCTBUE ATOTO TPHUIICHITHIA B BaKyOJISIX CYMTACTCS TKaHECTICIIU(PUIHBIM
WA BUIOCTICIIU(UIHBIM, ITOCKOJIbKY Y HEKOTOPBIX BUOB PACTEHUH COJIEpKaHUE BAKYOJISPHOTO
[JIyTaTHOHA OBUIO HE3HAYMTENLHBIM WM HEJOCTYNMHBIM i aerekuuu (Zechmann, Miiller,
2010; Noctor et al., 2012). [TpakTHueckr HUYETO HE U3BECTHO M O (PEPMEHTAX PEIOKC-CHCTEMBI
[JIyTaTHOHA BaKyoJsIpHOM Jokanu3auuu. OO0 akTUBHOCTH BaKyOJSIPHOM TIIIyTaTHOHPEIYKTa3bl
(GR, K.@. 1.8.1.7) ynomuHaeTcs TOJBKO B CBSI3M C H3y4YCHHEM TpAHCIOpPTa ackopbara B
BaKyOJIM MPOTOILIACTOB JIMCTheB siuMerst (Rautenkranz et al., 1994), u Hamuuue HECKOJIBKHX
BaKyOJISIPHBIX H30(opM riyTatuoH-S-tpancdepas (GST, K.d. 2.5.1.18) Obuto mokazaHo mpu
oMo mporeoMHoro ananusza y Arabidopsis thaliana L. (Carter, 2004). OgHako CBOMCTBA |
KHHETUYCCKUE XapaKTePUCTHKH JTHX (EpMEHTOB paHee HE WCCICIOBAINChE. B CBs3M C
BO3pPACTalOIIMM HHTEPECOM K YYacCTHIO LEHTPAJIBHOW BaKyOIM pAacCTUTEIbHOM KIETKH B
JETOKCHKAITNH KCEHOOMOTHKOB M TIOICPXKAHUH KICTOYHOTO PEAOKC-TOMEOCTa3a MBI TTOCUUTAIIN
BaXHBIM WCCIICJIOBATh B JAHHOM KOMIIAPTMEHTE KOMIIOHEHTBHI PEIOKC-CUCTEMBI TTyTaTHOHA,
BBITIOJHSIONIEH KJIIOYEBYIO POJb B AaHTUOKCHUIAHTHOM 3alUTe M JETOKCUKALUA B JPYTHX
KJIETOYHBIX oOpraHeiax. [lomydeHHBIE pe3ynbTaThl PACHIUPAT MpeAcTaBleHHe 00 ydacTuu
[EHTPaJbHOW BAaKyOJIId B OCHOBHBIX META0OJMYECKUX TPOIecCaX pPACTUTENBHON KIETKH U
obecreueHn HOpMaTbHOU KU3HEACITETFHOCTHA PACTEHUS B U3MEHSIOIINXCS YCIOBUSAX CPEIbL.
Hear u_3anauum_ucciaenoBanms. llens mnpenctaBisiemoit pa®oTh 3akimodaiach B

U3YYEHHUH 3JICMEHTOB PEIOKC-CHCTEMBI TNTyTaATHOHA B BAKYOJISIX KOPHEILJIOAOB CTOJOBOM CBEKIIBI
(Beta vulgaris L.) B cpaBHEHHH C OTHOCHTEIBHO XOPOIIO HM3YYEHHOW CHCTEMOM TyTaTHOHA
TAKOTO0 KOMIIAPTMEHTA, KaK IJIaCTHIbI.



Jlist noCTHXKEeHUs JAHHOW 1eJI ObUIN MOCTABJICHBI CIEYIOIUE 3a1a4H:
1. Onpenenuth cojepKaHWE OKUCIEHHOIO M BOCCTAHOBJIIGHHOTO TJIyTaTHOHAa BO (paKLUsAX
BaKyOJIEH U IUIACTU[I, @ TAKXKE B TKAHEBOM DKCTPAKTE KOPHEIUIOAOB CTOJIOBOM CBEKJIBI.
2. W3yunTth akTUBHOCTH, pH-ONTHMYM, KHHETHYECKHE XapaKTEPUCTHKH, H30()epMEHTHBIN
COCTaB, B3aMMOJCHCTBHE C WHTUOMTOPOM U 3aBUCHUMOCTb YPOBHS AaKTHMBHOCTH OT CTaJuu
pa3sBUTHSI TIIYTaTHUOHPENYKTa3bl U TIyTaTUOH-S-TpaHC(epasbl BaKyouslel, IUNIACTH U TKaHEBOTO
9KCTpaKTa KOPHEIUIOAO0B CTOJIOBOU CBEKIIBI.
3. OmpenenuTe KOHLEHTpALMIO IEPOKCHIA BOJOpPOJAa KaK COEAMHEHUs, aKTHUBHO
B3aMMOJCHCTBYIOIETO C INIyTATHOHOM M HCTOLIAIOLIET0 €ro Iyl B JKCTpaKTax BaKyoJIeH,
IIJIACTH], & TAK)KE B TKAHEBOM JKCTPAKTE KOPHEILJIOI0B CTOJIOBOM CBEKIIBI.
4. WccnenoBarh cojiepikaHue CBOOOTHBIX aMHHOKHMCIIOT, BXOJASALIMX B COCTaB TJyTaTHOHA, B
BaKYOJISIX, TKAHEBOM JKCTPAKTE KOPHEILJIOI0B CTOJIOBOM CBEKIIBI.

Hayunas noBu3Ha. B pesynbrare npoBefeHHON pabOTHl MOJIY4YEHBbI HOBBIE JaHHbBIE O

KOMITAPTMEHTAIIMA KOMIIOHCHTOB PEIOKC-CUCTEMbI TJyTaTHOHA B KJIETKAaxX 3aracaromnien
HMapeHXMMbl KOPHEIUIONO0B CToyoBOii cBekibl (Beta vulgaris L.). B Bakyomsix KiIeTok
KOPHEIUIO/IOB BBISIBJICHA JOBOJIBHO BBICOKAasi KOHIIGHTpamus riyratuona (B cpeaHem 30-40
MKM/mr Oenka). [TokazaHo, 4TO BaKyOJSIpHBIN ITyJ TIYTaTHOHA MPEJICTABIICH TJIABHBIM 00pa3oM
BoccTaHoBleHHOW (opmoii (GSH), npu stom cootHomenne GSH/GSSG cocrasisuio 8,4. B
BAKYyOJIAX KIJICTOK KOPHCIIJIIOA0B BIICPBBIC BbISIBJICHA u uccijieaoBsaHa AKTUBHOCTH
[IIyTaTHOHPEIYKTa3bl, (PepPMEHTA, MOAICPKUBAIOIIETO MIYTATHOHOBBIN ITyJl B BOCCTAHOBJICHHOM
COCTOAHMM. BoccraHaBinuBaeMblli BHYTPU BakKyOJIM TIJIyTaTHOH, BEPOSITHO, BOBJIEKAETCS B
IPOIIECChl JIOKAJIbHOW yTHJIM3AalUM aKTUBHBIX (GopMm kuciaopona (ADPK) win aeTokcUKaIyu
BBICOKOPEAKTHBHBIX METa0OIHMTOB. B mocienHeM ciydae BaKHOE 3HAYCHHUE HMMEIOT PEaKIMU
KOHBIOTAIIMH, KaTaJM3UPyeMbIe TIyTaTHOH-S-TpaHcdepa3aMu, aKTHBHOCTh KOTOPBIX TaKXkKe
BIICPBBIC BBISIBIICHA B BaKyOJsIX KJIETOK KOPHEILIOJOB CTOJOBOW CBEeKIbl. CrenupuiHoCTh
AKTUBHOCTH  TJIYTaTHOH-3aBHCHUMBIX  (EPMEHTOB  BaKyOJSIpHOW  JIOKajdW3alMu  ObLIa
MOJTBEPXK/IEHA TPH TOMOIIM HHTHOMTOPHOTO aHaM3a, 3UMOTrpaUvecKoro HCCIIECIOBaHUS
(epMEHTaTUBHON  aKTUBHOCTM B  IOJIMAKPWIAMHUJIHOM  Tele, HMMYHO(PEPMEHTHOTO
uccieI0BaHus (BECTEpH-0JI0T aHaIM3a), a TaKXKe MPU CPABHEHHH CO CBOMCTBAMU aHAJOTUYHBIX
(GepMEeHTOB TUTACTHIl KJIETOK KOPHEIUIOJOB CTOJIOBOM CBEKIbl. [lomydeHHBIE aHHBIE
CBHJICTEIBCTBYIOT B TIOJNB3Y IPEINOIOKEHHS O TOM, YTO TPAHCHOPTUPYEMBIH B BaKyOIH
TJIyTaTHOH HE YTHWIIM3UPYETCs, KaK MOJarajd paHee, a akTHUBHO BOBJICKAETCS B METa0OINYECKUE
IpPOIECChl, MPOMCXOIAIINE B BaKyOJIPHOM KOMIIAPTMEHTE M OIOCPEIYIOLIME €ro poyib B
HOJ/Iep)KaHUM KIIETOYHOTO PeIOKC-TOME0CTasa.

Teopernyeckasi U _NpaKTHYecKasi 3HAYUMOCTh. | JTyTaTHoH, TIyTaTHOHpPEAYyKTa3za H

IyTaTHOH-S-TpaHcdepa3a, oOHAPYKCHHBIE B BaKyOJSX, SBJISIOTCS YacThO OOIIEKICTOYHOU
PEIOKC-CUCTEMBI TIIYTaTHOHA, KOTOpask CTOUT Ha MEPBBIX pyOexkax 3alluThl OT HETaTUBHOTO
nericteuss ADK, SHAOreHHBIX TOKCHYHBIX COEIMHEHWH M KCEHOOMOTHKOB. McciemoBaHus
BAKYOJISIPHOM CHUCTEMBI TJIyTaTHUOHA 3HAYUTENBHO PACIIUPAT MPEACTABICHUE O BKJIAAE 3TOTO
KOMITAPTMEHTAa B MPOLECCHl JETOKCHUKAIIMM LUTOTOKCUYHBIX COEJIMHEHHI B PacCTUTEIIbHOU
kietke. Ocoboe 3HaueHne U3ydeHHe JAaHHONW CHCTEMBI IPUOOPETAET B CBSI3U C BO3PACTAIOIIUMHU
KOJMYECTBAMHU TMECTULUJ0B, BHOCHUMBIX €XKErOJHO B TIOYBY JJisi TMOBBIIIEHUS YypoXKas
CENbCKOXO3MCTBEHHBIX KYIbTyp. lloaTOMy wuccnenoBaHre BHYTPUKIETOYHBIX MEXAHU3MOB
JIETOKCHUKAITUU OTACHBIX JUISI 3/TOPOBhS YEJIOBEKA COCIMHEHHI B PACTEHUSX, YIIOTPEOIIEMBIX B
MUILY, UMEET OOJIBIIYI0 MPAKTUYECKYI0 3HAaUNMOCTh. Kpome Toro, ceifuac mupoko oocyx1aercs
POJIb aHTHOKCHUIAHTOB, MOCTYMAIONINX C MPOAYKTaMH MHUTaHUs, B TpodHIakTHKE 3a00JI€BaHMIA
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YyelloBeKa pa3HOM ATHOJOTMHM, YTO TaKXKe YKa3blBae€T Ha HEOOXOJWMOCTh H3y4eHUs
KOMITAPTMEHTALUU W AKKYMYJSIMM AHTHOKCHIAHTOB B KJIETKAaX 3amacarolleil MNapeHXHUMbl
KOPHEILJIOJI0B.

Marepuansl AUCCEPTAIMA MOTYT OBITh BKJIIOYCHBI B KYPCHI JISKIIMA 1O (U3HOJOTHH U
OMOXMMHH PAaCTCHUM, HCIIOJIB30BATHCS B TPOMUIHHBIX HAYYHO-HCCIEIOBATEIIHCKUX WHCTHTYTAX
PAH.

CBsi3b_¢ HAYYHBIMHM Nporpammamu. VccienoBaHus NpoOBOJIMINCH B COOTBETCTBUU C
npuoputetHbiMu HanpasiieHusMu CUDOUBP CO PAH (mpoekt V1.56.1.3., Ne roc. perucrpanuu
01201353696), monaepkanbl rpanToM Poccuiickoro ¢goHma ¢yHIaMEHTAIBHBIX HCCIEIOBAaHUN

(rpaat No 12-04-31383 mon a) m MwuHHCTEPCTBOM 00pa3oBaHus HW Hayku Poccuiickoit
Deneparun (cornamienue 8266).
Ilyoaukanuu u_anpodauus padorel. [To Marepuanam auccepranuy OmyOIMKOBaHO 9

paboT, B TOM uuciie 2 B pOCCUMCKUX PELIEH3UPYEMBIX )KypHaiax u3 ciucka BAK PO.

Pesynbrarel uccienoBanus Obutn mpeactabieHsl Ha |l MexmyHapogHoMm cummo3nyme
«Knerounas curnanusaiust y pacrenuin» (Kaszans, 2011), VII Cre3ne ObmiectBa (HU3N0IOTOB
pacrenuii Poccum «@usuonorus pacteHHM — (QyHZaMEeHTaJIbHas OCHOBA JKOJIOTMH U
WHHOBAMOHHBIX ~ OuotexHomoruit» (H. Hosropox, 2011), Bcepoccuiickoii Hay4dHO#
KOH(EPECHIIMH C MEXKIYHAPOJHBIM ydacTHeM «VIHHOBallMOHHBIC HANPABIICHUS COBPEMCHHOMN
¢usunonornn pacrenuit» (Mocksa, 2013), Beepoccuiickoit HayuHoi koH(pepeHIn «DakTophl
YCTOHYMBOCTH PACTEHUN B IKCTPEMAJIbHBIX TMPUPOIHBIX YCIOBUSAX M TEXHOTCHHOH Cperie»
(Upkytck, 2013), | MexaynapogHom cummnosuyme «MOJEKYISpHBIE acCHeKThl PEIOKC-
MeTrabonu3ma pactennin» (Kazans, 2013).

Crpykrypa u__00beM _paborbl. [luccepramusi wu3noxkeHa Ha 182 cTpaHuie

MAIIMHOMUCHOTO TEKCTa, COCTOUT W3 BBEIEHHUs, 0030pa JUTEpaTypbl, METOIMYECKON YacTH,
pe3yNbTaTOB HUCCIEAOBAaHUS M UX OOCYXKJCHHsS, 3aKIIOYCHMs, BBIBOJOB M  CIHCKA
UCIIONIb30BaHHOM nUTepaTyphl. B pabote mpencraBieHo 25 pucyHKoB U 6 Tabmui. Crucok
JUTEPATyphl BKIIFOYAST 272 UCTOYHUKOB, B TOM drciie 240 3apy0OeHBIX aBTOPOB.
OBBEKT U METOAbI UCCJIEJOBAHUASA
O0BbEeKTOM MCCJIeIOBAHMSI CITY)KWJIM KOPHEIUTOABI cTosioBoM cBEKbI (Beta vulgaris
L.) copt Bopno, Boipamennbie Ha onbiTHOM Yydactke CUOUBP CO PAH. Kophemnnoasl

OoTOMpau Ha pa3HbIX azax OHTOTeHE3a, YCIOBHO 0003HAYEHHBIX KaK CTaIus aKTUBHOT'O pOCTa
(aBryct — CeHTS0pb), CTaaus rIIyOOKOTO MOKOs (CEHTSOpPh — ampesb) ¥ MO3IHsS CTaaus MOKOs
WIM CTaJusl BBIXOJA W3 MOKOs (Mail — WIOHB). B 3uMHMII mepuoa KOPHEIUIOAbl XPpaHWIH TMPHU
temmneparype +4°C.

BbuiesieHue oprasesi. Bakyoin H30IMpoOBaiM M3 KIETOK KOPHEIUIOAOB CTOJIOBOM

ceekibl (Beta vulgaris L.) mpu momon MOIU(GHIMPOBAHHOTO MaKpOOOBEMHOTO METOjIa
(CansieB u ap., 1981). OGoramieHHy0 (Gpakiyio TIACTH/ MOTydadl OOIIETIPUHITHIM METOIOM
cormacio Boyle et al, 1986. Copaep:xkanue rayraTmoHa B oOpasnax H3MeEpsIIH

cnekrpodoTomeTpuuecku (Smith et al., 1984) ¢ mogudukammenn A1 OKUCIEHHOTO TIyTaTHOHA
(Behr, 1997) u MeTonoM BBICOKO3((PEKTHBHOI KUIKOCTHOI XpomaTorpapun (Rellan-Alvarez et
al., 2006). B mocneqHeM ciy4ae M3MEpEHUs MPOBOAMIM Ha XHIKOCTHOM MHKPOKOJIOHOYHOM
xpomatorpade “Munuxpom A-02” (Poccusi). AKTHBHOCTD [JIYTATHOHPEAYKTA3BI ONPEILSIISITN
ciekrpooTromeTpuueckn cormacao Anderson et al., 1990. HWuruburopHblii aHaNMH3

TIyTaTHOHPEAYKTa3bl ¢ 1-xyop-2,4-nuautpobenzonom (XJIHB) mpoBommmm  mMeTonom,
npetoskeHasiM Bilzer et al., 1984, IayraTnon-S-TpaHcdepasHyi0 aKTHBHOCTD HCCIICTOBAIN
criektpodoromerpuuecku ¢ cyoctpatamu XJIHB (Habig et al., 1974) u duyopoaudenom
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(Pascal, Scalla, 1999). UHruOuTOpHBIH aHaIU3 TIyTaTHOH-S-TpaHcdepas mposoawmm ¢ 0,5 MM
srakpunosoit kxuciotoit (Kilili et al., 2004). Conep:xanue HAJIH u HAJ® B o6pasuax
OTIPENENISIIN  CHEKTPO(POTOMETPUYECKMM METO/I0M, omnucanHbiM  Heber, Santarius, 1965.
Cozep:kaHue mepokcuiIa Bojaopoaa usMepsuid npu nomoi FOX-meroma (Galletti et al.,
2008). ConepkaHne aMHHOKHCJIOT B 00pa3iiax Onpee/suld Ha aBTOMAaTHYECKOM aHAIIU3aTope

aMuHOKHCIIOT AAA 339 (Yexwms) corimacHO MPOTOKOTY. DJAeKTPOGopeTHYECKUMH METOAAMHU

uccienoBaiv u30(hepMeHTHbII cocTaB OenkoB. [ coxpaHeHus: (pepMEHTATUBHOM aKTHUBHOCTH
OeNKM pa3Jesisiid B HEICHATyPUPYIOLIUX YCIOBUSAX COTIacHO obIenpuastomy meroay (I'aans u
ap., 1982). Ucnonb3oBanmu 7,5% u 10% nonuakpunamuassiii rens (ITAAIY). Mapkepom
nepemereHuss  Oenka  cayxun  kanuOpoBounsii  KUT  (Sigma).  H3osnmexrpuueckoe
doxycupoBanne OenkoB (MOD) mposomumu B ITAATL (T 5%; C 3%), conepxamem 10%
rimuepunaa u 3% amdonuta (pH 3,5-10,5). Anonurom ciyxkuna 0,06 N H3PO,, karomurom — 0,1
N NaOH (Purertn, 1986). B kauectBe Mapkepa mepeMelleHuss OelKa HCIIOJIb30BaIN
kamuopoBounsiii KUT mis UDD, comepaxarniuii 6enku, n3odnekrpuueckue Touku (Pl) KoTophix
Haxominch B mpeaenax pH ot 3,75-9,3. B monydeHHBIX TeNfx BBISBISUIM AKTUBHOCTh
TIIyTaTUOH-S-TpaHcdepas3bl U MIyTATHOHPEIYKTa3bl WM UCIOIB30BAIM WX JUIS MepeHoca Oenka
Ha HUTPOLEJUIIONO3HYI0 MeMOpaHy M MOCIHEAYIOIEr0o MMMYHOOJIOTTHMHTA. Bulyaau3anuio
aktuBHocTH B [TAAT riyratnonpenykrassl (Jlesutec, 1986; Aravind et al., 2005), riryraTron-
S-tpancdepaszsr (Gupta, Rathaur, 2005), mamaraeruaporenassl (JleButec, 1986) u kartaynassl
(Taanp u gp., 1982) npoBoaunu oOmwenpuHITHIMU MeTonaMu. /jsi BecTepH-0J10T aHaaM3a

130(OpPM TIYTaTHOHPEAYKTA3bl HCIOIH30BAIN TIOJIUKIIOHATIBHBIE AHTUTEIA MBIIIH, TOTydeHHBIC
Ha GR mekapckux apoxokei (Sigma). IMMyHH3anu0 MbIIeH MpOBOAMIM B 2 3Tama, BBOJS
aQHTUTEeH BHYTPUOPIOMIMHHO JBaXAbl C JABYXHeAEIbHbIM HHTepBajoM. 100 MKr BBOAMMOIO
aHTUIreHa OOBEIMHSAIM C PaBHBIM KOJMYECTBOM MoiHOro ambioBanTa ®dpeitnpa. Ilocne 50-60
JTHEH HMMMYHU3allMd MBbIIIEH OCYIIECTBIISIIM 3a00p KPOBH, COAEpXallel IOJUKIOHAIbHbIE
aututena (Kot u ap., 1991). IlepeHoc OenkoB ¢ remst Ha HUTPOLEIUIIOIO3HYI0O MeMOpaHy
MpoBOAWIN onucaHHbIM paHee MeronoM (IToGexumoBa u ap., 2004) ¢ He3HAYUTENIBHBIMU
MO (PUKAIUSAMHU.

UccnenoBanus mpoBOoAWIN B 3-5 aHATUTHYECKUX M 3-5 OMOJOTHUYECKUX TMOBTOPHOCTSIX.
[Ipu craTucThueckoit 00paboTKe Marepuaja HCHOIb30BAIM OOLIENPUHATHIE I10Ka3aTeNu:
cpenHee apupMeTHUYecKoe 3HA4YeHHEe, CTaHJIApPTHOE WM KBaJpaThyeckoe OTkioHeHHue (JlakuH,
1990).

PE3YJIbTATBI U OBCYXKXJIEHUE
Buioenenue opzanenn u nposepka yucmomal noiy4eHHbIX QPaKyuil

lenTpanpHas Bakyolb pAcTUTEIbHOW KJIETKH CUYUTAETCd MHOTO(QYHKIMOHAIbHBIM
KOMIIAPTMEHTOM, KOTOPBIM MIpaeT OCHOBHYIO POJIb B MOJJIEPKAHUM KIJIETOYHOTO IOMEOCTasa,
oOecrnieunBasi JEMOHUPOBAHME, IE€TOKCUKALIMIO UM JErpaJaliii0 KCeHOOMOTUKOB U SH/IOT€HHBIX
MeTabOJIUTOB, a TaKXKe ydacTByeT B KierouHoMm curHanuure (Carter et. al., 2004; Annapees,
2012). Onnako uccnenoBanus (pepMEHTATHBHBIX CUCTEM MIJIH HU3KOMOJICKYJISIPHBIX COCTUHCHUMN
BaKyoJlei He TaK MHOTOYHCIICHHBI, KaK MOXKHO OBLITO ObI 0KUAATh. DTO CBSI3aHO CO CII0)KHOCTBIO
M30JIMPOBAHMSI WHTAKTHBIX BakKyoJell H TIONyd4eHUs 4YHCTOM (pakuuu B KOJIWYECTBAX,
JIOCTATOYHBIX Ui MpoBeneHus Ouoxumudeckux aHanu3oB. B CUOUBP CO PAH B 80-e rojsr
obu1 MoaubuIMpoBaH MakpooObemublii Mmeton (Leigh, Branton, 1976), ocHoBaHHBI Ha
MocJeI0BaTENbHBIX dTanax Aud@epeHnuanbHOro NeHTpUPYrupoBaHusi U OYUCTKE B TPAJMEHTE
IUIOTHOCTU caxapo3bl. JlaHHBIH MeToJ MO3BOJSIET IMONIy4aTh YUCThIE (PpaKIMKM HMHTAKTHBIX
BaKyoJiel M3 KOPHEIUIOA0B CTO0BO# cBekibl (Beta vulgaris L.), moctaTodnbie A1 MPOBEACHHUS
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OMOXMMHUYECKUX MCCIIEIOBAaHUHN KaK BaKyOJIIPHOTO COKa, Tak U ToHorutacta (CamnsieB u ap., 1981;
[Ty3zanoBa u np., 1982; KyzeBanoB u ap., 1985). Jlnsa Bakyoseil KOPHEIIOI0B CTOJIOBOM CBEKIIbI
XapakTepHo (opMHpOBaHHE IBYX (pakiuii B TpagueHTe IUIOTHOCTH Caxapo3bl, KOTOpbIC
YCIOBHO ObUIM 0003HaueHbl Kak “nerkue” u “rspkensie” (KyseBano u ap., 1985) (Puc 1, A).
Panee ObI10 BBICKa3aHO MPEAIOIOKEHUE, YTO 3TH (ppakiuu 0Opa3oBaHbl IBYMs MOMYIALUSIMU
Bakyosieil. Bakyonu ¢ MeHbIied IUiaBy4deidl IUIOTHOCTBIO, TaK Ha3biBaeMmble ‘‘erkue” (B
rpagueHTe caxapo3bl pacnojaratorcss Ha rpanume 1,050 u 1,080 F/CM3), MPEIOI0KUTETBLHO
OTHOCSITCS K KJIETKaM 30HbI MEXKOJIbIIEBON apEHXUMbI KOPHEILIOIa U COJIepKaT O0JIbIlle HOHOB
KaJusi, HaTpUs, OPraHWYeCKUX KHUCIOT U aMHHOKHUCIOT. Torma kak Bakyosid c OoJbliei
IUTaByYedl IUIOTHOCTBIO M TPEOOIaJaroIuM COJCpKAHWEM caxapo3bl M OeTalMaHuHOB, WIH
“pspienbie” (pacrmonaratorcs Ha rpammue 1,080 u 1,145 r/cM’), OTHOCATCS K KIETKAM 3OHBI
KOJIBLIEBOW MapEeHXUMBI, COIepkKaIIel coCcyaucTO-BooKHUCThIe yuku (Ky3eBanoB u ap., 1985;
Karkos u ap., 1990).

B Hacrosimielt paboTe NaHHBIM METOJ HCIOJIb30BATIU JJIsl MOJyueHus: oOuiel ¢gpakiuu
W30JIMPOBAHHBIX BaKyoOJIeH, OObEIMHSSA MOMYISIIUK “TSKENbIX” U “Jerkux’’ Bakyoseil. Yucrory

MMOJIYYCHHBIX Cl)paKL[I/Iﬁ N HMHTAKTHOCTb BaKyo.]'Ieﬁ

P KOHTPOJMPOBAJIM  INpPH  IOMOILM  CBETOBOMU

@ MHUKPOCKOIIUU U Omoxumuueckux metonoB (Puc. 1
3 é u 2). B pe3ynpraTe aHaiu3 mpu MOMOIIH CBETOBOTO
2‘"’ mukpockonia NU-2E (“Carl Zeiss”, ['epmanusi)

. f MoKaszaJl, 4To BO (pakuuy U3 HIWKHHX CJIOEB

rpaJleHTa MIOTHOCTH MPUCYTCTBOBAIHM JJIEMEHTHI
KJIETOYHBIX CTEHOK M 0o0Jiee MEIKHE OpraHeIbl,
: CTPYKTYpUPOBAaHHBIE BHYTPH, BEPOATHO, sinpa (Puc
1, B). Ognaxo Bo dpakiusax “Tspkensix’”’ v “TIerkux’”
BaKyoJleH, MOJ00HBIE TPUMECH HEe OOHAPYKECHBI.
[TonTBepkieHNEe YUCTOTHI 00IIEH PpaKkuu U

HHTAKTHOCTU H30JIMPOBAHHBIX BaKYOJ'IGI\/JI TaKXeE

A B HOJIyYajId IyTeM 3MMOrpa(uUecKoro onpeaeicHue
Pucynox 1. Ananus 9ucTOThI (paKimii AKTHBHOCTH MapKepHBIX (pepmeHTOB B
M30JIMPOBAHHBIX BakyoJiell: A. Paznenenue
BaKyOJISIpHOH (ppaxiuu B rpajlieHTe

nosjuakpuiaMuanom rene (Puc. 2).

IUIOTHOCTH caxapo3bl. B. AHaIN3 4UCTOTHI ITepoxcucombl HC ABJIAIOTCA
(pakiuy 1Mo CBETOBBIM MUKPOCKONOM. 1. | IMOTEHUMAIbHBIMU KOHTAaMUHAHTAMM BaKyOJIIPHOHN
HIDKHHIA CITOM Ipa/iuenTa; 2. hpakius ¢dpakuuu u3-3a MaJIOro pasMepa OpraHe/ml H,

“TspKeNbIX” Bakyourel; 3. hpaxius .
CII€I0BATEIBHO, BBICOKOM CKOPOCTH

“nerkux” BaKkyoJICH.

cequMerTanud. OQHAKO  4YTOOBI  MCKIIFOYHUTH

BEPOSITHOCTh B3aWMOJICHCTBUS TMEPOKCHCOM M BaKyoJIel ¢ TMOCIEAYIONIMM CIUSIHHEM MeMOpaH
WIA BE3UKY/ISAIMH TOHOIUIACTA C  OJHOBPEMEHHBIM  3aXBaTOM  IIMTOIIA3MATHYECKOTO
COJICP)KMMOTO B TMPOIECCE BBIICICHUS, MBI HCCIICIOBAIM B Telie aKTHBHOCTh MapKEpHOTO
depmenTta nepokcucom — karanasbl (K.®. 1.11.1.6) (Chandlee et al., 1983). 3umorpaduueckum
METOJIOM KaTaja3Has aKTHBHOCTh Oblla BH3YyaJIM3UpPOBaHA B TKaHeBOM 3kcrpakte (Puc. 2, 0),
OJTHAKO B BAaKYOJSIPHOM 3KCTPAaKT€ aKTUBHOCTh JaHHOTO (epMEeHTa HE MPOSBISIIACH, UTO
MOATBEPKIAET YUCTOTY M MHTAKTHOCTH MOJTy9eHHOU (Ppakiuu Bakyosneit (Puc. 2, a).



Kpome Toro, g TONTBEpP)KIEHUS HMHTAKTHOCTH  HW30JMPOBAHHBIX  BaKyoJiel

ucnons3oBanu onpenenenne HAJ[- u HAID-

HAOQ-MAr HAO®-MAOr KaTanasa

T ManataeruaporeHasHo akrtuBHoctu (MII) B
rene. HAJJO-M/I' (K.®. 1.1.1.82) cnenudpuyna

s wiactun (Edwards et al., 1985), torma kak

HAJI-MII' (K.®. 1.1.1.37) Gbuta oOHapy»keHa BO

s - . MHOTHUX KJICTOYHBIX KOMITApTMEHTaX:
MHUTOXOHJIPHSIX, LIUTO30JIE, TVIMOKCHCOMAX,

MePOKCUCOMAaX, MHKpOCOMax, a TaKke B

a 6 B a 6 k

miactugax (Yudina, 2012). Hampwmep, u3BecTHO,
YTO OTHOIUIACTBI, BBIJCICHHBIC W3 JIMCTHEB

a 6 B BBIDAICHHOIO B TEMHOTE  A4YMEHd, U

PucyHOK 2. BHSyaHHSaHI/Iﬂ AKTHBHOCTH AMUWJIOIIIACThI, BBIACICHHBLIC M3 KOPHCU IOpoxa,

MapkepHbIX hepmertos B [TAAT: HAJ[®- conepxanu oba tuma MJIT" (Neuhaus et al., 1993).

M — HAI®-manataeruiporexassl, 3uMorpaduecKuii  aHaIM3 ~ BaKyoOJSAPHOW W
HAJI-MAT" — HA/l-ManaTAeruporenss, IJIaCTUHON (pakImil, a Takke PKCTpPaKTa TKaHU
KaTaJ1a3bl. a — BaKyOJIH, 0— OKCTPAKT TKaHH,

B — OGOTAIIEHHAs (BPAKIHS TLTACTHL, K — Ha npucyrcteue HAJI- u HAJ®-M/II' nokasan
KaTajia3a U3 OblubLeil CBIBOPOTKH. AKTHUBHOCTH 3TUX (bepMeHTOB B TKAHCBOM

AKCTpaKTe M B OOOTAIEHHOW (PpaKIuu TIacTH]
(Puc. 2, 6, B). B Bakyomsix cnenmduueckas akTuBHOCTH kak HAJ[-, tak m HAJD-MIT
orcyrcTBoBana (Puc. 2, a), 4To WCKIIOYAET KOHTAMUHAIMIO TOJYYCHHBIX H30JHMPOBAHHBIX
BaKyoJleil JTByMeMOpaHHBIMU MJIM OAHOMEMOpPAaHHBIMH OpraHeUIaMH, a TakKe MOBPEXICHUE U
MOCNEAYIONIYI0 BE3UKYJSIUI0 BaKyOJSIPHBIX CTPYKTYp, COIMPOBOXKIAIOIIYIOCA 3aXBaTOM
[UTOIJIA3MAaTUYECKOTO COIEP)KUMOTO.

Cooeporcanue enymamuona 6 oopazyax

I'myratnoH sBIsETCS HEOTHEMIIEMBIM KOMIIOHEHTOM BCEX OPraHOB PACTEHHM, HO €ro
coJiep’KaHuE€ B 3HAYUTENbHOM CTENEHM 3aBUCUT OT TUIA UCCIIEIyeMOM TKaHW, BUJA PacTEHUS,
CTaJIuM €ro pa3BUTHUs, YCIOBHUM mpou3pacTtaHus (T.e. JOCTYMHOCTH CEpPbl M a30Ta, BO3ACHCTBUS
CTPECCOBBIX (PAKTOPOB, HAIMYMSA CUMOMOHTOB) M BO MHOIOM OT MeTOjAa aHanmu3a. beuin
onpezeNieHbl Kak JAECSITKH HAaHOMOJIEH TJIyTaTHOHA HAa IPaMM ChIPOTO Beca, TaK M HECKOJBKO
MIJUTAMOJIEH B MpoToruiactax oTaenbHbix kiaertok (Noctor, Foyer, 19986; Meyer et al., 2001;
Rellan-Alvarez et al., 2006).

B Bakyonsx, miacTuaax U TKAaHEBOM JKCTPAKTE MOKOSIIHUXCS KOPHEIUIOAOB CTOJOBOM
CBEKJIBI COJIEp)KaHHMe TJIyTaTHOHA onpenensiim aAByMms crnocobamu (Taba. 1). ITlepBbrid —
CIIEeKTPO(OTOMETPUUECKHIT ~ METOJ, OCHOBAaHHBIM HA  MNpUMEHeHHH 5,5 -auTHOoOuC(2-
autTpoben3oinoi kucnorel) (ITHB wnu peakrusa Dmmmana) (Tietze, 1969). Bropoii, 6oiee
YYBCTBUTEJbHBIA U CHEU(PUUHBIN, METOJI — BBICOKO3(D(PEKTUBHAS JKUIKOCTHAs Xpomarorpadus
(B2XXX) (Vignaud et al., 2004). B otnuune ot crnekrpodoromerpuueckoro meroga BIXX
MO3BOJISIET  ONpEAETATh COAEp)KaHUE TJIyTaTMOHa B oOpasuax ©0e3 mpeaBapUTEIbHON
JiepuBaTH3alMK U He TpedyeT BoccTaHoBieHUsT GSSG, uTo ympomaer npoueaypy HOArOTOBKU
o0Opa3a M mNO3BOJsIET H30€XaTh M3MEHEHHH B PEIOKC-COCTOSIHMM IiIyTaThoHa. OJHaKo
¢depmentatuBHbld nukanueckuii merox ¢ JATHB no cux mop sBisercs Hambosee HIMPOKO
UCIoNib3yeMoii  TexHukod it ompeaenenus GSH uw  GSSG  w3-3a gocraTouyHOU
YYBCTBUTEIHLHOCTHU U JIOCTYITHOCTH.



Taoauma 1. Conepmalme JIyTaTUOHAa B KOMIAPTMEHTAX KOPHEIJIOA0B CTOJIOBOI CBEKJIBI,
OonpeacJeHHOoC pasHbIMM METOAAMMU

CrieKTpoOTOMETPHUECKHI METOJ C Xpomarorpaduideckuii MeTo/,
Kommnapr- JATHB, MxM/mr Genka MKM/mr Genka
M| GsH | 656 | Giod | Gse | GSH | GSSC | GG | asse
Bacyonu | 31,3 Oaf‘133i 31;5* 72,8 3%}* 46,7; a4 | 84
ITnactuael 6,3 0,08,?: 7’01,?: 7,2 %’?ﬁ (())’%)g 3,8 18
e | 3 | s | s | Y| "1 | oe | 1SS | 114

Pe3ynbraThl, MONMyYeHHBIE IBYMsI METOAAaMH, HECKOJIBKO pazimuyanuch (Tabm. 1). Tem ne
MEHEee, NpPU CONOCTABICHUH JaHHBIX OBUIM OYEBUAHBI OOIIME TEHICHIMHU: HAUOOJBIIUM
conepxkanneM GSH XxapakTepH30BallUCh BOJHBIC 3KCTPAKTHl TKAHW, a CaMbIM HH3KUM —
oOoramenHsle (paknuu 1wiacTua. M3 naurepaTypHBIX HMCTOYHHKOB HM3BECTHO KaK O BBICOKHX
KOHIIGHTPALUsAX TIyTaTHOHa B ractuaax (62-76% OT cCyMMapHOTO COJEpX aHHUS B KIIETKE)
(Noctor and Foyer 1998a, Foyer et al. 2001), tak u o Hu3kux (Ha 80-90% MeHbIIe, YeM B IPYTHX
kommaptmentax) (Miiller et al., 2004; Zechmann, Miiller, 2010; Zechmann et al., 20066;. Kolb
etal., 2010).

B T0 ke BpeMs B BaKyoJIsiX coJep)KaHHe IITyTaTHOHA OBIJIO JOCTATOYHO BBICOKUM, YTO HE
COBIAJIAJIO C MOJTYYEHHBIMU paHee pe3ysbTaTaMi OMOXUMHYECKUX ¥ UMMYHOTHCTOXUMHYECKUX
uccnenoBanuid. [IpucyrcTBue TiayTaTHoHa B BaKyoJSIX IO-TIPEKHEMY BBI3BIBAET IMCKYCCHH,
MIOCKOJIBKY B HEKOTOPBIX TKAaHAX W BHJAX PACTEHHH €ro HE YAaBajoCh ONpEIeNTuTh. Tak B
HECKOJIbKMX paboTax B BaKyoJIsix JIMCTheB M KopHeit A. thaliana, Nicotiana tabacum u Cucurbita
PEPO MMMYHOTHCTOXMMHYECKHM METOJOM HE OBUIO OOHApyXeHO WiH ObUI0 OOHAPYKEHO
He3HauMTeNIbHOe KoauyecTBo riayrarnona (Miller et al., 2004; Zechmann et al., 2006; Kolb et
al., 2010; Zechmann, Miiller, 2010). OtcyrcTBHE BaKyOJSIPHOrO TJIyTaTHOHA B JIaHHBIX
UCCIIEIOBAaHUSX OOBSACHSUIM €ro OBICTPOHl Jerpajanuei mocie TpaHCIopTa 4epe3 TOHOILIACT
(Miiller et al., 2004; Kolb et al., 2010). OgHako 3TUM e METOAOM IIIyTaTHOH OBLT OOHAPYXKEH B
BaKyOJISIX KJIETOK-CITYTHHUI[ (DJIO3MBI M COCYAMCTBIX KJIETOK mapenxuMbl (Zechmann, Miiller,
2010). I'myratnoH Takxke ObUT OOHApYXeH B Bakyoutsx juctheB A. thaliana B konnentparmu 17,6
HMOJIb Ha TpaMM cbiporo Beca win 300 MkM mpu okpacke moHoxjopodbumanoMm (B 100 pa3
MCHBIIICH, 4YeM B JPYI'HX KOMIIQPTMEHTax), YTO COOTBETCTBOBaO 5,4% OT CyMMapHOTro
conepxanuss riayratnona B kietke (Queval et al.,, 2011). A BblUKCIEHHAs C yYeTOM
3aHMMaeMOro o0beMa KOHIICHTpAIMs TJyTaTHOHA B BaKyolsiX KieTok me3opwmmia N. tabacum
cocraBmiaa npumepHo 20 MkM u cootBercTBoBana 17% ot obmiero conepxkanus (Rennenberg,
1982). Ilpu OGe3BomHOM (pakuuonupoBanuu sucteeB A. thaliana meromom BDXXX mocre
JIepUBaTU3AIIMM MOHOXJIOPOOMMAHOM KOHILIEHTpAlLUs TIyTaTHOHA B BaKyoJsiX OblIa omnpeseneHa
B npenenax 0,613-0,733 MM, uto Obi10 B 4 pasa MeHbine, yem B miaactugax (Krueger et al.,
2009). B mporomaacrax Mme3oduiuta JucTheB sumens Hordeum vulgare L. comepskanue
rinyrationa B cynbdrugpuibroin popme (GSH) B Bakyossix 0buto 0,9% OT 0OIIEKIETOYHOTO
COZICp’KaHMsI BOCCTAHOBJICHHOTO TJyTaTHoHa, a B aucyibduanoit popme (GSSG) — 12% ot
obmrero cogepxxanuss GSSG B knerke (Dietz et al., 1992). B stom ciiyuae oTMeyalid HH3KOE
cootHourenue GSH/GSSG B Bakyousix (1,3), 4To cuuTaeTcs XxapakTepHOH 0COOCHHOCTBIO ATOTO
KOMITapTMEHTa. UTO KacaeTcs pe3ysIbTaToOB HCCIEIOBAHUS KOMIIAPTMEHTAIlMHM TIyTaTHOHA B
KJIETKaX KOPHEIJIOIOB CTOJIOBOM CBEKJIbI, TO OHH ITOKA3aJId HE TOJIBKO BBICOKOE €ro CofiepKaHue
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B BaKyoJsiX, HO M JOBOJbHO BbICOKOe cootHomieane GSH/GSSG, mnpu onpeaencHun
XpoMaTorpadu4eckuM MeTOJIOM COMOCTaBUMOE C TUIACTUAHBIM U obmmeTkaneBbiM GSH/GSSG,
XOTSI OHO OBIJIO HE3HAYUTEIHLHO HIKE rociaeauux (Taom. 1).
Criemyer OTMETUTH, YTO BBICOKOE COJEp)KAaHHE TIyTaTHOHA ObUIO XapaKTEpHO B IEJIOM
JUIE KOPHEIUIOJIOB CTOJIOBOM CBEKJIBI, YTO, BEPOSITHO, CBA3aHO CO CHEUU(UKON H3ydaeMoro
00BEKTa, TaK KaK MCCIICOBAHUS TIPOBOIMIINCH HA MTOKOSAIIMXCS KOpHEIUIoaax. B To ke BpeMs u3
JUTEPATypHBIX HMCTOYHHKOB W3BECTHO, YTO 3HAYUTEIBHOE YBEIMYCHHUE KOHIICHTPAIHH
[IIyTaTHOHA Y PACTCHHUU HAOJIOACTCS MMEHHO B COCTOSIHUM TMOKOsA. Tak, MOBBIINICHUE YPOBHS
TIIyTaTHOHA OT 2 70 § pa3 B MEPHOJ] MOKOs ObLIO XapaKTEPHO JUIsi XBOMHBIX M JIMCTOIAIHBIX
JepeBbeB. OTOT (akT OOBACHSIM HW3MEHEHHEM MeTa0oJau3Ma M BO3JCHCTBHEM HM3KHX
temneparyp (Siller-Cepeda et al., 1991). Hccnenyembie B HacTosiield paboTe KOPHEILIOJBI
IIPOTUBOCTOSIIM BO3JEHCTBUIO HU3KUX Temreparyp (4°C), a Takke APYTMM CTPECCHUPYIOLIMM
(dakTOopaM IOBOJBHO JUIMTENBbHOE BpeMs (Ha MpOTsbKeHUHM 6-8 MmecsueB). Kpome toro, anamms
JUTEPATyphl MOKAa3aJ, YTO HEMAIOBAXKHOE 3HAYCHHUE NPU U3YUCHHH COJICP)KAHHsS IIIyTaTHOHA B
BaKyoJIsIX, 10 BCEH BUJMMOCTH, MMeEET creunuduueckas (yHKIHS HCCICAYEMbIX OPraHOB M
TKaHeil. PaHHWe wuccieoBaHUsl TPOBOJWIMCH TJIABHBIM O0pa3oM Ha BaKyoJsIX KOpPHEH WK
me3opmwia gucra A. thaliana, taGaka, sUMEHs, TBIKBBI M T.. MBI XK€ HMEIH JEJIO C
KOPHEIUIOIaMH, COCTOSIIIIMMHU TPEHMYIIECTBEHHO U3 3alacalomield MapeHXuMbl, OoraToi
COCYIIUCTBIMH ITy4KaMu. [Ipu 3TOM M3BECTHO, YTO B BaKyOJISIX KIETOK-CIyTHHII (priosmbr C. pepo
[JIyTaTHOH ObIT OOHapy)KeH HMMMYHOTHCTOXMMHYECKHM METOAOM, KOTOPBIM HE YAaJoCh
BBISIBUTH TJIYTATHOH B BaKyOJISIX JIMCTHEB M KOPHEH HEKOTOPBIX BUJOB pacTteHuit (Zechmann,
Miiller, 2010). IToaTomMy, MOXHO MPEAMOJOXKHTh, YTO BAaKyOJIb KaK OCHOBHOH 3alacaroiiuii
KOMITAPTMEHT B KJIETKaX [MapeHXMMbl W MPOBOMAIIMX IYYKOB KOPHEIIOAA MOXKET
AKKyMYJIMPOBATh ropa3zo OOJbIINE KOJHMYECTBA META0OIUTOB, U B TOM YHCIIE TIIyTaTHOHA, YeM
Jpyrue TKaH!.
I'nymamuonpedykmasa
O6pamaer Ha ce0s BHUMaHWE NPEUMYIIECTBEHHO BOCCTAHOBJICHHOE COCTOSIHHE
TJIyTaTHOHOBOTO ITyJIa BaKyOJIeH KOPHETUIO0B cT0JI0BOM cBeKJbl (Tabm. 1). Panee npu momorum
OMOXMMHYECKHX METOJOB B BAaKyOJIIX Takke OOHApYy)KHMBAIM KaK OKHCJICHHBIH, TaK W
BOCCTAHOBJICHHBIN TJIIYTaTHOH, U, XOTs cooTHomeHne GSH/GSSG B BakyoJsIX M30JIMPOBAHHBIX
IPOTOIUIACTOB JIMCThEB STUMEHS Ob10 OoJiee okucieHHbIM (1,3), yem B mpoTomiactax B LEIOM
(17), xoHLEHTpalMsl INIyTaTHOHA BOCCTAHOBJIEHHOT'O IPEBbIIIANa KOHIEHTPALHUIO OKUCIEHHON
dopmsi (Dietz et al., 1992). B To ke BpeMsi Ha CETOAHSIIHNUN JI€Hb YCTAHOBJICHO, YTO B BAKYOJIH
pPacTUTENBHBIX KJIETOK ITIyTaTHOH TPAHCHOPTHUpYeTCs 100 B OKHMCIEHHOM (opme, 1100 B BUE
rIIyTaTHOHOBBIX KoHbioratoB (Foyer et al., 2001). Tlo moBoay (GHU3HOJOTHUECKOW POJIH
TPAaHCIIOPTA OKHUCICHHOTO TIyTaTHOHA MpeolianaroT aBa MHeHUsA. COrjlacHO MEpBOMY, MEPEHOC
OKHCIICHHOTO TJIyTaTHOHAa B BaKyoOJlb HEOOXOIUM Ul TOJJICpPKAHUS PEIOKC-TOMEOCTa3a B
IIUTO30JIe, 0COOCHHO B ycioBusx crpecca (Foyer et al., 2001). Bropast Touka 3peHHss OCHOBaHa
Ha TOM, YTO JIUCYIb(UI TIyTaTHOHA SBISAETCS MEHEe PEaKIMOHHOCIOCOOHON MOJIEKYNIOH U
NOTOMY OKHCJICHHas (hopma Oosiee mpeanoututenbHa i Tpancnopta (Noctor et al., 2011). Tem
HE MEHee, BOCCTAHOBJIEHUE TITYTaTHOHA MO/ JCHCTBUEM IIIyTaTHOHPEIYKTa3bl B BaKyOJIsIX paHee
He oOcyxnanock (Noctor et al., 2011), u GR Bakyousieit OTIeNbpHO A0 CHX MOp HE UCCIIE0BANACH.
O TpUCYTCTBUH TIYTATHOHPEAYKTAa3bl B BAKYOJISIX YIIOMHHAETCS TOJBKO B CBS3HM C M3y4YCHHEM
TpaHCIopTa ackopbaTa B BaKyoJid MpoToriacToB juctheB sumens (Rautenkranz et al., 1994).
Tak kak B HalIeM ciydae co/ep’KaHHe BOCCTAHOBJIIEHHOTO TIIYyTaTHOHA B BaKyOJIsIX 3HAYUTEIHHO
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MIPEBBIIATIO COJEPIKAHUE OKHCICHHOW (DOPMBI, MPEACTOSUIO0 yCTaHOBHUTH mHpucyrctBue GR B
JaHHOM KOMITAapTMCHTC.
[nyratnoHpenykrasa sBiseTcss (DIaBOMPOTEHMHOBON  OKCHIOPEIYKTAa30#, KOTOpas

KaTaJIM3UpYyeT BOCCTAHOBIECHHE TiayTaTHoHOBOTO mucynbpuna (GSSG) no cymbdruapunsHon
dopmbl (GSH), ncnons3ys B kauectBe Boccranosureinst HAJIOH/HA/IH. Monekynspaas macca
pactutensHbix GR konebiercs ot 60 10 190 x/Ia (Mullineaux, Creissen, 1997).

B xo1e npoBeeHHOTO HMCCICIOBAaHUS B BaKyoJIsIX ObLTAa OINpe/iecHa JOBOJBHO BBICOKAsS
GR-akTHBHOCTS. Y1005l yoemuThes B
crienupuIHOCTH HaOJIFO JaeMOl peaKIu,

160

140

~

I

8

E T HCCIICAOBaHUA TIMPOBOAWIIM B CPAaBHCHUU C

= 120 —

a § L mIacTugaMu u TKaHCBBIM 9KCTPAKTOM,

B 2 100 —

S npucyrctBie GR B KOTOPBIX HE BBI3BIBAJIO

I g 80 — .

Y comuenus (Edwards et al., 1990; Madamanchi
60 —

[}

26 1 etal., 1992).

= —

0= I

° 20| I . B nammx oOpa3uax ypoBeHb aKTUBHOCTH,

g o onpeneasieMblil CIIEKTPO(HOTOMETPUUSCKH, OBLIT

E BaKyo/iM  3KCTPaKT  1acTuabl BhINIE B Tutactuaax (Puc. 3), 4TO COIJIACYETCS C

TKaHM

JUTEPaTypHbIMU JTAHHBIMU O TOM, 4TO 10 80%

Pucynok 3. AKTHBHOCTb IlyTaTHOHPEIAYKTa3bl | kjeTo4HOM axkTuBHOCTH GR  npuHamiexut

BO (ppakiusix BaKyoJie, IIacTua U B
OKCTDAKTC TKaHU.

xJioporiacTHeiM u3odopmam (Edwards et al.,
1990; Yousuf, 2012). OpHako ypOBEHb
aktuBHOCTH GR Bakyoseit ObUT Takke TOCTaTOYHO BBICOK U IMpeBbilIan obmerkaneBoi (Puc. 3),
XOTSl M3 TOJYYECHHBIX paHee Pe3yJIbTaTOB ObLIO M3BECTHO JIMIIb O cjienoBoi akTuBHOCTH GR B
BaKyOJISIX MPOTOILIACTOB JIMCTHEB SIUMEHSI, TJIe OHAa COCTaBIisIa IMpuMepHO 1% OT cymmapHoi
aktuBHOCTH GR mpotomacra (Rautenkranz et al., 1994). B nienom ypoBenb aktuBHOCTH GR 13
pa3HbIX KOMIIAPTMEHTOB KJICTOK KOPHEIUIOAOB CTOJIOBOM CBEKJIBI OBLI CONOCTABUM C JaHHBIMHU

00 aKTUBHOCTH 3TOro (epMeHTa y IpYyrux

_ BunoB pactennii: or 30 mo 150 wMmoueit

E w0 O saxyonn HAJI®H/Mr Genka/MUH B JIMCTBSIX TOMara

I 140 H .

e T (Kuzniak, Sktodowska, 2001); ot 35 mo 55

g 120 O 3KCTPaKT TKaHU .

< T HMOJIEH HAJI®H/mr Oenka/MUuH B
I 100

g 3 - npopocTkax Kykypy3ssl (Edwards et al., 1990).

ze Kax MOKa3aIn JaNbHEUIne

60 T

~ X 9

25 . T —1— uccnenoBanus, akTuBHOCTH GR  Bakyorneit
© T N

£ 2 ___I_ - - 3aBUCeNa OT CTaJUH Pa3BUTHSl KOPHEIUIONA U

% o - ' BO3pacTaja TMOYTH B 2 pa3a Ha IMO3JHEH

s cTaawa pocta  cTaaua nospHss cragun mokos (Puc. 4), xorna B KOpHeIIoaax

E rny6okoro craaua o o

< nokost nokos CTOJIOBOM  CBEKJII C OJIHOH  CTOPOHBI

Pucynox 4. AKTUBHOCTB ITyTaTHOHPEAYKTa3bl HaOmofaeTcs  BO3OOHOBICHUE  POCTOBBIX
BaKyOJICH, IUTACTU]T M KCTPAKTA TKaHH Ha rnpomeccos, a € JApyrou — IOPaKCHHUE
Pa3HBIX CTaHAX Pa3BUTHS KOPHEILIOA. KOPHEILIOI0B PHOKOBBIMH u

OakTepuadbHbIMU  maroreHamu. CrapeHus
TKaHe#, KaK MPaBUJI0, COMTPOBOKIAECTCS OKUCIUTEIBLHBIM CTPECCOM, UTO CBSI3aHO C HapyIICHHEM
OanaHca ¥ KOMIIAPTMEHTAIIMH OKHUCIIUTEIbHO-BOCCTAHOBHUTEIBHBIX peaknuii B kieTke (del Rio et
al., 1998), takue W3MEHEHHUST BO3MOXHBI M MMPH UTUTEIHLHOM XpaHECHHH KOPHEIUIONOB. B TO ke
Bpemss yudactue GR B oTBeTax pacTeHHMI Ha OKHCIUTEIBHBIA CTPECC IOATBEPIKIAETCS
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MHOXECTBOM COOOIICHWH O BBICOKOW AKTUBHOCTH TJIYTAaTHOHPEAYKTa3bl B YCTOWYHMBBIX K
CTpecCy U TPaHCTEHHBIX pacTeHHUsX co cBepxakcmpeccueit GR (Liu et al., 2012; Yousuf, 2012).
Hanpumep, wusBectHo, uyto GR aKTUBHOCTH B JIUCTBSX TMOBBIIIACTCS TMPU YBEIHYCHHUU
KOHLICHTPALMK KUCIIOPOJia, HHM3KOH Temreparype, 3acyxe, o0pabdoTKe repOMIMIaMHu |
Bo3ayiHbIMU TIo/uToTanTamMu (Kubo et al., 1993; Edwards et al., 1994). Takxe coo01iaiaocs o
3HAYUTEBHOM IOBBIIICHUN akTUBHOCTH GR mocie 3apakeHue JTUCThEB TOMaTa BO30yAUTEIIEM
cepoii ramtu Botrytis cinerea (mo 211%) (Kuzniak, Sktodowska, 2001).

Jnst GR u3 pa3HbIX OpraHU3MOB XapaKTepHa SPKO BBIpaKEHHAs! 3aBUCUMOCTh AaKTUBHOCTH
depmenta ot ycrmoBuii pH u mpupoabl nupuaMHHYKIeoTHAa. bonbmuHCTBO M30popM GR
pacteHuii oOsagaroT BeICOKHM cpoactBoM k HAJI®H (<10 mxM), xots B kauecTBe AOHOpA
AJIEKTPOHOB MOT'YT Takxe ucnois3oBaTb HAJIH, HecMOoTps Ha TO, 4TO CPOACTBO K 3ITOMY
NUPUIMHHYKIICOTHY HIDKe B aecsatku pa3 (Halliwell, Foyer, 1978). [Ipu 3TomM onTHManbHBIMU
yenousmu pH s peakiun ¢ HAJIOH sBisiroTest HewTpanbHbie u cinadomenounsie (Halliwell,
Foyer, 1978; Hausladen, Alscher, 1994a; Kubo et al., 1993), a s peakiiun ¢ HAJIH — kucisie
(Halliwell, Foyer, 1978). Pe3ynbTarhl HalIMX SKCIEPUMEHTOB MOATBEPANIN 3TY 3aBUCHMOCTD
(Puc. 5). Peaknuu BocCTaHOBJICHHUs OUCYNb(UIA TIIyTaTHOHA B HAIIMX OOpa3liax MpoTeKalu
6onee axktuBHo ¢ HAJI®H npu pH 7,0-8,0, a ¢ HAJAH — npu pH 5,0. Ognako naxe mnpu
onTUMabHBIX ycnoBuax peakuus ¢ HAJ/IH npotekana B cpenneM B 4-5 pa3 MeJJIeHHEE, YEM C

< 120 —&— Bakyonu - 40 - 5 Bakyonu
g £ SKCTPAKT TKaHu E 35 A -7 SKCTPAKT TKaHU
—$— nnacTtvabl -4
E 100 - T 30 - —&— nnacTuabl
I a E
[
23 80 S £ 25
) Znm
=a z € 20 -
S 2 60 o ¥
[ 03
T aw 157
s 40 1 oL
O = o =10
: :
I 201 g 5 -
3 &
< 0 T T T 1 < 0 T T T 1
pH5.0 pH6.0 pH7.0 pHS8.0 pH5.0 pH6.0 pH7.0 pHS8.0
Pucynox 5. 3aBUCUMOCTb aKTHBHOCTH TNIyTaTHOHPEAYKTAa3bl BAaKyoJieH, TIACTU] K TKAHEBOTO
3KCTpaKTa KOPHEIJIO0B CTOJIOBOM CBEKIIBI OT ycioBuit pH B mpucyrcrsuu 0,1 MM HAJIOH
(cmeBa) u 0,1 MM HAJIH (ctipaBa).

HAJI®H, uro 06bsicHseTCca MeHbIIUM cpoJcTBOM (pepmenTta kK HAJIH.

HccnenoBanne GR-aktuBHOCTH mipu pa3HbIX KoHHeHTpamusx GSSG mokasano spko
BBIPQKEHHYIO KOHIICHTPAIMOHHYIO 3aBUCHUMOCTB, KOTOpas COOTBETCTBOBAja 3aBHCHMOCTH
Muxasmuca-Menten. [lpu pacuere Km w Vmax mngs GSSG Obuio yCTaHOBJIEHO, HTO
KnHeTHYeckue napamerpsl GR Bakyosel, TuracTia M TKaHEBOTO DKCTPAKTa OBLIH COMOCTAaBUMBI
(Tabm. 2). Ognako Vmax Obuta HauBEICIIEH y hepMeHTa u3 o0oranieHHON (BpaKIUK IJIaCTHI Ha
0o0enx CTagusX pa3BUTUS KOpHeIioJa. BakyossipHbli (epMeHT Takke MoKasall JI0CTaTOYHO
BBICOKYI0 VMaX, B TO BpeMs KaKk MaKCUMaJbHasi CKOPOCTb (hepMeHTa TKaHEBOT'O SKCTPaKTa OblIa
B 1,5-2,0 pa3a mensmie, uem Vmax GR Bakyoneit u B 2,5-4,0 pa3a menbiie, yem Vmax GR
wiactua. Takum oOpa3om, naHHBIE M0 VMax it (epMEHTOB pPa3HOM JIOKaIM3allud CTPOTro
KOPPENUpPYIOT ¢ ypoBHeM akTHBHOCTH GR B MaHHBIX KOMIapTMeHTax. B To ke Bpems Ha
no3aHel craguu mokos VMax ¢epMeHTOB BaKyoJei W TKaHEBOTO AKCTpaKTa Bo3pacTaia B 2-3
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pasa, 4TO OJHAKO He OBUIO CBSI3aHO C HM3MEHEHHMEM 3HaueHWil KM, Tak Kak KOHCTaHTHI
Muxasnuca GepMEHTOB pa3INdainch HE3HAYUTEIHLHO W COOTBETCTBOBAIHN JaHHBIM JTUTEPATYPHI,
U3 KOTOPBIX M3BECTHO, YTO KaXyluecs W UCTUHHBIC 3HaueHUs Km mis GSSG BapeupyioT B
JIOBOJIHO IUPOKUX mpenaenax — ot 15 go 200 mxM (Halliwell, Foyer, 1978; Anderson et al.,
1990; Edwards et al., 1990; Kubo et al., 1993; Chalapathi Rao, 2008). Bonece 00beKTHBHBIM
mokazarejeM CpoJCTBa (epMeHTa K CyOCTpaTy MOXHO CYHTaTh KHHETHUYECKYH) KOHCTaHTY
nepsoro nopsaka (Vmax/Km). ComnocraBnenne 3uadenuii Vmax/Km mokasano, uTto HaboIbIIM
cpoactBoM K GSSG Ha cTaauu rIyOOKOTO IMOKOSI, 10 BCEH BUAMMOCTH, oOjanan GepMEeHT W3
oboramenHoi (pakiuu miactug (Tadn. 2). C yBenudyeHHEM aKTHBHOCTH Ha IMO3JHEH CTaauu
MOKOSI 3aMETHO BO3POCIO TaKke CpoAcTBO K cybcrpary y GR u3 BakyosnsipHOH (paxiun
(korcranta Vmax/Km moBbeicuiace B CpefiHEM B 2 pa3a M HECKOJbKO mpeBbicmia Vmax/Km
depmenTta mactua). B Toxxe Bpemss GR TkaHEBOTro SKCTpaKTa MoKa3ajga HaMMEHbIIIee CPOJCTBO

K GSSG Ha 00eux cTagusx pa3BUTHA.

Taoaunma 2. Kunernueckue mapaMeTpbl rNIiyTaTUOHPEAYKTA3bI BaRyO.]'Ieﬁ, IJIaCTUA U IKCTPAKTa
TKaHU KOPHEIIOa0B CTOJIOBOI CBEKJIbI HA Pa3HbIX CTAAUAX MNOKOS

Cragust riry0OKOT0 TTOKOST ITo3HAs cTagust NOKOs
HCCSS;:;;HHH I\TKT/’I MK\I\//[mGagl’SG V|r<n :;I]X/ nlfKnll/’I MK\I\//Im(.E;l §SG VE;X/
MHUH MUH
Baomn | 1515 | 4L8E [ gge | 1625 [TIB4ETI T,
ITnactunsl 223’,86 * ! 11?2 * 5,02 2%,78 * ! 5277’?3 * 6,36
DKCTpaKT TKaHU 1 52’2 + 285’4; * 1,8 2(21’% * 6%’92 * 2,96

CrienuduuecKkux TPUPOAHBIX WHTHOMTOPOB MM akTUBaTOpoB i GR He oOHapyxeHo.
YcranoBieH nHrHOUpyomwii 3gpdexr Ha akTuBHOCTH (epMeHTa HUTpOhypaHoB U 1-xjop-2,4-
nuauTpooensona (XJIHB) (Bilzer et al., 1984). B Bs3u ¢ atum Mol uccaenoBanu iusane X/ IHB
Ha akTHBHOCTH GR Bakyoumel, mmactun m sxctpaktoB Tkaned. Ilpm noGanenmn X/IHB B
pPEaKIMOHHbIE  Cpelbl  MPOUCXOAMIIO  BBIPAKEHHOE HWHIUOMpoBaHHWE  (EpMEHTATUBHOU
aKTUBHOCTH, KOTOpOE 3aBHceno oT KoHueHTpauu GSSG (Tabu. 3).

Tadauua 3. KuHeruyeckue mapaMerpsl INIyTATHOHPEAYKTa3bl BaKyoJieil, IJIACTHI U 3KCTPAKTA

TKaHH KOPHEILIO0B CTOJOBOI CBEKJIbI B KOHTPOJILHBIX YCJIOBHSAX H B MPUCYTCTBHH HHTHOHTOPA
Kownrpors XJIHB (2 MM)
OO0BeKT
HCCIIeIOBAHUS Km, Vmax, . Km, Vmax, j
MKM MKM MUH MKM MKM MUH
Bakyonn 16,2+ 13,4+ 16,3 + 78,7 £
2,9 18,5 1,6 6,9
ITnacTuasl 24,7+ 157,2 + 22,8 + 78,3 +
5,8 27,8 0,5 31
DKCTPaKT TKaHU 20,6+ 60,9 + 21,1 + 36,7 +
49 9,2 2,9 6,1

Pacuer kuHeTHUECKHMX MapaMETPOB IMOKa3al 3HAUUTENBHOE CHMKEHHE MaKCUMAaJIbHON
CKOpOCTH Kak y BakyossipHod GR, Tak W y m30(pepMEHTOB IJIACTUA W TKAHEBOTO JKCTPAKTA.
OnHako HECMOTpS Ha CHIDKCHHE CKOPOCTH peakIui, cpoicTBo kK cybcrtpary y GR Bcex
HCCIIEyeMbIX OOBEKTOB OCTaBajlOCh MPEKHUM. OTO YKa3blBaeT Ha HEKOHKYPEHTHBIM THUI
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MHTHOMPOBAHUSA, YTO OBUIO TaKXKe MPOJAEMOHCTPUPOBAHO HA TIyTaTUOHPEAYKTa3€ >KUBOTHBIX C
XJIHB (Bilzer et al., 1984).

Cremuduunocts GR-akTuBHOCTH, OOHapY)XEHHOW B TKAaHEBOM 3KCTpAaKTe W (PpaKLUsAX
BaKyoJIel W IUIaCTH], Oblja MOATBEP)KIACHA 3UMOrpaUYecKUM METOAOM, T.€. BH3yalu3auuei
depmentatuBHoii akTHBHOCTH B ITAAI' mocne anekrpodopesza OenkoB B HeIEHATYPUPYIOMIUX
ycloBusiX. B pe3ynbraTe mMpoBEIeHHOIO HCCIEA0BaHUs BO BCeX oOpasliax ObUIM BBISIBICHBI IO
nBe wu3zodopmbl GR (maHHBIE mNpeacTaBiIeHBI B JAHMCCEpTalu). Takke OBUIO IPOBEACHO
3uMorpauyeckoe HcciaeloBaHUE aKTUBHOCTH (epMeHTa mocie H303JIeKTPO(HOKYCHPOBAHUS
oenkoB B [TAAT (Puc. 6, a). Kak BUAHO U3 pUCYHKA, BO (paKIUIX BaKyoJIeH, IUIACTHI, a TAKXKe
B TKQHEBOM JKCTPAKTE MPUCYTCTBOBAJIO MO 2 M30(opMbl (hepMeHTa, KOTOPHIE pa3/iBauBalINCh B
CUIIy 0COOCHHOCTEH MeToaa. Bee BelsiBIeHHBIE M30(hOpMBI pacnoniaranuck B obnactu pl ~ 4,0-
5,0, yTo OMM3KO K 3HAYCHHSIM, MOJYYCHHBIM JUJIsl IPYTHX BHJIOB PACTEHHH, Y KOTOPBIX OBLIO
oOHapyxeHo oT 2 mo 8 u3zodopm 3Toro depmenrta pasHoit mokammzamuu ¢ pl or 4,1 no 4,9
(Edwards et al., 1990; Anderson et al., 1995; Marty et al., 2009).

[TpucyrcTBHe ABYX M30(OpM TaKkKe MOATBEPIUIOCH PE3ylibTaTaMi BECTEpH-0JI0T aHaIn3a
C aHTUTEJIaMu, moydeHHbIMU Ha GR mekapckux aposokeit (Sigma) (Puc. 6, 6). Tak kak croco0
MOJTyYEHUs SKCTPAKTa TKaHH MpeJIoiaral, YTo OH He BKIIIOYAET COIEPKUMOE TBYMEMOpaHHBIX
OpraHeiyi, MOXHO IPEINOJI0KHTh, YTO B KOPHEIUIOJAX CTOJIOBOH CBEKJIBI INPHCYTCTBYET 4
nzodopmel GR, 1Be U3 KOTOPBIX CoZepKaTCs B IUIACTUAAX U JIBE B BakyoJisix. [locnennue Taxxke
OTIPENIENIAIOTCS B TKAHEBOM JKCTPAKTE, COCTOSIIEM MPEUMYIIECTBEHHO M3 BAKYOJISIPHOTO COKA.
OgHako B OTIMYME  OT  MPEABIAYIINX

SKCTPAKT

KOHTpOnb BaKyonu TKaHU nnactuas! pl I/ICCHCI[OBaHI/Iﬁ , HPOBOJUMBIX Ha IPOPOCTKAX
- | —

3,75 KYKYPY3bI u JIUCTBhAX ropoxa, rae

455 XJIOPOILTIAaCTHEIC I/I30(1)OprI 3HAYUTECIIBHO

- f . OTJINYAJIUCH oT OUTOIIIIa3MaTUYCCKUX u

5,85 MHTOXOHIPHAIBHBIX [0 XapaKTepy pasaeeHus B
[MAAT u npu UDD (Anderson et al., 1995;
735 Edwards et al., 1990), uzodpopmbr GR tutacTu

a 6 a 6 a 6 a 6 M KOPHCIJIOAOB CTOJIOBOM CBCKJIBI HE IIOKa3ajin

PucyHOK 6. AKTHBHOCTD CYIICCTBCHHBIX OTJIMYHMU OT BaKYOJIAPHBIX IIO

IJIyTaTHOHpPe/YKTa3bl BaKyolleil, actug 1 | JJIEKTPOIOABIKHOCTH, T.e. MO MOJEKYJAPHOI

TKaHeBoro skcrpakra ¢ AITHbB mocre Macce, M MPaKTHYECKH HE OTIMYAINChH 3apsAaoM
n3oaiiekTpodokycupoBanus oenka B [TAAT
(a) 1 BecTepH OIOTTHHT TIOCTIE Pa3ACIICHUS

oenka metogom DD (6). Kortpons — GR
JIPOKIKEN. AHTUTEIIAMHU YKA3bIBAET HA TO, YTO BAKYOJISIPHBIE

HOJIUIICIITHA. CXOI[CTBO B
QJICKTPONIOABHUIKHOCTU U B3aHMOJCUCTBHUE C

nzopopmbl GR Onu3ke 1O TEPBUYHOU W
TPETUYHOM CTPYKTYpe HE TOJbKO AHAJIOTMYHBIM H30(popMaM IUIACTHL, HO U (QEpMEHTY
npoxoxeil. Bwicokas romomorusi GR  pa3HBIX OpraHM3MOB CUYHMTAETCS  OTIMYUTEIBHOU
ocobenHoctrlo 3Toro gpepmenta (Contour-Ansel et al., 2006).

[IpoBeneHHbIe  MCCIENOBAHUS  MOATBEPXKIANH  CHEHU(PUUYHOCTH  (HepPMEHTATUBHOM
aktuBHOCTH GR, OJHAaKO BaXXHBIM BONPOCOM OCTABAIOCh MPHCYTCTBUE B BaKyoOJsIX
OUPUAMHHYKICOTUIOB, HEOOXOAMMBIX i akTuBHOCcTH (epmenta. Tak kak HAJIDPH
oOpa3yeTcs MPEeUMYILECTBEHHO B aHA0OJMYECKHUX IYTSX, MbI MPEANOIOKHUIN, YTO B BaKyOJsIX
MoskeT mpucyrctBoBath HAJIH, Gonee pacrnpocTpaHeHHBIH B KJIETOYHBIX KOMIIAPTMEHTax U
BOCCTAHABIIMBAIOLUICS B KaTaOOJIMYeCKUX NyTAX. Takke B IOJB3Y ATOr0 MPEANOI0KEHHS
TOBOPHUT KHCJas BaKyoJispHass cpena, B kKoTopoil aktuBHOCTH GR ¢ HAJIH Bbime, yem B
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IIEJIOYHBIX YCIOBHUAX. MBI HCCIEAOBAIN CHEKTPOPOTOMETPUYECKMM METOAOM COEp KaHue
HAJI BOCCTaHOBJIEHHOTO M OKHCJIEHHOTO BO ()pakIMsX BaKyoJeW, MiIacTU] U B TKaHEBOM

4 - 450

400 T
350 —

300 —

3,5

250 —

200 —

Mr 6enka

1,5 —

150 —

100 —

50 ﬂ 1 —

BaKyo/u SKCTpPaKT nnacrtuvabl BaKyo/u SKCTpPaKT nnacTtuabl
TKaHU TKaHU

0,5 —

KoHuenTpauusa HAQH, MkMonb/
mr 6enka
N
_F
KoHueHnTpauua HAQ+, MkMmonb/

Pucynox 7. Konnentparus HAJIH (ciipasa) u HAJI" (cneBa) B Bakyousx, IIacTUAaX M 9KCTPAKTax
TKaHHU KOPHEIJIOJOB CTOJIOBOM CBEKJIBI, MKM/MT OemKa.

skcrpakte (Puc. 7), B pe3ynbraTe 4ero oOHapy>KUIM B BaKyOJsIX MUKPOMOJISPHbIE KOJIMYECTBA
HAJI', comocTaBUMEIE C COJEp)KaHHEM B TKAHEBOM JKCTPAKTE, HO TOpa3fo MEHbIIHE, YeM B
oborameHHbIX QpakIusIX MIacTul. B To %e BpeMs KOaudecTBO BoccraHoBieHHOTo HAJ[ Mano
OTJINYAJIOCh B PAa3HbIX KOMMIApPTMEHTaX M ObUIO KpaHE HHU3KUM, YTO COOTHOCHUTCS C
nuteparypubiMu naHHbiME (Igamberdiev, Gardestrom, 2003; Queval, Noctor, 2007) u moxer
ObITh cBsizaHo ¢ TeMm, yto HAJIH B kieTkax HaxoAuTCs NMPEMMYIIECTBEHHO B CBSI3aHHOM C
6enkamu popme (Heber, Santarius, 1965).

TakuMm 00pa3om, B BaKyOJIIX MOKET MIPUCYTCTBOBATh HEOOIIBIIIOE KOTUYECTBO CBOOOHOTO
HAJIH, conoctaBuMOe C KOJIMYECTBOM B IUIACTHAAX U B TKAHEBOM HIKCTPAKTE B IIEJIOM, UTO
YKa3bIBaeT Ha BO3MOKHOCTh BOCCTAHOBIIEHUS! OKHUCICHHOTO IIyTaTHOHA BakyossipHoit GR, xots
U ¢ Topa3no MeHblnel 3¢ @deKTUBHOCTRIO, YyeM Tpu ucnoib3oBanun HAJIOH B kadectBe
koepmenTa. BocCCTaHOBIEHHBIM TJIYTaTHOH MOJKET MCIOJIb30BAaThCA I HEWTpaM3aluu
BHYTpHUBaKyoJsipHbIX ADK wim i KOHBIOTAllMA C KCEHOOMOTHYECKUMHU WIIM SHIOTCHHBIMU
COCIMHEHUSIMHU, NEPECEKAIOIIMMH TOHOIJIACT B CUIy cBOed ruapopoOHOCTH. OTKPBITHIMU
OCTAlOTCA BOMPOCHI O BoccTaHoBieHmH HAJ]T B Bakyonsx M €ro TpaHCIOPTE B OITOT
KOMIIApPTMEHT.

Ilepoxcuo 6odopooa

OOHapy>KeHHBI B BaKyOJsIX KOPHEIUIOAOB CTOJIOBOM CBEKJIBI TIYyTaTHOH HAapSAy C
JIPYTUMU AHTHOKCHUJIAaHTAMH CIIOCOOEH pETYJIMpOBaTh COJEp)KaHHE TMEPOKCHIAa BOJOPOA,
MPOAYIIUPYEMOTO B BAaKyOJIIX WJIM JCTOHHUPYEMOTO B HHUX MPU OKHCIUTEIBHOM CTpecce.
Cuuraercs, 4TO CYIIECTBYET MpsiMasi 3aBUCHUMOCTb MEXIY COJIEPKAHUEM BHYTPHKJIETOUYHOTO
H,0;, u crarycoM TiIyTaTHOHOBOTO ITyJia. ECITM KOHIIEHTpAIUs TIIyTaTHOHA JTOCTATOYHA, YTOOBI
obecnieunth BoccTaHoBieHue HyO,, TO ypOBEHb MEPEKHUCH OCTAETCS HU3KUM JaKe B YCIOBHUSIX
HEJIOCTaTKa JPYruX aHTHOKCcUAaHTHBIX cucteM (Noctor et al., 2002; Queval et al., 2011).
OnHako  HU3KHKA  YpOBEHb  CHHTE€3a  IJIyTaTUOHAa  WJIM  TOHWXKEHHAs  aKTUBHOCTh
TIIyTaTHOHPEYKTa3bl TIPUBOJAT K MOBBIIICHHOMY cojepxanuto H,O; (Piquery et al., 2002). B
BaKyOJIISIX KOPHEIJIOJ0B CTOJIOBOI CBEKJIBI OOHAPYKEHBI (DEPMEHTHI, CIIOCOOHBIE MPOIYIIUPOBATH
A®K: Cu,Zn-cynepokcuanucMyTasa, KaTaTu3upyromas JUCMYTAINI0 CYITEPOKCH I-PATUKATIOB C
obpazoBanmem mnepokcuaa Bomopona (Ilpamemoa wu  ap., 2009), u denonzaBuCUMas
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MepOKCcHa3a, 00JaaIas OKCUIA3HOW (TUPO3WHA3HOW) aKTUBHOCTBIO M CIIOCOOHAs TakKKe
npoayuupoBate ADK (Ilpagenosa u np., 20136). B nactosimee Bpemss ADK-renepupyromas
AaKTHBHOCTB 3THX (PEpPMEHTOB MOApPoOHO mccienoBana B anorwacte (Bolwell et al., 1999; Li et
al., 2010). Yro kacaeTcs BakyoJjiei, TO JaHHas aKTUBHOCTb OOCYKHAETCS TOJIKO B paMKax
runoterndeckux mpouecco (Ende, Valluru, 2009). IlostomMy 10 CuUX MOp JOMHHHPYET
npejcTaBlIeHne, coriacHo kotopomy HoOp TpaHcmopTHpyeTcss B BaKyolb M 3TOT TPAHCIIOPT
CTaHOBHUTCS 0COOEHHO HHTEHCUBHBIM IIpH OKHCIHTENBHOM cTpecce (Ferreres et al., 2011).

Conepxxanne HyO, B Bakyonsix KOpPHEIUIOJOB CTOJOBOW CBEKIBl paHee He
UCCIIEI0BAIOCH, TIOATOMY HE0OXOIMUMO OBIIO YCTAHOBHUTH €0 HAJMYUE B JAHHOM KOMITAPTMEHTE
U ONpEICNTUTh OTHOCHUTENIBHYIO KOHIIGHTpalUHMI. OTO HMeNo ocoboe 3HadeHHWe B Ciydae
KOPHEIUIO/IOB, KOTOpBIE JIUTEIbHBIN MEePHOJ HAaXOAMIUCHh IOJ BO3ACUCTBHEM IMOHMKEHHBIX
TEMIIepaTyp U APYTUX CTPEecCUpyIMX (HaKTOpOB (TaKMX Kak 00€3BOKMBAaHHE, MATOT€HE3), UTO,
COIJIACHO CJIOKMBIIUMCS TPEACTABICHUSM, IPUBOIUT K Pa3BUTHIO OKHUCIUTEIBHOTO CTpecca U
CONPOBOXKJAETCS] YBEIMUCHUEM KOHIIGHTpPAIMU aKTUBHBIX (opMm kucinopona. Ilo pesympraram
UCCIIEJOBAaHHUS MOXHO TOBOPHUTH O TOM, 4TO KoHIeHTpaus HoO; B BakyossipHOM, TUIaCTUAHOM H
TKQHEBOM D3KCTPaKTaxX COCTaBisuia mpuMepHO 50 HMOIb/Mr Oenka (ZaHHBIE TPE/ICTABICHBI B
muccepranuu). OIHAKO CIENyeT OTMETUTh, YTO TaK KakK MPOLEAYpPhl BBIICICHHUS OpPraHeiul U
MOJy4eHUsI HKCTPAKTOB BaKyoJed W IUIACTHJ 3aHUMAIOT JOCTATOYHO MHOTO BpPEMEHH,
ompenenseMeii  ypoenb HpO, oTpakaeT ckopee JUHAMHYECKOE pABHOBECHE MEXKIY
nporeccaMu ero o0pa3oBaHWs W HEWTpalU3alMH, OCYIIECTBISIEMBIMH (EPMEHTATUBHBIMU M
HU3KOMOJICKYJIIPHBIMU CUCTEMaMH JaHHBIX KOMIIAPTMEHTOB. Tak Kak B BaKyOJIsIX KOPHEIUIOAOB
CTOJIOBOI CBEKJIBI OBUIM ONpe/eIeHbl MUKPOMOJISIpHBIE KOHIIEHTpauuu riryratuona (Tabm. 1) u
HaHOMOJISIpHBIe  KOHUeHTpauun HpOy, TO MOXXHO TPEANONOKHUTH, YTO TIIYTaTHOH
(GYHKIIMOHMPYET B paMKax aHTHOKCHIAHTHOW CHCTEMbI Bakyosed, 3()()eKTUBHO HEHWTpanu3ys
H,O,, nokaneHO reHepupyemblii wiu qudQyHIUPYOMNNA B BaKyold W3 JIPYTUX KIETOYHBIX
KommapTMeHToB. Ilpu 3Tom Bakyossipubiii HoOp MOXKET yd4acTBOBaTh B OKHCICHUM BTOPHUYHBIX
METa0OJIUTOB M KCEHOOMOTHKOB, JETIOHMPYEMBIX B BaKyoOllb, WIH B TpaHCHyKImH curHama. C
JPYroii CTOPOHBI AaHTMOKCHJIAHTHAsi CHUCTEMa BAaKyOJIHM, U B TOM 4YHCIE TIyTaTHOH, CIOCOOHA
perynmupoBath KoHueHTpamuio H;O; m mpenorBpamaTh €ro HEKOHTPOJHMPYEMBIH BBIXOJI B
IIUTO30J1b, & TAKXKE OKUCIUTEIFHOE TIOBPEKACHNE BaKyOIISIPHBIX (DEPMEHTOB U MEMOpaH.

I'nymamuon S-mpancgepasot

I'nyratoH-S-TpaHcdepasbl — CynepceMecTBO  MyJNbTU(YHKIMOHAIBHBIX — OEJIKOB,
KOTOpblE  KaTAIM3UPYIOT  KOHBIOTALMUIO  3JEKTPOPUIBHBIX  SHJOOMOTHYECKUX U
KceHoOMoTHueckux coeauHenuit ¢ GSH. IlomyuuBmmecs B pe3ynbTaTe INTyTaTHOHOBBIE S-

KOHBIOTATHI, KaK MPaBUIIO, PACTBOPUMBI B BOJIE M MEHEE TOKCHYHBI, M Y PACTCHUHN TOBEPratoTCs
JETIOHUPOBAHUIO M3-32 OTCYTCTBUS 3()(PEKTHBHBIX CHCTEM BBIJENEHHs. B Hacrosiee Bpems y
pactenmii BeiestoT 8§ kimaccoB GST: ¢u, Tay, nmamoOma, nerunpoackopbarpenykrassl (JIAP),
TeTa, 3eTa U TeTpaxioporuapoxuHonaeraioresassl (TCHQD) sBistoTCst pacTBOPUMBIMHU M OJIUH
Knacc, Mukpocomanbaele GST, acconuuposan ¢ mem6panamu (Oztetik, 2008). Knaccudeckue
GST (¢u, Tay, Tera u 3eTa) — TOMOAUMEPHBIE WIM T€TEPOJUMEPHBIE OEIKH C MOJIEKYISIPHON
maccoit oxoso 50 kJla (Edwards et al., 2000; Frova, 2003). IT'AP u iamM01a KJ1acchl SIBJISIOTCS
enuHcTBeHHBIMM GST, KOTOpble aKkTUBHBI B BHJIe MOHOMEpPOB. [loMMMO KOHBIOTHpYIOIIEH
aKTUBHOCTH HekoTtopele GST  o007amar0T TIYyTAaTHOHIIEPOKCHIIA3HOH W W30Mepa3HOU
AKTUBHOCTBIO, a TaK)kKe MOTYT (PYHKIIMOHHMPOBATh B KAadyecTBE JIMTaHAWHA, He(QEepMEHTATHBHO
CBSI3bIBAsI PA3JINYHBIE COCTUHECHUSI.
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AxtuBHocth GST  Bakyosiel, TUTaCTHA W TKAaHEBOTO OKCTpaKTa  OMpPEnessiin
CHEKTPO(POTOMETPUIECKHM METOJIOM C IByMs CyOcTpaTaMu: HanboJjee MUPOKO UCIOIb3yEeMbIM
XJIHBb u repournmaom ¢uyopomudpenom (Puc. 8). C X/IHB ruyraruon-S-tpancdepaznas
AKTUBHOCTH B BaKyOJIsiX ObLJIa COMOCTaBUMA C aKTUBHOCTBIO B IUIACTH]IAX U TKAHEBOM KCTPAKTE.
B To e BpeMs akTUBHOCTH ¢ (iayopoaudeHoM 3HauuTenbHO TpeBbimana GST-akTHBHOCTH

80 40

35 1
30 —— —

20 : —

70

40 —

Mr 6enka

30 — 15 —

10 —

AxkTMBHOCTb GST, MKMONb/

10 —
0 r r 0 — =0

BaKyonu nnacruvabl TKaHeBoOM BaKyoJ/in nnacrtvabl 3KCTpPaKT
SKCTpaT TKaHu

AkTnBHOCTb GST, MmkMonb XAHB/
Mr 6enka B MUH

Pucynox 8. I'myrarnon-S-tpancdepasHast akTHBHOCTh BaKyoIleH, IJIaCTH]] i TKAHEBOTO
dKCTpaKTa ¢ 1-xmop-2,4-muHuTpoOeH3010M (crieBa) u ¢ QuryopoaudeHoM (crpasa).

¢dpakuuy mIacTu U ObUIA COMTOCTAaBUMA C aKTUBHOCTBIO TKAHEBOTO SKCTPAKTA.

Crneuunduyeckas aktuBHOCTh GST ¢ pazHbIMH cyOcTpaTamMu SIBIISIETCSI XapaKTEPUCTUKON
OTIIeNbHBIX H30(hopM PpepMeHTa, JTOKATM30BAHHBIX B PA3HBIX TKAHIX WM IKCIPECCUPYIOMIUXCS
B pasubix ycioBusx (Marrs, 1996; Dixon et al., 1998a). M3 monydeHHBIX HaMH JaHHBIX
OUEBUJHO, YTO I[UIACTHAHAsA NOMyIAUUsS (HEPMEHTOB OTJIMYAETCS OT BaKyOJISPHOM U
o0IIeTKaHeBOM 1o cyOCcTpaTHOH crieruuaHocTH. boee HU3KYI0 KOHBIOTHPYIOUIYIO aKTHBHOCTD
wiactuaHeix GST ¢ duyopoaudeHoM MOKHO OOBSICHUTH TEM, YTO TIIYTaTHOH-S-TpaHC(epasbl
miacTua o0nanaloT Oosiee  y3KOW CyOCcTpaTHOM CHEMUUYHOCTHIO TIO OTHOIIEHHIO K
KCEHOOMOTHYECKUM coequHEeHusIM. Bo3moxkno, GST mnactug y4acTBYIOT HE CTOJIBKO B
npoleccax JETOKCHUKAIMM 3K30TC€HHBIX TOKCHYHBIX COEJUHEHUH, CKOJIBKO HEOOXOAUMBI IS

KOHBOTalluK €  TIIYTATUOHOM  SHIAOTCHHBIX

200 - I — MeTa6OJII/ITOB, O6p33yIOH_II/IXCH B I1aCcTyugax I1moa

180 1| skcrpakr Tramm neiicteuem A®K wunm Bo BpeMs aKTHBHBIX

160 {|——nnacruasi OMOCHHTETUYECKHUX MPOIIECCOB.

140

Hs3BecTtHo, uto aktuBHOCTH GST

1201 IPOSIBJIIET  3aBUCHMOCTH OT  ycimoBuit  pH.

100 OntuManbHbiME  yciaoBusmMu it GST

80 - o
Bakyosiei ¢ X/IHb B kauectBe cybcTpara ObLin
pH 7,0-7,5, a namga miIacTua W TKAHEBOTO

skctpakta — PH 7,5 (Puc. 9). Cnenyer

AKTUBHOCTb GST, MKMONb/
Mr 6enka B MUH

20 4
OTMETUTH, uTo Tpu PH 7,0, onTuManbHOM 7St

6 6,5 7 7,5 8 GST Bakyonel, akTHBHOCTH W30()epPMEHTOB

Pucynok 9. 3aBUCUMOCTb aKTUBHOCTH TIACTU]I CHUKAJIACh MPAKTHYECKU B 3 pa3a, 4TO

IIyTaTUOH-S-TpaHc(epas BakyoJIeH, IIacTull | TakXe MOATBEpKAaeT oTiimdue monysiui GST

U DKCTPAKTa TKAHH OT yCJI0BHi pH. u3 pa3HbIX KOMITApTMEHTOB KIICTKH.

VYcranosneno, uto ontumymsl pH mia GST u3
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JIPYTUX PAacTHTEIbHBIX 00BEKTOB BapbupoBanmu B npenenax 7,0-8,0 (Irzyk, Fuerst, 1993;
Gronwald, Plaisance, 1998; Pascal, Scalla, 1999; Zeng et al., 2005), xoTst BcTpedaroTCs
cooOuieHus o 6ojee HU3KKUX 3HaUYeHUsAX pH 1 onTUManbHOM aKTUBHOCTH HEKOTOPBIX H30(OopM
depmenta (Deng et al.,, 1996; Deng, Hatzios, 2002). Ilpeanonaraercs, uto pH-ontumym
(bepMeHTa TakXKe 3aBHCHUT OT MCIOJb3yeMoro cyocTpaTta u cpojactsa ¢epmenta k Hemy (Deng,

Hatzios, 2002).

GST-akTUBHOCTh BakyoJIeH M3MEHsUIACh B 3aBUCHMOCTH OT CTAJIMU Pa3BUTHUS M ObLia
HauOoupmel Ha craguu akTuBHOTO pocta (Puc. 10), uro MOXeT ObITh CBSI3aHO C y4acTHEM
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Pucynox 10. AKTUBHOCTP TITyTaTHOH-S-
TpaHcdepas B BAKYOJISIX U TKAHEBOM 3KCTPAKTE
KOPHETIJIOJIOB CTOJIOBOM CBEKJIBI Ha Pa3HBIX
cragusx onrorenesa ¢ XJIHB.

depmeHTa  Bakyosliedh B JETOKCHUKAIMU
LIUTOTOKCUYHBIX  AHAOTEHHBIX  COEAMHEHUH,
BO3HHMKAIOIIUX B  MPOLECCE  aKTUBHOIO

Mmetabonu3ma. He3HaunrtenbHble M3MEHEHUS B
akTuBHOCTH GST TKaHEBOrO HKCTPAKTa TOBOPST
0 cTa0WJIPHOM ypOBHE CYMMAapHOH aKTUBHOCTH,
OJTHAKO HM3MEHEHHE KOJHM4YecTBa H30(pOpM, HX
cocTaBa W OT/IETBHBIX
KOMIAPTMEHTAaX KIETKU (BaKyoJsix, LIUTO30JIE,
anpe,
MIPOUCXOTUTD,

AKTHUBHOCTH B

HepOKCUCOMAax W T.L)  MOTYT

CYMMapHYIO
AKTHUBHOCTb q)epMeHTOB TKAaHCBOI'O 3KCTpPAKTa B

HC BJIHAA Ha
OcJIoOM. CHIDKCHHE aKTUBHOCTU BaKYOJIAPHBIX
I/I30(1)OpM Ha CTauu FHY6OKOFO IIOKOA H
HCKOTOPOC IIOBBINICHHUC HMX AKTHBHOCTH Ha
HOCJ'ICI[H@I‘/‘I CTaAuu IIOKOSA CBHUIACTCIILCTBYCT O

TOM, 4YTO I/ISO(bepMCHTbI 9TOro KOMIIApTMCHTA

PEryjivupyroTcsa B 3aBUCUMOCTHU OT W3MEHEHHUI B META00IU3ME KOpHCILIOAA U IMOATBCPIKAACT UX

90
O XAHB

B XAHB+3K
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AKTMBHOCTb GST, MKMOJIb/
Mr 6enka B MUH
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TKaHeBOW
aKcTpar

BaKyosn nnacruabl

Pucynox 11. IHTHOMpOBaHUE TITyTaTHOH-S-
TpaHcdepazHOl aKTUBHOCTH BaKyOJIeH, IIIaCTUA
1 TKAHEBOTO SKCTPAKTA ITAKPUHOBON KHCIOTON

(0,5 MM).

poIb B JIETOKCUKAIIH TOKCHYHBIX
COCIMHEHU, HaKaIUTMBAIOIINXCS B aKTUBHO
(YHKIIMOHUPYIOIIEH KIIETKE.

Eme ogamm cyoctpatom GST sBisiercs
stakpuHoBas kucinota (OK) — mpousBomHOE
(eHMITYKCYCHOM KUCIIOTBI, KOTOPOE COJEPHKHT
MEKTPOUIbHYIO Tpynmy, HOJo0HYH o-f-
aJIKEHAJISIM, TEeHEPUPYEMBIM B PACTUTEIbHBIX
kietkax npu okuciurensHoM crpecce (Kilili
et al, 2004). B coueranuun c¢ XJIHB
ATaKpUHOBAs KHUCIIOTA TPOSBISET CBOWCTBA
uHruouropa. B Hammx wuccnenoBanusx OK
(0,5 MM) nonarnsna peakiuu ¢ X IHB Oouee,
gem Ha 90% (Puc. 11). PesymbraThl 1m0
pasHbIM  KOMIIAPTMEHTaM  BapbUPOBAIU
He3HauuTenbHo. Kak Obuto oTMeueHo M s
(bepMeHTOB,

BBIICIICHHBIX u3 paCTeHI/Iﬁ

npyrux BugoB (Droog et al., 1995; Pascal, Scalla, 1999), nns GST KOpHEIUIOMOB CTOJIOBOA
cBekiibl DK okazanach CUIbHBIM MHTHOMTOpPOM, KOHKYpupys ¢ XJIHbB 3a akTUBHBIN LIEHTp WK
BO3JIeiiCTBYs Ha ayutoctepudeckuii caitt ¢pepmenta (Phillips, Mantle, 1991).
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X/IHbB He siBnsieTcst MpUPOIHBIM cyOcTpaToM (epMEHTA, YTO OMPEEISIET HU3KOE CPOACTBO
k Hemy GST. Ilpu uccrnegoBanumn kuHetnyeckux mnapamerpoB ¢ XJ/IHb mms GST Bakyoneit,
IUTACTHJI U TKAaHEBOTO SKCTPAKTa KOPHEIUIOIOB CTOJIOBOM CBEKJIBI OBLIM IOJIyYEHBI JOBOJIHHO
BBICOKHE 3HAUeHUsI KOHCTaHThl Muxasnuca (Taou. 4), 4To COOTBETCTBOBAJIO MOJIYYEHHBIM paHee
JaHHBIM, COTJIACHO KOTOPbIM Kakyiueecs 3HaueHne Km mis XJIHB moryt Bapsuposats ot 0,12
1o 4,5 MM, a s GSH — ot 0,12 1o 0,6 MM (Dixon et al., 19986; Gronwald, Plaisance, 1998;
Pascal, Scalla, 1999; Deng, Hatzios, 2002). OgHako eciid y4HUTBHIBaTh TaKyH XapaKTEPHCTHKY
depmenta, kak Vmax/Km, to nHaumbombmiee cpoactBo k XJIHb m GSH mnpossasmm GST
BaKyoJlel M TKaHEBOI'O IKCTpakTa, a HauMeHblee — depmentsl muactun (Tabnuma 4). bonee
BBICOKOE 3HAueHHME KOHCTaHThI VMax/Km MoXkeT CBHIETEIbCTBOBaTH O TOM, YTO CYMMAapHO
(GEepMEeHTHl C KOHBIOTHUPYIONIEH AaKTUBHOCTBHIO KOJMYECTBEHHO mpeoOmamator Hagy GST ¢
NEPOKCHIa3HOW WIIM M30MEpPa3HOM akTUBHOCTAMH. TakuMm 00pa3om, BakyoJsIpHbIE M30()OPMBI,
MOKa3bIBAIOINE JIOCTATOYHO BBICOKYIO KOHBIOTHPYIOUIYIO aKTHBHOCTH C Pa3HBIMH CyOCTpaTaMu
(Puc. 8) m BrpicOKOE cpoacTBo kK XJIHbB, sBistorcs Oosiee BEpOSATHBIMH KaHIWJAaTaMU Ha
AaKTUBHOE ydYacTHhe B Mpoleccax ACTOKCHUKAIMM KaK KCEHOOMOTHYECKUX, TaK W DHJIOTEHHBIX
MEeTabOoJMTOB, YeM PepMEHTHI (PpaKITUH TUTACTH/I.

Taoauna 4. Kunernueckue XapaKTePUCTUKHU GST u3 BaKyo.]'[eﬁ, JaCTUul 1 TKAHEBOI'0 3KCTPAaKTa
KOpHEILIoa0B CTOJIOBOM CBEKJIbI

XJTHB GSH
OO0OBeKT
neenenosanms | K M Vmax, Vmax/ K M Vmax, Vmax/
A m, MK MKM/MUH Km m, MK MKM/MUH Km
295,62+ 75,07+ 130,23+ 120,50+
Baiyomm 63.35 11,7 0,26 12,34 18,3 0,93
134,52+ 13,75+ 112,18+ 62,62+
ITnactunsl 28.1 151 0,102 2119 10,93 0,56
407,08+ 95,51+ 167,28+ 126,54+
DKCTpaKT TKaHH 433 44 0,23 232 126,54 0,75

N3odepmentrbiii coctaB GST BakyousipHOU M TUTACTUIHOW (DpaKIUi, a TaK)Ke TKAHEBOTO
HKCTPAKTa UCCIIEJOBAIN TMPHU MOMOILIM 3UMOIrpauyecKkoro MeToJa BbHISIBICHHS] aKTUBHOCTH B
nonuakpuwiaMuaaoM rene (Puc. 12). M3odepmenTtHsiit coctaB GST BapbupoBai B 3aBUCUMOCTH
0T HCIoNIb3yeMoro cyocrpata. KonTponbHelii Bapuant He coaepkan Hu X/HbB, Hu repouninos
(Puc. 12, a). Ilpu stom ¢ GSH 06e3 BTOporo cyOcTpara Habmofanu Hecneuuduueckoe
OKpaIllMBaHUE, KOTOPOE YKa3bIBaJIO HA MPUCYTCTBUE JAPYIHX INTyTaTHOH-3aBUCUMBIX (DEPMEHTOB.
[Tpu nob6asnennn XJAHB, roudocarta unm Gayopoaundena nospisiiuch 0 Ha WU 1BE U30(OPMbI
GST, cnenuduynrie k ucrnonszyemomy cyocrpary (Puc. 12, 6, B, r). B mpucyrcreun X/IHb u
OK uncno nonoc cokpamanock U 0CTaBajlach TOJIBKO Hecrenn(pruyeckass akTUBHOCTh, YTO TaKkKe
yKa3bIBaJIO Ha HHIMOUpoOBaHKUE (epMeHTa ITaKkpruHOBOM kucioroil (Puc. 12, n). Ilo pesynbraram
3UMOTrpaUUecKOro HMCCIeA0OBaHUS MOXXHO ToBOpUTh 0 1-2 m3odopmax GST Bakyomed u 3
n30opMax IUIACTH C pa3HOW cyOcTpaTHON crnenu@UUHOCThIO. B TKaHEBOM 3KCTpakTe Takxke
IPUCYTCTBOBAIM M30(OPMBI, HE OTHOCAIINECS K TUIACTHIHBIM M JIOKAJM30BaHHBIE, BEPOATHO, B
BaKyoJISIX, LIUTO30JI€, MepoKcucoMax Wiu sjapax. Crenyer OTMETUTh, YTO B BaKyoJIsIX OBbLIM
npoaeMoHcTpupoBanbl U30opMbel GST, akTUBHBIE IO OTHOIIEHUIO KO BCEM HCIIOJIb30BAaHHBIM
cyOcTparaMm, /1Ba U3 KOTOPBIX SBIISIOTCS FepOUIIUAAMU.
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Pucynox 12. AxtuHocts GST Bakyosiei, IIacTH/] U SKCTPAKTOB TKAHU B MOJIHAKPUIAMHIHOM Tele:
(a) — ¢ rmyratuonowm, (0) — ¢ rmyratuonom u XJIHB, (B) — ¢ miryrarnonom u rimdocarom, (T) — ¢
TIIyTaTHOHOM U (uryopoaudeHom, (x) — ¢ riryratuaoM, XJIHb u sTakpunoBoii kucnoroii. HerarusHoe
M300pakeHHE.

[MpucyrctBue GSTS B Bakyossix, cnenu(GUIHOCTh aKTHBHOCTH KOTOPBIX IOATBEPIKICHA
CHEKTPO(POTOMETPUUECKUM M 3UMOTpaPpUUECKIM METOAAMH, YKA3bIBAET HA BKJIAJ IIEHTPATIHHON
BaKyOJII B TMPOIECCH JIETOKCUKAUU KCEHOOMOTHKOB U OSHJOTCHHBIX METAa0O0IMTOB H
o0ecrieyeHnr HOPMAJIbHOM JKU3HECSI TEIbHOCTH PACTUTEIBHBIX KIIETOK.

Cooepocanue amunoKkuciom

CorjacHO CIOXHUBIIMMCS HAa CETOJHSIIHUN JIeHb TIPEACTABICHUSAM, TIIIYTaTHOH
TPAHCHOPTHPYETCSI B BaKyoJb B JIUCYIbQHUIHOW (OpPME TIIaBHBIM 00pa3oM sl JallbHEHIIEH
nerpaganuy. TakuM 00pa3oM KOHTPOJIMPYETCsl PEAOKC-COOTHOIIICHUE TIyTaTHOHA B IIUTO30JIC
peIoKc-cTaTyTyC IMTOIIa3Mbl KieTku B 1eiom (Foyer et al. 2001; Noctor et al., 2011). s
JeTpajaliy TIyTaTHOHA B PAacTEHUSX ObUIO MPEATIOKEHO J1Ba MexaHu3Mma. [lepBblil BKIOYaeT
OTHICTYICHWE  TJIyTamMara ¢ OOpa30BaHMEM [HUCTCHWITJHMIMHA, KaTaIU3HpyeMoe Y-
rnyrammwitpancnentuaazamu (GGT) (Ohkamu-Ohtsu et al., 2009). Bropoii HaumHaeTcs c
OTHICTUICHHUS TJHMIHMHA W KaTaJU3UPYeTCs KapOOKCHUIIENTHIA30d WM (DUTOXETATHHCUHTA30M
(Beck et al., 2003; Wolf et al., 1996), B pe3yabTare yero odpasyercs y-riryTaMuianucTens. [lpu
9TOM IOCIIEI0BATENbHOCTh PeaKIii, MPUBOAAMIAS K THAPOIU3Y INyTaTUOHA y PACTEHUH, MOXKET
oObiTh Bupocnenuduynoit (Martin, Slovin, 2000). B Bakyonsx A. thaliana Owuta oOHapyxeHa
GGT4 (Ohkama-Ohtsu et al, 20076), a B Bakyossix sumeHst — kapookcunentuaaza (Wolf et al.,
2006), KOTOpBIE MPEANOIOKHUTENEHO TAKKE MOTYT y4acTBOBATh B JIETPAJalli TITyTaTHOHOBBIX
KOHBIOTATOB.

Bonpoc o gerpagammu TiryTaTHOHA B BaKyoJsX CTOJOBOM CBEKJBI IO CHX TOp He
uccienoBaiics. B CBA3W ¢ 3TUM OBIJIO pEIIEHO OMpPENeNUTh B BAKYOJSX KOHIIEHTPAIUIO
CBOOOHBIX aMHUHOKHCJIOT, BXOJSIIMX B coctaB riuyratnona (Ta6n. 5). B pesymbrate ObLIO
YCTaHOBJIEHO, YTO B BaKyOJSIX HAKaIUIMBACTCS 3HAYMTENBHOE KOJIMYECTBO TITyTaMHUHOBOM
KUCIOTH (B cpenHeM | MKM), HEKOTOpO€ KOJMYECTBO TIHUIMHA M IIMCTEMHA B OKHUCIEHHOW
dopme (mMcTHHA, HUCTEMHOBOW KHCIOTHI) (B cpemHeM 0,250 MxM). OOpamano Ha ceds
BHHMaHHE TO, YTO KOHIICHTPAIMs BOCCTAHOBJIEHHOTO TITyTaTHOHA B BaKyoJsiX Oblila Ha JBa-TpH
MOpSI/IKA BEIIIIE, YeM KOHIIEHTPAIHS BXOJSIINX B €r0 COCTaB aMUHOKHCIOT. HecMoTpst Ha TO, 9TO
B ITOCTIETHEE BPEMSI B JINTEPATYpe MIHUPOKO 0OCYKIAETCS BOZMOKHOCTD JIETPAJAIlNN TITyTaTHOHA
B BaKyoOJIsIX, KOHIIEHTPAITMOHHOE COOTHOIICHUE TIyTaMmar . TJUIMH | UCTEHH (C Yy4eTOM TOTO,
YTO B COCTaB IHCTHHA BXOJUT JBE MOJEKYJIbl ITUCTEHHA), COOTBETCTBYIOIIEE B JTaHHOM
KOMIapTMeHTe 5:1:2, He MOXeT CIYXUTh (PaKTHUECKUM TMOATBEPKICHHEM  3TOTO
npeanonoxenus. Kpome Toro, cumexyer OTMETUTh, YTO TIJIyramMaT TNpu JAerpajalnuu
TJTyTaTHOHOBBIX KOHBIOTATOB M AUCYJIb(HIA TITyTaTHOHA Y-TIIyTaMIJITPAHCIEITHAa3aMH MOXKET
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NICPEHOCUTRCS Ha JAPYrHe COeTUHEHUs ¢ oOpazoBanueM au- u TpunentuaoB (Ohkamu-Ohtsu et
al., 2009).

Ta6auna 5. Coaep:xanue cBOOOIHBIX AMMHOKHUCJIOT B BAKYOJISIX M TKAHEBOM IKCTPAKTeE

OOBeKT HucTenn. Acr, AcH, Iy, I'nn, I'nu, HucTun,
HCCIIeAOBaHUs | K-Ta, MKM MKM MKM MKM MKM MKM MKM
Bakyo 0,10+ 0,94+ 0,65+ 1,39+ 11,41+ 0,17+ 0,26+
0,01 0,18 0,19 0,26 1,52 0,04 0,05
DKCTPAKT TKAHH 0,14+ 1,16+ 0,39+ 1,21+ 4,76+ 0,07+ 0,17+
0,03 0,33 0,07 0,26 1,75 0,01 0,05

OT0 yKa3bIBaeT HA TO, YTO OOJIee MPEANOYTUTENbHBIM SIBJISIETCS MHON MYTh MOCTYIJICHUS
riryramara B Bakyoldb. CleqyeT OTMETHTh, YTO B BaKyOJSX KIIETOK KOPHEIUIOAOB CTOJOBOM
CBEKJIbI OBLJIO OOHAPYKEHO BBICOKOE COJICpKAaHHE TIyTAMHHA, a TAKKe acraparnHa, ajlaHWHA,
CepUHAa W apruHuHA (JaHHBIC TPEACTABICHBI B auccepranuu). Takum o00pa3oM, MOXKHO
MPEINOJNIOKUTh, YTO TJyTamMaT HE HMEeT OTHOIIEHUS K JAerpajaluu [IyTaTHoOHa, a
TPAHCIIOPTUPYETCS uepe3 TOHOIIACT MM OOpa3yercss W3 TIyTaMMHA M HaKalJUBaeTcs B
BaKyoOJISIX HapsAIy C APYTMMU aMUHOKHCIIOTAMH B Ka4eCTBE TyJia CBOOOIHBIX aMUHOKHUCIIOT.

3AK/IIOYMEHUE

LlenTpanpHas BakyoJdb pPACTUTEIBHOW KJIIETKH SBIAETCA MYJIbTH(PYHKIIMOHATIHHBIM
kommnapTMeHToM. Kiaccuueckumu (QyHKIUSMU, OMPEeMBIIUMU KIACCU(PUKALIMIO BaKyoliel B
KJIETKaX pacTeHMM, CUMTAIOTCS 3alacaHue pa3iuuHbiX MeTabonutoB u susuc (Ilonesoi, 1989).
B mocnemHume romel Takke OOCYXJaeTcs YJYacTHE BAaKyollM B TaKHWX IIpoleccax, Kak
nojJiepKaHue KJIETOYHOTO0 TOME0CTas3a, peIOKC-3allUTa U IETOKCUKAIUs KCeHOOnoTHKoB (Carter
et al.,, 2004; Ende, Valluru, 2009; Aunapees, 2012;). Tem He MeHee, BaKyoJb IMO-MPEKHEMY
paccMaTpuBalOT Kak MACCHUBHBIM KOMIApPTMEHT, HEOOXOIWMMBIM Uis JACTOHUPOBAHUS
BBIBEJICHHBIX M3 MeTaboyim3ma coenuHeHui (GSH-KOHBIOTATOB ¢ KCEHOOMOTHKAMH U T.I1.) WU
JUIsl HaKOIUJICHHWsI aHTUOKCUAAHTOB (ackopbara, caxaposbl, (pyKTaHOB, (EHOJOB), KOTOpHIC
CIIy’)aT AJi AETOKCHUKAIMKM MPOHUKAIOIIEro Yepe3 TOHOIIACT mepokcuaa Boaopoaa (Ferreres et
al.,, 2011; Awnxgpees, 2012). OaHako Ha CErOJHSIIHUA JEHb YK€ HAKOIUIEHO J0CTaTOYHOE
KOJIMYECTBO JAHHBIX, CBUJCTEILCTBYIOMIMX B TIOJb3y JOBOJHHO BBICOKOW METabOIHUYECKOM
AKTUBHOCTH BakyoJiel. Tak, B BakyoJsiX BBISIBICHBI ()EPMEHTHI, CIIOCOOHBIC BBIONHITH KaK
AHTHOKCHUIaHTHBIE, TaK U IPOOKCHUIaHTHBIC QyHKIMH ((eHon-3aBrucuMas nepokcunasza u Cu,Zn-
cynepokcuaarcmyrasa) (Kristensen et al., 1999; Carter et al., 2004; Ilpanenosa u ap., 2009,
2011). B cBs3M ¢ 3TUM MOXHO IOJIaraTh, YTO BAKYOJSIPHBIM KOMIIAPTMEHT CIYXHUT HE TOJIBKO
JUTSL IETOKCUKAIMK TocTynamux B Hero ADK, Ho Takke criocobeH MpoaylpoBaTh MEPOKCHT
BOJIOPOJIa, KOTOPBIA C OJHOW CTOPOHBI MOKET BOBIEKATHCS B OKUCIUTEIHHYIO MOIUGDUKAIIMIO
TPAHCIIOPTHPYEMBIX B BaKyOJIb COCIUHEHWH, a C JPYrod CTOPOHBI MEepeceKaTh TOHOILIACT U
MOCTYTaTh B IUTO30Jb. J[JIs1 IpeIoTBpanieHusi HeKOHTpompyemoro Beixoaa HyO; B inTo30116, B
BaKyOJIIPHOM  KOMIIAPTMEHTE JOJDKHBI MPUCYTCTBOBAThH AHTHOKCHIAHTHBIC  CHCTEMBI,
PEryJIMPYOIINEe KOHIICHTPAIMIO JIOKAThbHO TeHepupyeMbix ADPK u He oOpa3yromue NIpu 3TOM
AKTUBHBIX PaJMKAIOB (KaK 3TO MPOUCXOTUT B Cllydae caxapoB M (DEHOJIIOB) M B TOXKE BpEeMs
CIOCOOHBIE OBICTPO PpPEreHepUpPOBaTh BOCCTAHOBICHHOE COCTOSHHE. TakuM TpeOoBaHUSM
COOTBETCTBYET PEIOKC-CHCTeMa TIyTaTHOHa, KOTopas B JPYIHX KIETOYHBIX KOMITAPTMEHTAX
y4acTBYeT B AHTHOKCHUIAHTHOW 3allUTe, JETOKCUKAIIMH KCEHOOMOTHKOB W DHAOTOKCHHOB, a
TaKXe BBIMOJNHACT cUrHadbHy ¢yHkuuto (Noctor et al., 2011). B Bakyonsix KOpPHEIIONOB
CTOJIOBOM CBEKJIbI MBI BBISBHJIM TaKWe KOMIIOHEHTHI PEIOKC-CHCTEMBI TIyTaTHOHA, KaK caM
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TJyTaTHOH, TIIyTaTHOHpEeIyKTa3a W TJIyTaTHOH-S-TpaHcdepaza. B xoxme mposeaeHHOTO
UCCIICIOBAaHUST Mbl yCTaHOBWJIM, YTO COOTHOIIEHHE BOCCTAaHOBJICHHOM M OKHCIEHHOU (opm
[JIyTaTHOHA, AKTHUBHOCTh M KuHeTnyeckue xapakrepuctuku GR m GST coorBercrBOBanu
TAaKOBBIM TJIyTaTHOHA U (DEPMEHTOB IUIACTH[, XAPAKTEPHOH OCOOCHHOCTBIO KOTOPBIX SIBIISETCS
BBICOKAsi aKTHUBHOCTh cucrembl riyratmoHa (Ilomecckas, 2009; Noctor et al., 2011). Ha
CeTOMHALIHMN JeHb Haubojee TOMyIspHa THIIOTE3d, COMVIACHO KOTOPOH OCHOBHOM
MeTabOoIMYeCKHd MMyTh TIyTaTHOHA BHYTPU Bakyouiei — jgerpamanus (Puc. 13). Dra rumoresa
OCHOBBIBAaETCS Ha NPHOPUTETHOCTH TPAHCIOPTA B BAKyOJb OKUCICHHOW (OPMBI TIIyTaTHOHA
nocpenctBoM  ABC-tpancmoprepoB  ToHomnacta.  Iloakperusitor ee W (paxThl,
JEMOHCTPUPYIOIIUE MPUCYTCTBUE B BAaKyoJIsiIX (DEPMEHTOB, KaTAIM3UPYIOMIUX pacraj
riytatioHa (y-riyTamMuWiITpaHcnenTHaasel win kapOokcumnentuaasel) (Wolf et al., 1996;
Ohkamu-Ohtsu et al., 2009). Oagnako B HalleM HCCICIOBAHUN 3HAYUTEIBHOE COJCpPKAHUE
[JIyTaTHOHA, CONOCTaBUMOE C KOHIIEHTPAlMel B TKAaHEBOM OJKCTPAKTe M IPEBBIIIAONICE
COZep)KaHME TJIyTaTHOHA B IUIACTHAAX, a TaKKe KpallHE BOCCTAaHOBICHHOE COCTOSIHUE
[JyTaTHOHOBOTO  IIyJla BAakyoJleld M MPUCYTCTBUE TJIyTaTHOH-3aBHCUMBIX  (pepMeHTOB
CBHJICTEJIBCTBYIOT O TOM, YTO B BaKyOJISIX CTOJIOBOHM CBEKJIbI TPAHCHOPTUPYEMBIN INIyTaTHOH HE
HOJIBEPraeTcsi MOJHOMY pacmajy, a, M0 BCed BUAMMOCTH, BOCCTAHABIMBACTCS CHENU(DUIHBIMU
GR u ucnone3yercs B peakuusix aerokcukauu HyoOo, 3k30- 1 s3Hm0TOKCHHOB (Prc. 13). B To xe
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Pucynox 13. T'nnoreTnyeckast cxeMa BHYTPHBaKYOJISIPHBIX PEJJOKC-TIPOLIECCOB C yYACTUEM CUCTEMBI
rinytatuoHa: GSH — riyratron BoccraHoBieHnsiii; GSSG — rimyratnon okucienusiit; Gly-Cys —
munentua; Glu — rmyramuHoBas kuciiota; R-SG — konbrorar riryratuona; Ft — dakrop
tpanckpunium; ABC — ABC-tpancnioprepsr; GGT — y-rmyramuntpancdepasa; GR —
rirytatioHpenykrasa; GST — rimyrarnon-S-tpancdepasza; POX — nepokcunasza; Cu,Zn-SOD — Cu,Zn-
CYNEPOKCHIANCMYTa3a.

BpeMsl 3HAUUTENbHOE COJIEp)KaHUE TIyTaTHUOHA U BBICOKAas aKTUBHOCTH IIIYTAaTHOH-3aBUCUMBIX
(GbepMEeHTOB B BaKyoOJsX 3amacarolield MapeHXUMbl KOPHETUIOAO0B CTOJIOBOW CBEKIIBI MOTYT OBIThH
CBSI3aHBI C 0OCOOCHHOCTSIMH JTAHHOTO 00BEKTa UCCIEAOBAHMS, KOTOPBIN CIIOCOOEH TPOTUBOCTOSTH
JUIUTETTbHOMY BO3EHCTBHUIO cTpeccupyromux (akTopoB (MOHMKEHHOM TemrepaTyphl, BOJHOTO
nedunuTa ¥ T.M.) U BO30OHOBJISITH POCTOBBIE MPOIECCHI TMOCIE MPOJOIKUTEIHHOTO TEePUoaIa
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nokos. ITostomy HaOmronaemasi B HalleM HCCIEJOBAHUU BBICOKAs aKTUBHOCTb KOMIIOHEHTOB
[JIyTaTHOHOBOM CHUCTEMBbI, HE OOHapy)XeHHass B HEKOTOPHIX OpraHax W TKaHAX JPYrux
pactutenbHbix 00bekTOB (Dietz et al., 1992; Rautenkranz et al., 1994), moxeTt ObITh Kak BUIO-,
TaK ¥ OpPraHo- UK TKaHecTIeUU(UIHOM.

BbIBO/IbI

ITomyyeHHble B XOA€ NPOBEJEHHOIO HCCIEIOBaHMS PEe3yJbTaThl MO3BOJSIIOT CAEIATh
CJIEZYIOLIHME BBIBOBIL:

1. B BakyossX KOPHEIUIOZOB CTOJIOBOW CBEKJIbI ITOKa3aHO HPUCYTCTBHE KOMIIOHEHTOB
PEIOKC-CUCTEMBI TJIyTaTHMOHA: CaMOro TIJIyTaTHOHA, IJIyTaTHOHPEIYKTa3bl W TIIIyTaTHOH-S-
TpaHcgepasbl.

2. T'myraTHOH B BaKyoJIIX COJEPXKHUTCA B MHKPOMOJSPHBIX KOJWYECTBAX U
IPEUMYIIECTBEHHO B BOCCTAHOBJIIEHHOM COCTOSIHUHM, 4YTO COOTHOCHMO C COJEp:KaHHEM
[JIyTaTUOHA B TKAHEBOM JKCTPAKTE W MPEBBIIIAECT €0 COJACpXKaHHWE B OOOTAIICHHON (pakiuu
IUTACTH]L KOPHEIJIOI0B CTOJIOBOM CBEKJIBL.

3. AKTHMBHOCTb, a TaKXe KHHETHYeckue Xapakrtepuctuku uzopopm GR Bakyosneit
COIIOCTaBUMBl C AKTUBHOCTBIO M XapaKTEPUCTUKAMHU aHAJIOTWYHBIX HM30(OpM IUIACTUHOU
bpaxkuu. pH ycnoBus, ontumaneHbie Ansi aktuBHOcTH (epmenta ¢ HAJIOH B kadectBe
Ko(akTopa, HAXOAATCS B HEHTpaibHOW u ciabomienounoir obmactu (7,5-8,0). GR Bakyouneit
nposiisger akTuBHOCTH ¢ HAJIH B kadecTBe Ko(akTopa B KHCIBIX YCIOBHSAX, MPH 3TOM
ONTUMAJIBHBIM J1s peakuuu sisiercs pH 5,0. Kpome Toro, B Bakyosisix 1oka3aHo NPUCYTCTBUE
HA/IH B MUKpOMOJISIPHBIX KOJIMYECTBAX, OJHAKO BaKYOJSPHBIN IyJl, TAKXKE KaK U IUIACTUIHBIN
u oOummii TKkaHeBoU, B Oosbiieil crenenu okucieH. GR Bakyounei, kak ¥ (epMEeHT IMIACTHI,
uHruoupyercst 1-x10p-2,4-TUHUTPOOEH30JI0M 10 HEKOHKYpEHTHOMY THUIy. B Bakyoussix
oOHapyxxeHo 2 wu3opopmbel GR, KoTOpble, NpeANnoNoKUTENBHO, TaKXe IPUCYTCTBYIOT B
TKaHEeBOM OJKCTpakTe. B miactuaHoil Qpakumum Takke OoOHapyxkeHbl 2  Hu30(opMsl
[JIyTaTUOHPETYKTAa3bl.

4. AKTHBHOCTP TIyTaTnOH-S-Tpancdepasbl ¢ XJIHB B kagecTtBe cybcTparta comocraBuma
¢ GST-akTHBHOCTBIO TIIACTHI, B TO BpEMsl KaKk aKTUBHOCTh BAaKYOJSIPHOTO (epMeHTa C
bayoponudeHoMm B KadecTBE CyOCTpaTa 3HAUUTENHHO IPEBHINIACT AHAJOTUYHYIO aKTUBHOCTH
IUTACTHl, HO COOTHOCHMMa ¢ TKaHeBoW GST-aktuBHOCTBIO. OnTMManbHble 3HaueHuWs pH s
BakyossipHbIX M30opM GST Haxoxmsres B o6mactu 7,0-8,0. dTakprHOBas KUCI0Ta, COEIUHEHHE,
KOTOpPOE TakKe MOXKET CIyXkHuTb cyOctpatoM ansi GST sBnsercs CHIBHBIM HHTHOMTOPOM
[JIyTaTUOH-S-TpaHc(epa3sHOM  akTHUBHOCTM  Bakyojed W twactua.  KuHernueckue
XapaKTEePUCTHKN BaKyoJSIpHBIX n30popM GST comocTaBUMbI C XapaKTEpPUCTHKaAMH H30(pOpM
IUIacTH ¢ OoJiee BBHICOKMM CpOJICTBOM K IPUPOAHOMY CYOCTpaTy TIIyTaTHOHY W MEHBIIUM
cpoactBoMm k XJIHB B oboux ciywasx. B Bakyossx BeusiBieHo 2 u3zodopmbl GST ¢ pasHoit
cybcrpartHoil ciennduunocteio k X/IHB, rmudocary u payopoaudeny.

5. AktuBHocTh GR u GST Bakyoseii u3MeHsIach B 3aBUCHMOCTH OT CTAIHH Pa3BUTHS
KOPHEIUIO/1a, TIPY ATOM aKTUBHOCTh AaHTUOKCHJIAHTHOTO epmeHTa GR moOBBIIIaNach Ha MO3HEN
CTaguM TOKos, a akTuBHOCTb GST, yuacTByromedl B AETOKCHKAalMM KCEHOOMOTHMKOB WIIU
9HJIOTEHHBIX META0OIUTOB, ObljIa BHIIIE HA CTA/IUU POCTA.

6. AMMHOKHUCIOTHBIA aHaJdM3 IOKa3aJl B BAaKyoJIIX KOPHEIUIOAOB CTOJIOBOM CBEKJIBI
3HAYUTENBHOE COJIEP)KAHWE TIYTAMHHOBOW KHCJIOTBI, TOpa3J0 MEHBIIYI0 KOHIICHTPALHIO
TJIMIMHA ¥ [IUCTEHHA B OKUCIICHHOW popMe (IIMCTHHA).
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7. Tlony4yeHHble TaHHBIC, BEPOATHO, MOTYT YKa3blBaThb Ha y4acTHE PEIOKC-CUCTEMbI
[IyTaTUOHA B AHTUOKCHUJAHTHOM 3alIuTe M Mpoleccax AETOKCHKALUW, MPOUCXOMASIINX B
BaKYyOJISIX KOPHEIJIOAOB CTOJIOBOM CBEKJIBI.
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