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OBLIAS XAPAKTEPUCTUKA PABOTDI
AkTyanbHocTh Tembl. [nyratmon (GSH) — MHOroyHKUMOHAIBHBIN TPUIECNTH],

oOHapy)KeHHBIN MpakTHYeCKH y BceX kuBbix opranu3moB (Noctor et al., 2012). V pacrenwuit,
MPOIYIUPYIONIUX aKTUBHBIC (DOPMBI KUCIOPOa B mporiecce (GOTOCHHTE3a, KIETOYHOTO JbIXaHHS
Wi (HOTOBIXaHUS, TIIYTATHOH B COCTaBe acKOpOAaT-TIyTaTHOHOBOTO IMKJIA WUTPAET BAKHYIO
poib B Heurpammsamuu HpO, (Foyer, Noctor, 2011). IToMrMO aHTHOKCHAAHTHOW (DYHKIHH
[JIyTaTHOH y4acTBYET B JIETOKCHKAIIMU KCCHOOMOTHKOB M TspKenbix MetauioB (Coleman et al.,
1997; Dixon et al., 1998; Jozefczak et al., 2012), B TpaHCIyKIMK CUTHAIOB P aOHOTHYECKOM H
OMOTHYECKOM BHJIaX CTpPECCa, a TAKXKE SIBIISECTCS OCHOBHBIM pelloKc-OydepoM B OOIBITUHCTBE
KoMmmapTMeHToB pactutenbHoi kietku (Noctor et al.,, 2012). B penokc-cucremy riiyTaTnoHa
MOMHMO CaMOTO TpPHIICTITUAA BXOJAT TJIYTATHOH-3aBUCUMBIC (EPMEHTHI (TIyTaTHOH-S-
Tpancdepasbl, TIyTaTHOHIIEPOKCHIA3bl) U (EPMEHT, 0OECIECUMBAIONIMIA €r0 BOCCTAHOBJICHUE
(rmyraTroHpenykTasa). HecMOTpst Ha TO, 94TO POJIb TIIyTaTHOHA B KAY€CTBE aHTHOKCHIaHTa ObLIa
BBISIBIICHA UCTOPUYCCKH TIEPBOM M aKTHBHO HCCIICAYETCS C MOMEHTA OTKPBITHS TIyTaTHOHA, B
NOCJICTHUE JICCATUIICTUST OOJIbIIIe BHUMAHUS TIPUBJICKACT Y4acTUE PEIOKC-CUCTEMbI IITyTaTHOHA
B JieTokcHuKanuu kceHoonoTrkoB (Coleman et al., 1997; Dixon et al., 1998; Tausz et al., 2004). B
CBSI3U C OTHUM TJIYTaTHOH W 3JEMEHTBI €ro PEIOKC-CHCTEMbl MHTEHCHBHO HM3y4arOTCsS B TaKHX
KOMIIAPTMEHTaX PACTUTEIBHOW KJIETKH, KaK IIMTO30J1b, XJIOPOIUIACTBI, MHUTOXOHJIPHH,
nepokcrcombl U siapa (Noctor et al., 2012). OgHako cBeACHHS O TIYTATHOHOBOW CHCTEME
BAKYOJICH 10 CUX NOP KpallHE CKYIIHbI U HOCAT OTPBIBOYHBIN XapakTep. Ha cerogusimHui aeHp
W3BECTHO, YTO B BaKyoJb mocpenctBoM ABC-TpaHCOPTEpOB ACTIOHUPYIOTCS TIIYTATHOHOBBIC
KOHBIOTaThl KCEHOOMOTHKOB M 3HIOreHHBIX MeTabomuToB (Coleman et al., 1997; Dixon et al.,
1998). Ilpu yyacTUM 3THX K€ MEPCHOCYMKOB B BaKyoJlb H30HMPATEIbHO TPAHCIIOPTHPYETCS
ryTaTuoH B okuciaeHHor gopme (GSSG). Tem He MeHee, BAKYOISIPHBIN MyJl TIyTaTHOHA MAJIO
UCCIICIOBAJICS, U MPHUCYTCTBUE ATOTO TPHIICTITHIA B BaKyOJISIX CYMTACTCS TKaHECTICIIU(PUIHBIM
WINA BHJIOCTICIU(HUYHBIM, TOCKOJIBKY Y HEKOTOPBIX BHJIOB PACTCHHI COJICPIKAHUE BAKYOISIPHOTO
[JIyTaTHOHA OBUIO HE3HAYMTENBLHBIM WM HEJOCTYNMHBIM i aerekuumu (Zechmann, Miiller,
2010; Noctor et al., 2012). [TpakTHueckr HUYETO HE U3BECTHO M O (PEPMEHTAX PEIOKC-CHCTEMBI
[JIyTaTHOHA BaKyoJsIpHOM Jokanm3auuu. OO0 akTUBHOCTH BaKyOJSIPHOM TIIyTaTHOHPEIYKTa3bl
(GR, K.®. 1.8.1.7) ymomuHaeTcsi TOJABKO B CBS3M C H3y4YEHHEM TpAHCIIOpTa ackopOara B
BaKyOJIM MPOTOILIACTOB JIMCTheB siuMers (Rautenkranz et al., 1994), u Hamuyue HECKOJIBKHUX
BaKyOJISIPHBIX H30(opM riyTatuoH-S-tpancdepas (GST, K.d. 2.5.1.18) Obuto mokazaHo mpu
nomoIu nporeoMHoro ananusza y Arabidopsis thaliana L. (Carter, 2004). OgHako CBOCTBA |
KMHETUYECKHE XapaKTePUCTHKH JTHX (PEpMEHTOB paHee HE HCCIeNoBaINCE. B CB3M C
BO3pPACTalOIIMM HHTEPECOM K YYacCTHIO LEHTPAJIBHOW BaKyOIM pAacTUTEIbHOM KIETKH B
JETOKCHKAITMH KCEHOOMOTHKOB M TIOIICPYKAHUH KICTOYHOTO PEAOKC-TOMEOCTa3a MBI TTOCUUTAIIN
BRXHBIM WCCIICJIOBATh B JAHHOM KOMIIAPTMEHTE KOMIIOHEHTHI PEIOKC-CUCTEMBI TTyTaTHOHA,
BBITIOJHSIONICH KJIFOYEBYIO POJb B AHTUOKCHUIAHTHOW 3alWTe M JICTOKCUKAIUUA B JPYTHX
KJIETOYHBIX oOpraHeiax. [lomydeHHBIE pe3ynbTaThl PACHIUPAT MpeAcTaBleHHE 00 ydacTuu
[EHTPaJbHOW BAaKyOJIId B OCHOBHBIX META0OJMYECKUX TPOIEcCaX pPACTUTENHHON KIETKH U
obecreueHn HOpMaTbHOU KU3HEACITETLHOCTUA PACTEHUS B U3MEHSIOIINXCS YCIOBUSAX CPEIbL.
Ienb u 3agaum _ucciaenoBanus. llens mnpeacraBnsiemoil paboOTHI 3akiarodanach B

U3YYEHHUH 3JICMEHTOB PEIOKC-CHCTEMBI TNTyTaATHOHA B BAKYOJISIX KOPHEILJIOAOB CTOJOBOM CBEKIIBI
(Beta vulgaris L.) B cpaBHEHHH C OTHOCHTEIBHO XOPOIIO HM3YyYEHHOW CHCTEMOM TyTaTHOHA
TAKOTO0 KOMIIAPTMEHTA, KaK IJIaCTH/IBI.

JI1st mocTHKEHUsT JaHHOW €T OBLITU TTOCTABJICHBI CIICTYIONINE 3a/1a4u:
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1. Onpenenuth colepikKaHWE OKUCIEHHOIO M BOCCTAHOBJIIEHHOIO TJIyTaTHMOHA BO (paKLUsAX
BaKyOJIEH U IUIACTU[I, @ TAKXKE B TKAHEBOM DKCTPAKTE KOPHEIUIOAOB CTOJIOBOU CBEKIIBI.
2. W3yunth akTUBHOCTH, pH-ONTHMYM, KHHETHYECKHE XapaKTEPUCTHKH, H30()epMEHTHBIN
COCTaB, B3aMMOJCHCTBHE C WHTUOMTOPOM U 3aBUCHUMOCTh YPOBHS AaKTHMBHOCTH OT CTaJuH
Pa3BUTHS TIYTaTHOHPEAYKTa3bl U TIyTaTHOH-S-TpaHC(epasbl BaKyosied, IUIACTH U TKAaHEBOTO
JKCTpaKTa KOPHEIUIOAO0B CTOJIOBOU CBEKIIBI.
3. OmpenenuTe KOHLEHTpALMIO IEPOKCHIA BOJOpPOJAa KaK COEAMHEHUs, aKTHUBHO
B3aMMOJCHCTBYIOIETO C INIyTATHOHOM M HCTOLIAIOLIET0 €ro Iyl B JKCTpaKTax BaKyoJleH,
IUTACTU], & TAKXKE B TKAHEBOM YKCTPAKTE KOPHEIUIOAOB CTOJIOBOM CBEKIIBI.
4. WccnenoBarh cojep)kaHue CBOOOTHBIX AMHHOKHMCIIOT, BXOJSALIMX B COCTAaB TJyTaTHOHA, B
BaKYOJISIX, TKAHEBOM JKCTPAKTE KOPHEIJIOI0B CTOJIOBOM CBEKIIBI.

Hayunas noBu3Ha. B pesynbrare npoBefeHHON pabOTHI MOJIY4YEHBbI HOBBIE JaHHBIE O

KOMIIaPTMEHTAllMd KOMIIOHEHTOB PEIOKC-CUCTEMBbl TIJIyTaTUOHA B KJIETKaxX 3aracaroei
NapeHXMMbl KOPHEIUIONOB CToJIoBOi cBekibl (Beta wvulgaris L.). B Bakyomsix KieTok
KOPHEILJIOJIOB BBIABIICHA JIOBOJILHO BBICOKAas KOHIIEHTpauus riyratuoHa (B cpeaHem 30-40
MKM/mr Genka). [lokazaHo, 4TO BaKyOJSIpHBIN IyJ TIyTaTHOHA MPEICTABIICH IIIaBHBIM 00pa3oM
BoccraHoBjaeHHOM (opmoii (GSH), npu srom coornomenue GSH/GSSG cocrasisio 8,4. B
BaKyoJIIX KJETOK KOPHEIUIOJOB BIEPBBbIE BBISIBIEHA U  HUCCIEJOBaHa AaKTHUBHOCTH
[IIyTaTHOHPEIYKTa3bl, (PepPMEHTA, MOAICPKUBAIOIIETO MIYTATHOHOBBIN ITyJl B BOCCTAHOBJICHHOM
coctosiHUU. BoccraHaBnuBaeMmblii BHYTPU BaKyOJIM TJIyTaTHOH, BEPOSTHO, BOBJIEKAETCS B
IPOIIECCHl JIOKATBHOW yTHWIM3alMU akTHUBHBIX (opm kuciopona (ADPK) wim aeToxcHKanuu
BBICOKOPEAKTUBHBIX METa0ONuTOB. B mocneaHeMm ciydae Ba)KHOE 3HAYCHHE UMEIOT pPEeaKluu
KOHBIOTAIIUM, KaTalu3UpyeMble TIyTaTHOH-S-TpaHCc(epa3amMH, aKTUBHOCTh KOTOPBIX TakKke
BIIEPBbIC BBISBICHA B BaKYyOJIIX KJIETOK KOPHEIUIONOB CTOJOBOM CBeKJbl. CrenupuyHocTh
AKTUBHOCTH  TJyTaTUOH-3aBUCHUMBIX  ()EPMEHTOB  BaKyOJSIPHOM  JOKanu3alnud  Oblia
MOJATBEPXKJIEHA MpPU MOMOIIM HHTHOUTOPHOTO aHanuu3a, 3UMOrpauuecKoro HUCCIeTOBaHUS
(epMEHTaTUBHON  aKTUBHOCTM B  IOJIMAKPWIAMHUJIHOM  Tele, HMMYHO(PEPMEHTHOTO
uccie0BaHus (BECTEpH-0JI0T aHaIM3a), a TAaKXKE MPU CPABHEHHH CO CBOMCTBAMU aHAJOTUYHBIX
(GepMEeHTOB IUIACTHU] KJIETOK KOPHEIUJIOJOB CTOJOBOM CBekJbl. [lonmydeHHble JaHHbBIE
CBUJICTENILCTBYIOT B TMOJb3y MPEANOJIOKEHUS O TOM, YTO TPAHCHOPTHUPYEMBIH B BaKyOJIU
[JIyTaTUOH HE YTUIM3UPYETCs, KaK Iojarajiy paHee, a akTUBHO BOBJIEKAETCSl B METAOOJINYECKHE
IIPOLIECCHI, NPOUCXOAIINE B BAKYOJSIPHOM KOMIIAPTMEHTE M OIOCPELYIOIIHME €ro pojb B
NOAJEPKAHUU KIIETOYHOTO PEJOKC-TOMEOCTA3a.

Teopernueckass M _NpakTHYecKasi 3HAYMMOCTh. [ TIyTaTHoOH, TIyTaTHOHpEIyKTa3za U

IyTaTHOH-S-TpaHcdepa3a, OOHAPYKCHHBIE B BaKyOJSX, SBJISIOTCS YacThiO OOIIEKICTOYHOU
PEIOKC-CUCTEMBI TJIYTaTHOHA, KOTOpas CTOUT Ha MEPBBIX pyOexkax 3allUThl OT HETaTUBHOTO
nericteuss ADK, SHAOreHHBIX TOKCHYHBIX COEIMHEHHH M KCEHOOMOTHKOB. McciemoBaHus
BAKYOJISIPHOM CHCTEMBI TJIYTaTHOHA 3HAYMTEIBHO PACIIMPSIT MPEACTABICHHE O BKJIAAE€ 3TOrO
KOMITAPTMEHTAa B MPOLECCHl JETOKCHUKAIIMM LUTOTOKCUYHBIX COEIUHEHHI B PacCTUTEIbHOU
kietke. Ocoboe 3HaueHne U3ydeHHe JAaHHONW CHCTEMBI IPUOOPETAET B CBSI3U C BO3PACTAIOIIUMU
KOJIJMYECTBAMHU TMECTULUJ0B, BHOCHUMBIX €XKErOJHO B TIIOYBY JJisi TMOBBIIICHUS YypoXKas
CENbCKOXO3SMCTBEHHBIX KyNbTyp. I[lo3TOMYy wHcclienoBaHWEe BHYTPUKIETOUYHBIX MEXAHH3MOB
JIETOKCHUKAITUU OTACHBIX JUTSI 3/TOPOBhS YEJIOBEKA COCIMHEHHI B PACTEHUSX, YIOTPEOIICMBIX B
MUILY, UMEET OOJIBIIYIO MPAKTUYECKYI0 3HAaUMMOCTh. Kpome Toro, ceifuac mupoko obcyxiaercs
POJIb aHTHOKCHIAHTOB, MOCTYMAIONINX C MPOAYKTaMH MHUTaHUs, B poduIakTHKE 3a00JI€BaHMIA
YEeJIOBEKa pa3HOM JTHOJOTUM, 4YTO TaKKe YyKa3blBae€T HA HEOOXOJUMOCTh H3y4YEHUS
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KOMIIAPTMEHTAlMd W aKKyMYJISIIMM aHTUOKCHIAHTOB B KJIETKaxX 3amacarolleidl MapeHXHMbl
KOPHEIIO/IOB.

Martepuansl AuCCEPTAIMA MOTYT OBITh BKJIIOYCHBI B KYPCHI JISKIIMA 1O (U3HOJOTHH U
OMOXVMHH PACTCHUM, HCIIOJIB30BATHCS B TPOMUIHHBIX HAYYHO-UCCIEIOBATEIIHCKUX WHCTHTYTAX
PAH.

CBsi3b_¢ HAYYHBIMM Nporpammamu. VccienoBaHusi mpoBOIMINCH B COOTBETCTBUU C
npuoputetHbiMu HanpapiieHusMu CUOUBP CO PAH (mpoekt V1.56.1.3., Ne roc. perucrpanuu

01201353696), monaepkanbl rpanToM Poccutickoro ¢goHma ¢yHIaMEHTAIBHBIX HCCIEIOBAaHUN
(rpant Ne 12-04-31383 mon a) m MuHHCTepcTBOM 00pa3oBaHus W Hayku Poccuiickoi
®deneparun (cornamienue 8266).

Ilyoaukanuu u_anpodauus padorel. [To MarepuanaMm auccepranuu OmyOIMKOBaHO 9

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

Pesynbratel uccienoBanus Obutd mpexactasiensl Ha |l Mexaynapognom cummnosmyme
«Knerounas curnamusaius y pacrenmity (Kasans, 2011), VII Crezne OOmecTBa Gpu3noI0roB
pacrenuii Poccum «@usuonorus pacteHHl — (QyHZaMeHTaJIbHas OCHOBAa JKOJIOTMH U
WHHOBAMOHHBIX  OuotexHomoruit» (H. Hosropox, 2011), Bcepoccuiickoii Hay4HO#
KOH(pEpEeHIIMH C MEXKIYHApOAHBIM ydyacTHeM «VIHHOBallMOHHBIE HANPABIECHUS COBPEMEHHOM
¢dusunonornn pacrenuit» (Mocksa, 2013), Beepoccuiickoit Hayunoi koH(pepeHin «DakTophl
YCTOHYMBOCTH PACTEHUN B IKCTPEMAJbHBIX TMPUPOIHBIX YCIOBUSAX M TEXHOTCHHOH Cpere»
(Upkytck, 2013), | MexayHnapogHom cumnosuyme «MOJEKYISpHbIE aCHEeKThl PEIOKC-
metabonu3ma pacrenuii» (Kazans, 2013).

CTpykTypa M __00beM _paborbl. /Jluccepranus wu3noxeHa Ha 183 cTpanwmie

MAIIMHOMUCHOTO TEKCTa, COCTOUT W3 BBEIEHHUs, 0030pa JHUTEpaTypbl, METOIMYECKON YacTH,
pe3yNbTaTOB HUCCIEAOBAaHUS M WX OOCYXKACHHsS, 3aKJIIOYCHMs, BBIBOAOB M  CIHCKa
UCIIONIb30BaHHOM nUTepaTyphl. B pabote mpencraBieHo 27 pucyHkKoB W 7 Tabmui. Crucox
JUTEpaTyphl BKIIIOUAET 273 UCTOUYHUKOB, B TOM yrciie 240 Ha MHOCTPAHHBIX SA3bIKAX.
OBBEKT U METO/bI UCCJIENJOBAHUA

O0BbEeKTOM MCCJIeIOBAHMSI CIY)KWJIM KOPHEIUTOABI cTosoBoM cBEKIbI (Beta vulgaris
L.) copt Bopno, Boipamennbie Ha onbiTHOM Yydactke CUOUBP CO PAH. Kophuemnnoasl
oTOMpau Ha pa3HbIX (a3ax OHTOT€HE3a, YCIOBHO 0003HAUEHHBIX KaK CTaJusl aKTHUBHOI'O pOCTa

(aBryct — ceHTs0ph), cTaaus TIIyOOKOTro MOKOs (CEHTSOpb — anpeib) U MO3/HSSA CTaaAus MOKOS
WIN CTaJus BBIXOJA M3 IMOKOs (Mail — MIOHB). B 3uMHUI mepuoj; KOpHEIIoAbl XpaHWIN NPU
temmneparype +4°C.

Boiiesienne opranejs. Bakyonu u301upoBaid M3 KJIETOK KOPHEIUIOAOB CTOJIOBOM

ceeknbl (Beta vulgaris L.) mpu momon MOIU(GHIMPOBAHHOTO MaKpOOOBEMHOTO METOjIa
(CansieB u ap., 1981). OGoramieHHy0 (Gpakiyio TIACTH/I MOTydaal OOIIETIPUHITHIM METOIOM
cormacio Boyle et al, 1986. Coxaep:xkanue rayraTmoHa B oOpasnax H3MeEpsIIH
cniekrpodoTomerpuuecku (Smith et al., 1984) ¢ moaudukammein 11 OKUCIEHHOTO TJyTaTHOHA
(Behr, 1997) u MeTonoM BBICOKO3(BEKTHBHOI KUIKOCTHOI XpomaTorpadun (Rellan-Alvarez et

al., 2006). B mocneaHeM ciyyae W3MEPEHHUs MPOBOIMIN HA YKHIKOCTHOM MHKPOKOJIOHOYHOM
xpomatorpade “Munuxpom A-02” (Poccusi). AKTHBHOCTB LJIYTATHOHPEAYKTA3BI ONPEICIISITH
cnekrpooTomeTpuuecku corimacao Anderson et al, 1990. HWuruOutopHbld aHANM3

TIIYTaTHOHPEIyKTa3sl ¢ 1-xmop-2,4-nquautpodensonom (XJIHB) mpoBoawim  MeToaoM,
npetoskenasiM Bilzer et al., 1984, ayraTnon-S-TpaHcdepasHyi0 aKTHBHOCTDb HCCIICTOBAIN
criektpodoromerpuuecku ¢ cyoctpatamu XJIHB (Habig et al., 1974) u duyopoaudenom
(Pascal, Scalla, 1999). MurubutopHbIii aHaIK3 TIIyTaTHOH-S-TpaHcdepa3 nposoauau ¢ 0,5 MM
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srakpuHoBoii kmciotoit (Kilili et al., 2004). Coaep:xanue HAJIH nu HAJ' B o6pasmax
ONpEACISUTN  CIEKTPO(OTOMETPHYSCKMM METOAO0M, onucaHHbiM Heber, Santarius, 1965.

Cozep:kaHue mepoKcHIa Boaopoaa usMepsuid npu nomoi FOX-meroma (Galletti et al.,
2008). ConepikaHne aMHHOKHMCJIOT B 00pa3iiax ONpee/suld Ha aBTOMAaTHYECKOM aHAIU3aTope
amuHOKHCIOT AAA 339 (Yexus) coryiacHO HNpOTOKOIY. DJAeKTPodopeTHieCKUHMH MeTOAaMHU
UCCIeIoBAIM M30()epMEHTHBIN cocTaB OenkoB. [ coxpaHeHust (hepMEHTATHBHOW aKTUBHOCTH

OeNIKM pa3Jelisiiu B HEICHATyPUPYIOLIUX YCIOBUSAX COTIaCHO obIenpuasaTomy Meroay (I'aans u
ap., 1982). Ucnonb3oBanmu 7,5% u 10% nonuakpunamuassiii rens (ITAAIY). Mapkepom
nepemeineHuss  Oenka  cayxmin  kanuOpoBounbli  KUT  (Sigma).  HM3osmextpuyeckoe
doxycupoBanne OenkoB (MDD) mposomumu B ITAAL (T 5%; C 3%), conepxamem 10%
rimuepura u 3% amdomnuta (pH 3,5-10,5). Anonurom ciyxkuna 0,06 N H3PO,, karomurom — 0,1
N NaOH (Purertn, 1986). B kauyectBe Mmapkepa mepeMelieHuss OelKa HCIOJIb30BaIN
kanuopoBounsiii KUT mis UDD, conepxarniuii 6enku, u3odiekrpuueckue Touku (pl) KoTophix
Haxomuiauchk B mpexenax pH ot 3,75-9,3. B mosydeHHBIX TesAX BBIABISUIA AKTHBHOCTH
TIIyTaTUOH-S-TpaHcdepasbl U MIyTATHOHPEIYKTa3bl WM UCIOIB30BAIM WX JUIS MepeHoca Oenka
Ha HUTPOLEJUIIONO3HYI0 MeMOpaHy M MOCIHEAYIOIIEr0o MMMYHOOJIOTTHHTA. Bulyaau3anuio
aktuBHocTH B ITAAT riyratnonpenykrassl (Jlesutec, 1986; Aravind et al., 2005), riryraTron-
S-tpancdepaszsr (Gupta, Rathaur, 2005), mamaraeruaporenassl (JleButec, 1986) u kartanassl
(T'aanp u gp., 1982) npoBoaunu oOmwenpuHITHIMU MeTonaMu. /lisi BecTepH-0J10T aHaaM3a
130(OpPM TIYTaTHOHPEAYKTA3bl HCIOIH30BAIHN TOJIUKIOHAIBHBIE AHTUTEIA MBIIIH, TOTyICHHBIC
Ha GR mekapckux apoxokeit (Sigma). UMMyHH3anuI0 MbILCH MPOBOAMIM B 2 3Tama, BBOJS

aQHTUTEeH BHYTPUOPIOMIMHHO JBaXAbl C JABYXHeAEIbHbIM HHTepBajoM. 100 MKr BBOAMMOIO
aHTUTreHa OOBEIMHSAIN C PaBHBIM KOJMYECTBOM MoiHOro ambioBanTa @dpeitnaa. Ilocne 50-60
JTHEH HMMMYHU3alUA MBIIIEH OCYUIECTBIISIIM 3a00p KPOBH, COZAEpXallel IOJUKIOHAIbHbIE
aututena (Kot u ap., 1991). IlepeHoc OenkoB ¢ renst Ha HUTPOLEIUIIOIO3HYI0O MeMOpaHy
npoBoAwin onucaHHeiM panHee MeronoMm (IToGexumoBa u ap., 2004) ¢ He3HAYUTENHbHBIMU
MO (PUKAIUSAMHU.

HccnenoBanus mpoBoAWIN B 3-5 aHATUTHYECKUX M 3-5 OMOJOTHUYECKUX TMOBTOPHOCTSIX.
[Ipu cratucTuyeckoit o0pabOTKe MaTepuajia WCIOIb30BaTU OOIIEPUHATHIE TOKA3aTeIu:
cpenHee apu(MeTHUEeCKOe 3HA4YC€HHE, CTaHJApPTHOE WJIM KBajpaTudeckoe oTkioHeHue (JlakuH,
1990).

PE3YJIbTATBI U OBCYXKXJIEHUE
Buwioenenue opeanenn u nposepxka yucmomuot ROJIY4EeHHLIX PPaAKYUil

llenTpanpHas Bakyodb pACTUTEIBHOW KJIETKH CUYUTAETCI MHOTO(PYHKIIMOHATHHBIM
KOMITAPTMEHTOM, KOTOPBI UTpaeT OCHOBHYIO POJb B MOJJICPKAHWUU KIIETOYHOTO TOMEOCTa3a,
obecrieurBasi IETOHUPOBAHUE, TETOKCUKAITUIO UJTH JIETPAallMi0 KCEHOOMOTUKOB U AHAOTEHHBIX
MeTabOJIUTOB, a TaKXKe ydacTByeT B kierouHoMm curHanuure (Carter et. al., 2004; Anmpees,
2012). Onnako uccnenoBanus (pepMEHTATHBHBIX CUCTEM MITH HU3KOMOJICKYJISIPHBIX COCTUHCHUI
BaKyoJlei He TaK MHOTOYHCIICHHBI, KaK MOXKHO OBLITO ObI 0KUAATh. DTO CBSI3aHO CO CII0)KHOCTBIO
M30JIMPOBAHMSI WHTAKTHBIX BakKyoJell H TIOJNy4eHUs 4YHCTOM (pakuuu B KOJIWYECTBAX,
JIOCTATOYHBIX Ui MpoBeneHus ouoxumudeckux aHanu3oB. B CUOUBP CO PAH B 80-e rojsr
Oobul MomubuIMpoBaH MakpooOwemHblii Meron (Leigh, Branton, 1976), ocHoBaHHBIH Ha
MoCe0BaTENbHBIX dTanax Aud@epeHnuanbHOro NEHTPUPYrupoBaHusl U OYUCTKE B TPAJAMEHTE
MJIOTHOCTH caxapo3bl. JaHHBI MeTOJ TO3BOJSET MOJYy4aTh YHCThIE (PPAKIIUA HHTAKTHBIX
BaKyoJiel M3 KOPHEIUIOA0B CTO0BO# cBekibl (Beta vulgaris L.), moctaTodnbie A1 MPOBEACHHUS
OMOXMMHYECKHX UCCIIEJOBAHUN KaK BaKyOJISIPHOTO COKa, Tak U ToHorutacta (Canses u ap., 1981;
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[Ty3zanoBa u np., 1982; KyzeBanoB u np., 1985). Jlns Bakyosieil KOPHEIIOI0B CTOJIOBOM CBEKIIBI
XapakTepHo (opMHUpOBaHHE IBYX (pakiuii B TpagueHTe IUIOTHOCTH Caxapo3bl, KOTOpbIC
yCIOBHO ObUTM 0003HaueHbl Kak “nerkue” u “rspkensie” (KyseBano u ap., 1985) (Puc 1, A).
Panee ObI10 BBICKa3aHO MPEAIOIOKEHUE, YTO 3TH (ppakiuu 0Opa3oBaHbl IBYMs MOMYIALUSIMU
Bakyosiel. Bakyonmu c MeHblel IiaByuedl IIJIOTHOCTBbIO, TaK Has3blBaeMble ‘‘ierkue” (B
rpagueHTe caxapo3bl pacnojaratotcss Ha rpanuie 1,050 u 1,080 F/CM3), MPEIOI0KUTEITBHO
OTHOCSITCS K KJIETKaM 30HbI MEXKOJIbIIEBON MapEHXUMbI KOPHEILIO/Ia U COJIepKaT O0JIbIlle HOHOB
Kajusi, HaTpUs, OpPraHWYeCKUX KHUCJIOT U aMHHOKHUCIOT. Torma kak Bakyoid c OoJbliein
IUIaBy4Yeil IUIOTHOCTBIO M MpPeoOiaaloniiM COJEpKaHUEM caxapo3bl M OeTallMaHWHOB, WU
“pspienbie” (pacrmonaratorcs Ha rpammue 1,080 u 1,145 r/cM’), OTHOCATCS K KIETKAM 3OHBI
KOJIBLIEBOW MapEeHXUMBI, COIepkKaIIel cocyaucTo-BookHuCThIe myuku (Ky3eBanoB u ap., 1985;
Karkos u ap., 1990).

B nacrosmeit paboTe NaHHBIA METOJ HCIONB30BAIH Ul MOJMy4deHUs oOmed ¢pakuuu
M30JIMPOBAHHBIX BaKYOJICH, OOBEIUHSS MOMYIBSIIUN “TSHKENBIX” U “Jerkux’’ BakyoJied. YucroTy
MOJYYEHHBIX (paKiuii ¥ WHTAKTHOCTh BaKyoJ€H KOHTPOJIMPOBAIM TpPU TOMOIIU CBETOBOM

MUKPOCKONUU U Ouoxumuyeckux metonos (Puc. 1

P u 2). B pe3ysnprare aHanu3 npu MOMOIIH CBETOBOTO

@ mukpockonia NU-2E (“Carl Zeiss”, ['epmanusi)
3 é MoKaszaJl, 4To BO (pakuuy U3 HIWKHHX CJIOEB
5 rpaJii€HTa MJIOTHOCTH TPUCYTCTBOBAIM SJIEMEHTHI

. f KJIETOYHBIX CTEHOK M 0oJjiee MeNKHe OpraHeslIbl,

CTPYKTYpUPOBAaHHbBIE BHYTPH, BEPOATHO, siypa (Puc
1, B). Ognaxo Bo dpakuusax “Tspkenasix’”’ v “TIerkux’”
: BaKyoJleH, MOJ00HBIE TPUMECH HEe OOHAPYKEHBI.
[TonTBepkeHUEe YUCTOTHI 00MIEH (PpaKkIuu U
WHTAaKTHOCTH M30JIMPOBAHHBIX BaKyoJeill Takxke
MOJIyYaId IyTEM 3UMOTpauuecKoro OonpeaeneHmue

‘ AKTUBHOCTHU MapKepHBIX (dbepmeHTOB B
A B nonuakpuiaaMuaaom reje (Puc. 2).

Pucynox 1. AHanu3 aucToTs! (ppakuuit [TepoKCHCOMBI He SIBIISIFOTCST
M30JIMPOBAHHBIX BakyoJiell: A. Paznenenue
BaKyOJISIpHOH (h)pakiiy B rpaiueHTe
IUIOTHOCTH caxapo3bl. B. AHaIN3 4UCTOTHI hpakuun W3-3a Manoro pasMepa OpraHeil H,
(paximu 1Mo CBETOBBIM MUKPOCKOIIOM. 1. | CJI€AOBATEILHO, BBICOKOM CKOpOCTH
HIKHUH CII0H rpajuenta; 2. dpakims cequMenTanud.  OgHako  4TOOBI  MCKIIIOYUTH

“TspKeNbIX” Bakyourel; 3. hpaxius
“nerkux” BaKkyoJICH.

NOTCHIOUAJIBHBIMHU KOHTaMHWHAHTaMH BaKYOHHpHOﬁ

BCPOATHOCTH BSaI/IMOJICI\/’ICTBI/ISI INEPOKCUCOM U

BaKyoOJI€ll C TOCJIENYIOIUM CIUSHUEM MeMOpaH

WIA BE3UKY/ISAIMH TOHOIUIACTA C  OJHOBPEMEHHBIM  3aXBaTOM  IIMTOIIA3MATHYECKOTO
COJICP)KMMOTO B TMPOIECCE BBIICICHUS, MBI HCCIIEIOBAIM B Telic aKTHBHOCTh MapKEpHOTO
depmenTta nepokcucom — karanaszsl (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 TMPOSBISIIACH, UTO
MOJTBEPXKIAET YHUCTOTY M MHTAKTHOCTb MOJIydeHHOH (pakiuu Bakyodneit (Puc. 2, a).



Kpome Toro, i 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
HAZI-MAT" — HA/l-ManaTAeruporenssl, 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 BaKyOJSPHBIX CTPYKTYp, COIMPOBOXKIAIOIIYIOCS 3aXBaTOM
[UTOIJIA3MAaTUYECKOTO COIEP)KUMOTO.

Cooeporcanue enymamuona 6 oopazyax

I'myratnoH sBIsETCS HEOTHEMIIEMBIM KOMIIOHEHTOM BCEX OPraHOB PACTEHHM, HO €ro
coJiep’KaHuE€ B 3HAYUTENBbHON CTENEHM 3aBUCUT OT TUIA UCCIIEIyeMOM TKaHM, 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 onpenensii aAByMms crocobamu (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
oOpa3a 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 rJIyTaTuoOHaAa 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 05‘5; 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 METOAAMH, HECKOJIBKO paznuyanuch (Tabm. 1). Tem ne
MEHEee, NpPU CONOCTABICHUH JaHHBIX OBUIM OYEBUAHBI OOIIME TEHICHIMHU: HAUOOJBIIUM
cogepkanneM GSH xapakTepu3oBaMCh BOJHBIC SKCTPAKThl TKAaHH, a CaMbIM HHU3KUM —
oOoramieHHble (pakuuu IacTua. M3 JuTeparypHbIX MCTOYHHUKOB W3BECTHO KaK O BBICOKHX
KOHIIGHTPALUsAX TIyTaTHOHA B ractuaax (62-76% OT CyMMapHOTO COJEpXKaHHUS 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
uccienoBaHuid. [IpuCyTCTBHE IIIyTaTHOHA B BaKyoJISIX IO-TIPSKHEMY BBI3BIBACT THCKYCCHUH,
NIOCKOJIbKY B HEKOTOPBIX TKaHSX M BHJAX PACTCHUH €ro HE yIaBajoCh ONpenesnTh. Tak B
HECKOJIbKMX paboTax B BaKyoJIsix JIMCTheB M KopHeit A. thaliana, Nicotiana tabacum u Cucurbita
PEPO MMMYHOTHCTOXMMHYECKHM METOJOM HE OBUIO OOHApyXeHO WiH ObUI0 OOHAPYKEHO
He3HaunTeNbHOe KoauyecTBo riayrarnona (Miller et al., 2004; Zechmann et al., 2006; Kolb et
al., 2010; Zechmann, Miiller, 2010). OtcyrcTBHE BaKyOJSIPHOrO TJIyTaTHOHA B JIaHHBIX
UCCIIEOBAaHUAX OOBSICHSUIM €ro OBICTPOW Jerpajanuei mociie TPaHCIopTa Yepe3 TOHOIUIACT
(Miiller et al., 2004; Kolb et al., 2010). OgHako 3TUM K€ METOIOM TJIYTaTHOH ObLI TMOKa3aH B
BaKyOJISIX KJIETOK-CITYTHHUI[ (DJIO3MBI M COCYAMCTBIX KJIETOK mapenxuMbl (Zechmann, Miiller,
2010). I'myraTroH Takke ObUT OOHApYXEH B Bakyousix JuctheB A. thaliana B koHieHTparmu, B
100 pa3 meHbIeH, 4eM B IPYyTrUX KOMIAPTMEHTAaX, YTO COOTBETCTBOBANO 5,4% OT CyMMapHOTO
conepxkanus riayratnona B kietke (Queval et al.,, 2011). A BblUKCIIEHHAs C y4YeTOM
3aHUMaeMoro o0beMa KOHIICHTpAlHUs TIyTaTHOHA B BaKyousix kietok mesodmmia N. tabacum
cootBeTcTBOBaia 17% ot ob6mero coxepxkanus (Rennenberg, 1982). Ilpu 6e3BoaHOM
¢pakunonnpoBanuu nuctheB A. thaliana ObuI0 MOKa3aHO, YTO KOHIEHTpAIMs TIyTaTHOHA B
Bakyossix Oblia B 4 pasa MeHblie, yem B miactugax (Krueger et al., 2009). B mporomnacrax
Me3oduiia JucTbeB stumenst Hordeum vulgare L. conepikanue riiyTaTuoHa B CYAb()rHIPHIBHOM
dopme (GSH) B Bakyomsx Obuto 0,9% OT OOIIEKICTOYHOTO COACPIKAHUSA BOCCTAHOBICHHOIO
TIyTaTHOHA, a B qucyiabdunHon popme (GSSG) — 12% ot obmiero coaepkanus GSSG B kieTke
(Dietz et al., 1992). B stom cny4dae ormedanu Huskoe cootHorreHne GSH/GSSG B Bakyossix
(1,3), 4ro cuMTaeTcs XapaKTEPHOW OCOOEHHOCTHIO ATOro KommapTMmeHTa. Uro Kkacaercs
pE3YJIbTaTOB MCCIIEIOBAHUSI KOMIIAPTMEHTALMH TIIyTaTHOHA B KJIETKAaX KOPHEIIOAOB CTOJIOBOM
CBEKJIbI, TO OHHU IOKa3aJH HE TOJBKO BHICOKOE €ro CoJep)KaHHe B BaKyoOJsX, HO M JOBOJBHHO
Beicokoe cooTHomenne GSH/GSSG, npu onpepeneHun XxpomaTorpaguyeckuM MeETOAOM



COIIOCTAaBUMOE C IIAaCTUAHBIM U 00meTkaneBbIM GSH/GSSG, x0T OHO OBLIO HE3HAYUTEIHHO
Hike nocieauux (Tabm. 1).

AHanu3 nmuTepaTypsl MOKa3all, YTO HEMAJOBKHOE 3HAYCHHUE TIPH U3YUCHUU COJICPIKAHUS
TIIyTaTHOHA B BaKyOIsIX, MO BCEH BUAMMOCTH, UMEET crenuduueckas (QyHKIUS HCCICTYEMBIX
OpraHoOB U TKaHel. PaHHME Hccen0BaHus TPOBOAMIMCH TJIABHBIM 00pa3oM Ha BaKyOJIsIX KOpHEH
win Mmezoduia jucta A. thaliana, tabaka, sumeHs, THIKBBI U T.M. MBI K€ HMEIH [JEIO C
KOPHEIIO/IaMH, COCTOSIIMMH MPEUMYIIECTBEHHO W3 3alacarolleil MapeHXUMbl, Ooraroit
COCYAMCTBIMH My4uKaMu. [Ipu 3TOM U3BECTHO, YTO B BaKyOJISIX KJIETOK-CIYTHUI] (hi10oombl C. pepo
IyTaTHOH Obul OOHApyXKeH HMMYHOTHCTOXMMHUYECKHMM METOJIOM, KOTOpPBIM HE YJaloch
BBISIBUTH TJIyTaTHOH B BaKyOJISIX JIMCTHEB M KOPHEH HEKOTOPBIX BUIOB pacTeHuid (Zechmann,
Miiller, 2010). [To3aToMy, MOXHO MPEAMONIOKUTh, YTO BaKyoJib KaK OCHOBHOHM 3aracaroiiui
KOMIAPTMEHT B KJIETKaX TWAapEeHXWMbl M MPOBOJSIIMX ITYYKOB KOPHEIUIOAA MOXKET
AKKyMYJIIPOBATh TOPa3a0 OOJbIINE KOJIUYSCTBA META0OIUTOB, U B TOM YHUCIIC TIyTaTHOHA, YeM
JIpyrue TKaHU.

I'nymamuonpedykmasa

OOpamjaer Ha cebs BHHUMaHHE MPEUMYIIECTBEHHO BOCCTAHOBJICHHOE COCTOSHUE
[JIyTaTHOHOBOTO IyJIa BaKyoJeil KOpHerI0/10B cTtojoBoi cBekibl (Tadm. 1). Panee mpu nomoru
OMOXMMHYECKHX METOJOB B BaKyoJISIX TakKXe OOHApPY)KMBAJIM KaK OKHUCJICHHBIH, Tak U
BOCCTAHOBJICHHBIN TJIYTaTHOH, U, XOTs cooTHomeHne GSH/GSSG B BakyoJsIX M30JIMPOBAHHBIX
MPOTOIJIACTOB JIMCTHEB STUMEHS ObLIO OoJiee okucieHHbIM (1,3), ueM B mpoTOIUIacTax B IEJIOM
(17), xoHUIEHTpAIMs TIyTaTHOHA BOCCTAHOBJICHHOTO NPEBBINIANIA KOHIICHTPAIIUIO OKHUCICHHOM
dopmer (Dietz et al., 1992). B To ke Bpems Ha
CETOAHSIIHUNA JI€Hb YCTaHOBIEHO, 4YTO B
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s o MHeHusi.  CorjlacHo  TepBOMY,  TEpPEHOC
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g BaKyonM  3KCTPAKT  mnacTuabl OKHCIIEHHOTO [JIyTaTUOHA B BaKYyOJIb

TKaHuU

HEOOX0oauM AN TOJJIEpKaHUs  peaoKc-

Pucynox 3. AKTHBHOCTb TTlyTaTHOHPEJYKTa3kl | ToMeocTa3a B IUTO30J€, OCOOCHHO B YCIIOBHSAX
BO aKIMIX BaKyoJIeH, IJIaCTH U B

bpaxu yoJIeH, A crpecca (Foyer et al., 2001). Bropas Touka

HKCTDAKTE TKAHU.
3peHusl OCHOBaHA Ha TOM, YTO JUCYIbQUL

TJIyTaTHOHA SIBIIIETCSI MEHEEe PEaKIIMOHHOCTIOCOOHOW MOJIEKYJION M MOTOMY OKHCIIEHHas Gopma
6onee npeanoututenbHa i Tparcmopra (Noctor et al., 2011). Tem He MeHee, BOCCTaHOBJICHHE
IJIyTaTHOHA TOJT IHCTBUEM TITyTaTUOHPEAYKTAa3bl B BaKyoJIsiX paHee He oocyxaanock (Noctor et
al., 2011), u GR BakyoJeii OTIENBFHO 10 CHX TIOp HE HCClieoBaiack. Tak Kak B HaIIeM Cilydae
coJiepKaHre BOCCTAHOBJICHHOT'O TJTyTaTHOHA B BaKyOJISIX 3HAYMTEIHHO MPEBBIILIAIO COEpKAHNE
OKHCIICHHOH (pOPMBI, MPECTOSIIO0 YCTaHOBUTH MpucyTcTBUe GR B TaHHOM KOMITapTMEHTe.
I'nyraTnoHpenykraza sBisercs (hIaBONPOTEHMHOBONW  OKCHJIOPENYKTa30d, KOTOpas
KaTaJIM3UPYeT BOCCTAHOBIICHHE TIyTaTHOHOBOro mucynbduaa (GSSG) no cympdruapunsHon
dopmel (GSH), ucronb3ys B kadectBe BoccranoButenst HAJIOH/HAJTH.
B xozie mpoBeIeHHOTO HCCIIEIOBAHUSI B BaKyOJISIX ObIIa OIpe/esieHa JOBOJBHO BBICOKAS
GR-aktuBHOCTB. UTOOBI YOSIUTHCS B CIEU(DUIHOCTH HAOIFOTaeMOMN PEeaKIuu, UCCIICIOBAHUS
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MIPOBOJIWIIA B CPABHEHUH C IJIACTUIAMHU M TKAHEBBIM SKCTPAKTOM, pucyrcTBue GR B KOTOpPBIX
He BbI3bIBasIo comueHus (Edwards et al., 1990; Madamanchi et al., 1992).

B nammx obpasnax ypoBeHb aKTHUBHOCTH, ONPEIETSAEMBI CIIEKTPOPOTOMETPHUECKH, OBLT
Bhiie B mwiactuaax (Puc. 3), 4to coriacyercst ¢ IUTEpaTypHBIMH JaHHBIMH O TOM, 4TO 10 80%
KiaeTouHoi aktuBHOCTH GR mpuHamiexur xyoporiactaeiM uzodpopmam (Edwards et al., 1990;
Yousuf, 2012). Oxnako ypoBeHb akTuBHOCTH GR Bakyosei ObLI Tak)Ke JOCTATOYHO BBICOK U
npesbiman odmerkaneBoi (Puc. 3), X0Ta W3 MOJYYCHHBIX paHee pPe3ysIbTaToOB OBLIO M3BECTHO
JHUIIb O cienoBod akTuBHOCTH GR B BakyousiX NMpOTOIIIACTOB JIMCTHEB SUMEHS, TZIE OHA
coctaBisuia mpumepHo 1% ot cymmapHoii aktuBHocTH GR mpororutacra (Rautenkranz et al.,
1994). B uenom ypoBeHb akTUBHOCTH GR W3 pa3HBIX KOMIAPTMEHTOB KJIETOK KOPHEILIOIOB
CTOJIOBOM CBEKJIBI ObIT COMTOCTABUM C JAHHBIMU 00 aKTHBHOCTH 3TOTO (pepMEHTA y APYTUX BUIOB
pacrenuii: or 30 go 150 umoneir HAJI®H/mMr Oenka/mun B smcThsix Tomarta (Kuzniak,
Sktodowska, 2001); ot 35 mo 55 umoneit HAJI®H/mMr Genka/MHH B HpPOpPOCTKaX KYKYpY3bI
(Edwards et al., 1990).

Kak noka3zanu nanpHe#ie nuccieaoBanus, akTiBHOCTh GR Bakyolieil 3aBucesna oT CTaauu
pa3BHUTHS KOPHEIUIOIA M BO3pacTaia Mo4TH B 2 pa3a Ha mo3jaHe# cramuu nokos (Puc. 4), koraa B
KOPHEIUIO/IaX CTOJIOBOM CBEKJIBI C OJHOW CTOPOHBI HAOJIOJAETCs BO30OHOBIICHHE POCTOBBIX
MPOIECCOB, a C JPYrod — TOpaXCHHE KOPHEIIONOB TPHOKOBHIMU H OaKTepHaTbHBIMU
naroreHamu. CTapeHust TKaHEeH, KaK IPaBUIIO, COMTPOBOKIAACTCS OKUCIUTEILHBIM CTPECCOM, YTO
CBSI3aHO C  HapymeHueM OamaHca U

5 oo KOMIIAPTMCHTAIIUH OKHUCITUTEIILHO-
g 140 0 sakyonu BOCCTaHOBHTENIbHBIX peakiuii B kietke (del
g 120 O SKCTPaKT TKaHM I Rio et al, 1998), Ttakue wu3MEHEHUS
% T 10 BO3MOXKHBI M TMPH [UIUTEIFHOM XPaHCHUH
§ = 80 KOpHeru1o/ioB. B To e Bpemsi ydactue GR B
e 60 T OTBETaxX PACTCHUI HAa OKUCIHMTEIbHBIA CTpecC
@ "
©g a0 I MOATBEPIKIAETCS MHOXKECTBOM COOOIIEHHA O
-]
'g 20 41—17 BBICOKOM aKTUBHOCTH IIyTaTUOHPEIYKTa3bl B
.
g ' ' YCTOWYMBBIX K CTPECCYy H TPAHCTEHHBIX
E cTrapusa pocra craguna nospHAfA o .
2 rny6okoro  craaus pacteHusix co cBepxdkcnpeccueit GR (Liu et
nokos nokos

al., 2012; Yousuf, 2012). Hanpumep,

Pucynok 4. AKTHBHOCTb Ty TaTHOHPETyKTa3bl u3BecTHO, yTo GR aKTHBHOCTH B JIMCTBAX
BAKYOJICH, TLTACTHIL M SKCTPAKTA TRAHH Ha MOBBIIIACTCS TIPH YBETMUYCHUH KOHIICHTPAI[HN
Pa3HBIX CTAIUSAX Pa3BUTHS KOPHEILIOA. .
KUCIIOpOJia, HH3KOil TeMmeparype, 3acyxe,

o0paOoTke repOuMIUAaMU U BO3AYIIHBIMU
nourtoranTamu (Kubo et al., 1993; Edwards et al., 1994). Takxe coo0maioch 0 3HaYUTEIILHOM
NOBBIIICHUN akTUBHOCTH GR mocie 3apakeHHe JIMCThEB TOMAaTa BO30YAUTENIEM CEpOM THHIIH
Botrytis cinerea (mo 211%) (Kuzniak, Sktodowska, 2001).

s GR u3 pa3HbIX OpraHU3MOB XapaKTepHa SIPKO BhIpaKEHHAs! 3aBUCUMOCTh aKTUBHOCTH
depmenta ot ycrmoBuiit pH u mpupoapl nupuauHHYKIeoTHIA. bosbmuHCcTBO M30popm GR
pacteHuii oOnagaroT BbicOkHM cpoacTBoM k HAJI®OH (<10 mxM), xota B kauecTBe AOHOpa
AJIEKTPOHOB MOTYT Takxe wucroib3oBaTh HAJIH, HecMOTps Ha TO, YTO CPOJCTBO K ITOMY
NUPUIMHHYKIICOTH Y HIDke B aecsatku pa3 (Halliwell, Foyer, 1978). I1pu 3ToM onTHManbHBIMH
yenousmu pH i peakiun ¢ HAJI®OH sBistiroTes Hewtpansabie u cinadomenounsie (Halliwell,
Foyer, 1978; Hausladen, Alscher, 1994a; Kubo et al., 1993), a qis peakiiuun ¢ HAJIH — kucisie
(Halliwell, Foyer, 1978). Pe3yabpTarhl HamuX 3KCIEPUMEHTOB MOATBEPIUINA 3Ty 3aBUCHMOCTH
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(Puc. 5). Peaknuu BoccTaHOBIEHUS NUCYNIbGHUIA TIyTaTHOHA B HAMIUMX oOpasmmax MpOTEKaTu
6onee akruBHo ¢ HAJI®H npu pH 7,0-8,0, a ¢ HAJIH — npu pH 5,0. Onnako maxe npu
onTUMabHBIX ycnoBuax peakuus ¢ HAJ/IH npotekana B cpenHeM B 4-5 pa3 MeJUIEHHEE, YEM C
HAJZI®H, uto 00bsacHseTCSI MEHbIINUM cpocTBOM depmenta k HAJIH.

HccnenoBanne GR-aktuBHOCTM mpu pasHbIX KoHHeHTpamusx GSSG mokasano spko
BBIPQXCHHYIO KOHILEHTPALMOHHYIO 3aBHCHUMOCTbh, KOTOpas COOTBETCTBOBaJla 3aBUCHMOCTH
Muxasmica-Menrten. Ilpu pacuete Km u Vmax mns GSSG Obl10 yCTaHOBJIEHO, 4TO
KuHeTn4eckue napamerpel GR Bakyousel, miIacTua U TKAHEBOTO SKCTPaKTa ObUIM COMOCTABUMBI
(Taba. 2). Ognako VMmax Obliia HauBBICIICH Y (hepMeHTa M3 00orameHHON GpaKIuy IIaCTH Ha
0o0enx CTagusxX pa3BUTUS KOpHEIJIoAa. BakyossipHbId (epMEHT Takke MoKas3all JOCTaTOYHO
BBICOKYIO VMaX, B TO BpeMs KaK MaKCUMaJbHast CKOPOCTh (hepMeHTa TKaHEBOT'O IKCTPaKTa OblIa
B 1,5-2,0 pa3a menspmie, uem Vmax GR Bakyoneit u B 2,5-4,0 pa3a menbime, yem Vmax GR
wiactua. Takum oOpa3zom, naHHble Mo VMax st (epMEHTOB Pa3HOM JOKaIM3alMUd CTPOTO
KOppEeIUpyloT ¢ ypoBHeM akTuBHOCTH GR B naHHBIX KoMmapTMeHTax. B To ke Bpems Ha
no3AHeH cTtaguu mokos VMax ¢gepMeHTOB BakyoJiell U TKaHEBOTO SKCTpaKTa Bo3pacTaia B 2-3
pa3a, 4TO OJHAKO He ObUIO CBA3aHO C W3MEHEeHHeM 3HaueHud KM, Tak Kak KOHCTaHThI
Muxasnuca ¢epMEHTOB pa3IMyaINCh HE3HAYUTEIHLHO U COOTBETCTBOBAIM JaHHBIM JTUTEPATYPHI,
U3 KOTOPBIX M3BECTHO, YTO KaXyIluecs W HCTUHHBIC 3HaueHUs Km mis GSSG BapeupyioT B

~ 1204 —E&— BaKyonun - 40 - 5 Bakyonm
I —A— SKCTPAKT TKaH! I
) E 35 4 —/A— 3KCTPaKT TKaHU
q —$— nnacTtuvabl
< 100 A T —&— nactuvabl
T 30 A
T -
as E S
C 5 80 - Q Z 25 -
) Zm
o T
= ¢ 60- o = 207
o5 O3
U 8 a0 15 1
I'E L 40 1 5 .
O = o 10
2 :
20 A/A/é/a S 5
= =
g ¥
< 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 TNIyTaTHOHPEIYKTAa3bl BAKyOJIeH, TUIACTU] 1 TKAHEBOTO
3KCTpaKTa KOPHETJIO0B CTOJIOBOM CBEKIIBI OT yciaoBuit pH B mpucyrcrsuu 0,1 MM HAJIOH
(cmeBa) u 0,1 MM HAJIH (ctipaBa).

JIOBOJIBHO IMUPOKHX Tpenenax — ot 15 mo 200 mxM (Halliwell, Foyer, 1978; Anderson et al.,
1990; Edwards et al., 1990; Kubo et al., 1993; Chalapathi Rao, 2008). bonee 00beKTHBHBIM
mokaszarejeM CpoJCTBa (epMeHTa K CyOCTpaTy MOXHO CYHTaTh KHHETHUECKYIO KOHCTaHTY
nepsoro nopsaka (Vmax/Km). Conocrasnenne 3uauenuii Vmax/Km mokasao, 4to HaboIbIIiM
cpoactBoM kK GSSG Ha craguu TIyOOKOTO MOKOs, 1O BCEH BHUAMMOCTH, 00Janan GepMeHT U3
oboramenHoi ¢pakiuu wiactua (Tadn. 2). C yBenmuueHHeM aKTUBHOCTH Ha IMO3/JHEH CTaJuu
MOKOsI 3aMETHO BO3pOCIO Takke CpoAcTBO K cybctpary y GR u3 BakyounsipHOH (paxiuu
(korcranta Vmax/Km moBeicHiack MOYTH B 2 pa3a M HECKONBKO mpeBbicmia Vmax/Km
¢depmenTa mactua). B Toxke Bpemss GR TkaHEBOTrO KCTpakTa rmoka3ajia HaMMEHbIIEe CPOICTBO
Kk GSSG Ha 00eux cTagusx pa3BUTHS.
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Craaust riry00KOro OKOS

HO3,Z[HSISI cTaaus IOKOsA

Obmexr Km vmax, Vmax/ Km vmax, Vmax/
HACCIIENOBAHUA ! MKM GSSG ! MKM GSSG
MKM 1 Km MKM 1 Km
MUH MUH

13,1 + 41,8 + 16,2 + 113,4+

Bakyonu 21 101 3,19 29 185 7,0
22,8 + 114,5+ 24,7 + 1572 +

ITnactunbl 36 112 5,02 58 278 6,36
15,7 + 28,4 + 20,6 + 60,9 +

DKCTpaKT TKaHH 23 57 1,8 49 92 2,96

Ta6auna 2. Kunernyeckne mapamMeTrpbl IJIyTATHOHPEAYKTAa3bl BaKyoJeil, MJIACTHI M IKCTPAKTa
TKAHU KOPHEIIOJ0B CTOJIOBO CBEKJIbI HA PA3HBIX CTAAUAX MOKOSA

Crienuduueckux MPUPOAHBIX MHTMOMTOPOB MM akTUBaTOpoB i GR He oOHapyxeHo.

YcranoBieH nHrnoupyoumwmii 3gpdexr Ha akTuBHOCTH (epMeHTa HUTpOhypaHoB U 1-xjop-2,4-
nuauTpooensona (XJIHB) (Bilzer et al., 1984). B Bs3u ¢ atum MbI uccaenoanu Biusaue X/ IHB
Ha akTMBHOCTH GR Bakyoumel, mimactun m skctpaktoB Tkaned. Ilpm no6asnennmu X/IHB B
pPEaKIMOHHbIE  Cpelbl  MPOUCXOAMIIO  BBIPAKEHHOE HHIUOMpoBaHHE  (EpMEHTATUBHON

aKTHBHOCTH, KOTOpO€ 3aBuceno oT KoHeHTparuun GSSG (Tab6:x. 3).

Taﬁ.lmua 3. Kunernueckue mapaMeTpbl rNIiyTaTUOHPEAYKTA3bI BaKyOJ'Ieﬁ, IJIaCTUA U IKCTPAKTa

TKAHH KOPHEILIOOB CTOJI0BOIi CBEKJIbI B KOHTPOJIBHBIX YCJIOBHSIX M B IPHCYTCTBHH MHTUGUTOPA
KoHnTpois XJIHB (2 MM)
OOBeKT
HCCIICIOBAHUS Km, Vmax, . Km, Vmax, j
MKM MKM MUH MKM MKM MUH

Bakyonu 16,2+ 113,4 £ 16,3+ 78,7 +
2,9 18,5 16 6.9

[TnacTumsl 24,7+ 1572+ 22,8+ 783 +
95,8 27,8 0,5 3,1

DKCTPAKT TKAHU 20,6 + 60,9 + 21,1+ 36,7 +
4,9 9,2 2,9 6,1

PacueT KHMHETHMYECKHMX MapaMeTpoB IOKa3al 3HAYMTEIbHOE CHI)KEHHE MaKCHUMAallbHOU
CKOpPOCTH Kak y BakyossipHod GR, Tak W y M30(pepMEHTOB IJIacTUA U TKAaHEBOI'O 3KCTPAKTA.
OpHako HECMOTpS Ha CHIDKEHHE CKOPOCTH peaklui, cpoiacTBo K cyOctpaty y GR Bcex
UCCIIEIyeMBIX OOBEKTOB OCTABAJOCh MPEKHUM. DTO YKa3blBaeT HAa HEKOHKYPEHTHBIM THIT
WHTUOMPOBAHUS, YTO OBUIO TAaKKe MPOJAEMOHCTPUPOBAHO HA TIYyTAaTHOHPEAYKTa3e >KUBOTHBIX C
XJIHB (Bilzer et al., 1984).

Cremuduunocts GR-akTHBHOCTH, OOHapy)XKEHHOW B TKaHEBOM 3KCTpakTe U (pakLUsaX
BakyoJIed M IUIacTH]l, Oblja MOATBEP)KIACHA 3UMOrpa)uYeckKUM METOOM, T.€. BH3yalu3auuei
depmentatuBHOi akTHBHOCTH B ITAAI' mocne anekrpodopesa OenkoB B HelEHATYPUPYIOIIUX
ycIoBUAX. B pe3ynbraTe mpoBeeHHOr0 MCCIEA0BaHUS BO BCeX 00pa3liax ObUTM BBISBIIEHBI 110
nee m3odopmbl GR (manHBIE TpeAcTaBieHB B JAuccepTanyu). Takke OBUIO TPOBENEHO
3uMorpauyeckoe HccaeloBaHUE AKTUBHOCTH (epMeHTa Mocjie H303JeKTPO(OKyCHpOBaHUS
6enkoB B [TAAT (Puc. 6, a). Kak BuaHO 13 pucyHKa, BO (h)paKIUAX BaKyoJeH, MIIACTHII, a TAKKE
B TKQaHEBOM JKCTPAKTE MPUCYTCTBOBAJIO MO 2 M30(opMbI (hepMeHTa, KOTOPHIE pa3/IBauBaINCh B
cuily ocoOeHHOCTel MeTona. Bee BhIsBIEHHBIE H30(OPMBI pacronaranuchk B oonactu pl ~ 4,0-
5,0, uTo ONM3KO K 3HAYEHUSM, MOJYYEHHBIM JUIS JPYTUX BHUJOB PACTEHHH, y KOTOPHIX OBLIO
oOHapyxeHo oT 2 mo 8 u3zodopm sToro depmenrta pasHoit mokamuzamuu ¢ pl ot 4,1 no 4,9
(Edwards et al., 1990; Anderson et al., 1995; Marty et al., 2009).
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[TpucyTcTBre ABYX M30(OpM TaKkKe MOATBEPIUIOCH Pe3ysibTaTaMH BECTEPH-0JI0T aHaIn3a
C aHTUTENaMU, noydeHHbIMU Ha GR mekapckux aposokedt (Sigma) (Puc. 6, 6). Tak kak croco0
MOJTyYEHUS SKCTPAKTa TKAHH MPEIoJiarall, 4To OH HE BKIIFOUAET CONCPKUMOE TBYMEMOpPaAHHBIX
OpraHelll, MOXKHO MPEIINOJOXKUTh, YTO B KOPHEIUIOAAX CTOJIOBOW CBEKJIBI MPUCYTCTBYEeT 4
uzohopmel GR, nBe U3 KOTOPHIX cojepKaTcs B IUIACTHIAX M JBE B Bakyouisix. [locnennue Takxke
OTIPEIEIIAIOTCS B TKAHEBOM IKCTPAKTE, COCTOAIIEM MPEUMYILIECTBEHHO U3 BaKyOJSPHOIO COKA.
OpnHako B OTJIMYKE OT MPEAbIAYIIUX UCCIIEOBAHHM, MPOBOJUMBIX Ha MPOPOCTKAX KYKYpYy3bl U
JUCTBSIX ~ TOpOXa, TI/e XJOpPOIUIaCTHbIe  HM30(OPMBI  3HAYUTENBHO  OTJIMYAIUCH  OT
IUATOIIa3MAaTUYECKUX U MUTOXOHAPHAIBHBIX MO Xapaktepy pasaeieHusi B [IAAI' u npu UDD
(Anderson et al., 1995; Edwards et al., 1990), uzodopmbr GR maacTia KOpHEIUIOAOB CTOJOBOM
CBEKJIbI HE MOKAa3aJli CYIIECTBEHHBIX OTIMYUN OT BAKYOJSIPHBIX IO JIEKTPOIOABMKHOCTH, T.€.
M0 MOJIEKYJISIPHOW Macce, U MPAKTUYSCKU HE OTIUYAIUCH 3apsaoM mojwumnentuaa. CXoIcTBO B
QIIEKTPOTIOIBUKHOCTH M B3aMMOJICHCTBUE C aHTUTEIAMHU YKa3bIBa€T HA TO, YTO BAKYOJSIPHBIC
nzopopmbl GR OnM3KM MO NEPBUYHOM U TPETHUHOH CTPYKType HE TOJBKO aHAJOTUYHBIM
nuzohopMaM IUIaCTU, HO U PepMeHTy Apoxokel. Bricokas romonorus GR pa3sHbIX OpraHu3MoB
CUMTAETCS OTIMYUTEILHON 0COOCHHOCTRIO 3TOr0 hepmenta (Contour-Ansel et al., 2006).

[IpoBeneHHBIE  UCCIEIOBaHMUS  MOATBEPKAATH  creUUPUUHOCTH  (HEPMEHTATUBHOMN
aktuBHOCTH GR, o07HAaKO BaXXHBIM BOIIPOCOM OCTaBAIOCh NPHCYTCTBHE B BAaKyOJISIX
NUPUANHHYKJICOTUIOB, HEOOXOMWMBIX JUisi akTUBHOCTHM ¢epmenTta. Tak kak HAJIOH
oOpa3yercs MPEUMYIIECTBEHHO B aHAOOIUYECKHUX ITYTSIX, MBI MPEAMOIOKIIN, YTO B BaKyOJISX

Moxker  npucyrcrBoBatb ~ HAJIH,  Oounee

——— T pl pacrpoCTpaHeHHBIH B KIJIETOYHBIX
- - 375 KOMIIAPTMEHTAX W BOCCTAHABJIMBAIONIMICA B

e KaTabOJIMYECKUX MyTIX. TakkKe B MOJb3Y ATOrO

- = > t " NPE/IOI0KECHNST TOBOPUT KHCJas BaKyoJspHAs

. 5,85 cpena, B kotopoi aktuBHOCTE GR ¢ HAJIH

BBIIIIE, YeM B IIEJIOYHBIX YCIOBUSAX. MBI

735 MCCIIETOBAITN CHEeKTPO(hOTOMETPUICCKIM

T MeroaoM conepkanne HAJ[ BoccTaHOBIIEHHOTO

Pucynox 6. AKTHRHOCTD Y OKMCIJIEHHOTO BO (paKIUsaX BaKyoJeH, MIacThja

LIy TATHOHPETYKTa3bl BAKyOJIEH, IUIACTH] U U B TKaHeBOM dkcrpakre (Puc. 7), B pesynbrare
TKaHeBoro skcrpakra ¢ ITHB nocie 4yero OOHapYX WU B BaKyOJIIX MUKPOMOJISIPHBIE

+
n3oaiiekTpodokycupoBanus oenka B [TAAT KOTHYECTRA HAJT, COTOCTABHMBIE c
(a) 1 BecTepH OIOTTHHT TIOCTIE Pa3ACIICHUS

oenka metogom DD (6). Kontpoms — GR
JPOXOKEIH. ropa3io MEHbIIME, YeM B  OOOTaIEHHBIX

dpakuusax miactus. B To ke BpeMsi KOJIMYeCTBO

COACpKaHNEM B  TKAHCBOM  JKCTpPAKTE, HO

BoccTaHoBiIeHHOro HAJ[ Mano oTiMyanocs B pa3HbIX KOMIOApPTMEHTaX U ObUIO KpaiiHe HU3KUM,
YTO COOTHOCHUTCS ¢ tuTeparypHbiMu naHHbiME (Igamberdiev, Gardestrom, 2003; Queval, Noctor,
2007) u moxet ObITH cBsizaHO ¢ TeM, uTo HAJIH B kieTkax HaXxOMUTCS MPEUMYIIIECTBEHHO B
cBs13aHHOM ¢ Oenmkamu ¢popme (Heber, Santarius, 1965).

TakxuMm 00pa3om, B BaKyOJIIX MOKET MPUCYTCTBOBATh HEOOIIBIIIOE KOTUYECTBO CBOOOHOTO
HAJIH, comoctaBuMoe ¢ KOJIMYECTBOM B IUIACTHUIAX U B TKAHEBOM DSKCTPAKTE B I[EJIOM, YTO
YKa3bIBaeT HAa BO3MOXXHOCTh BOCCTAHOBJICHUSI OKUCIICHHOTO IIyTaTHOHA BakyousipHoit GR, xots
U ¢ Topa3no MeHblnel 3¢ @GEeKTUBHOCTRIO, YyeM Tpu ucnoib3oBanun HAJIOH B kadectBe
koepmeHnTa. BocCCTaHOBICHHBIM TJIYTaTHOH MOJKET WCIOJIb30BaThCA Ui HEWTpaM3aIluu
BHYTPUBaKYOJSIPHBIX ADK WM JUII KOHBIOTAIUU ¢ KCEHOOMOTHYECKHUMH WIIM SHIOTCHHBIMHU
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COCIMHEHUSIMHU, NEPECEKAIOIIMMU TOHOIIACT B CHIY cBoed Tuapo@oOHOCcTH. OTKPBITHIMU
OCTaloTCs BOMpPOChl O BoccTaHoBieHun HAJ]T B Bakyolsix M €ro TpaHCIOpTE B OITOT

KOMITAPTMEHT.
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BaKyonu SKCTpaKT mnacTtvabl BaKyo/un IKCTpPaKT nnacrtuabl
TKaHu TKaHH
Pucynox 7. Konnenrpauus HAJIH (cnipasa) u HAJI™ (ceBa) B Bakyonsx, IIACTHAAX M SKCTPAKTaX
TKaHU KOPHEIUIOJIOB CTOJIOBON CBEKJIbI, MKM/MT Oelka.

Ilepoxcuo eooopooa

OOHapy)XeHHBIH B BaKyoJIIX KOPHEIUIOJOB CTOJIOBOM CBEKJIbI IJIYyTaTHOH Hapsay C
JPYTUMH aHTHOKCUJAHTAMHM CIIOCOOEH pEryjIMpoBaTh COAEp)KaHUE IEpPOKCUAa BOJOPOJA,
IPOAYLIUPYEMOTO B BaKYOJISIX MJIM IEHOHUPYEMOT'0 B HUX IIPU OKUCIUTENIbHOM cTpecce. Panee B
BaKyOJISIX KOPHEIJIOZOB CTOJIOBOM CBEKJIBI ObUTM OOHapyXeHbl (EpMEHTHI, CIOCOOHBIE
npogyuupoBate  A®K: Cu,Zn-cynepokcujavcMmyTasa, KaTalu3upymoolias JAUCMYTalHUio
CYNEepOKCHI-PaJNKAIOB ¢ oOpa3oBanueM rmepokcuaa Boaopona ([Ipamemosa u ap., 2009), u
¢deHonm3aBucUMas IEpoOKcHa3a, 00Jadaromas OKCHUIA3HOM (TUPO3MHA3HOM) aKTUBHOCTHIO U
cnocoOHas Taxoke npoayuupoBatb ADK (IIpanenosa u ap., 20136). B nacrosmee Bpems ADPK-
reHepHpYIolllas aKTUBHOCTh 3THX (epMEHTOB MOAPOOHO HccnenoBana B anoruiacte (Bolwell et
al., 1999; Li et al., 2010). Uro kacaetcs BakyoJei, TO JaHHAS aKTHBHOCTh OOCYKIaeTCsI TOJBKO
B paMKax runoretuueckux npoueccos (Ende, Valluru, 2009). [TosTomy 10 cHX MOp TOMHHHPYET
npejcTaBieHue, coriacHo kotopomy HyO, TpaHcmopTupyeTcs B Bakyoidb W 3TOT TPAaHCIOPT
CTaHOBUTCS 0COOCHHO MHTEHCHBHBIM TP OKHCIUTENbHOM cTpecce (Ferreres et al., 2011).

Conmepxanne H;O, B Bakyomsix KOPHEIUIOZAOB CTOJIOBOW CBEKJIBI paHee He
HCCJIEI0BATIOCH, IOATOMY HEOOXOAMMO OBIJIO YCTAHOBUTH €r0 HAIMYUE B JAHHOM KOMIIAPTMEHTE
U ONpEeIeNUTh OTHOCHUTENIbHYIO KOHIIEHTpalUi. OTO HMeIo o0co0oe 3HaueHue B Cilydae
KOPHEIUIONOB, KOTOPBIE UINTEIbHBIA NEPHUOJ HAXOAWIMCH I0J BO3ACHCTBHEM IOHM)KEHHBIX
TeMIIepaTyp U APYTUX CTpeccUpylmx (akTopoB (TaKuxX Kak 00€3BOKMBaHHUE, MATOT€HE3), UTO,
COIIACHO CJIOXKUBIIMMCS NPEACTABICHUSAM, IIPUBOJUT K PA3BUTHIO OKHUCIMTEIBHOIO CTpecca U
COTPOBOXKAAETCA YBEIMUEHUEM KOHIIEHTpAlMM aKTUBHBIX (hopMm kucioposa. Ilo pesynbratam
UCCIIEIOBAaHHSI MOJKHO TOBOPHUTH O TOM, 4TO KOHIeHTpanus HoO;, B BakyoIsipHOM, IJIACTHIHOM H
TKaHEBOM S3KCTPAKTaxX COCTaBisuia mpuMepHo 50 HMOJB/MT Oenka (IaHHBIE MPEACTaBICHBI B
nuccepranui). OJHAKO CleayeT OTMETHTh, YTO TaK KaK MPOLEAypbl BbIIEICHHS] OpraHeul U
MOJIyUYEHUSI OSKCTPAKTOB BaKyoJied M IUIACTHA 3aHUMAIOT JOCTaTOYHO MHOTO BPEMEHHU,
ompenensgeMelii ypoBeHb HpO, oTpakaeT ckopee JUHAMHUYECKOE PpABHOBECHE MEXKAY
npoleccaMu ero oOpa3oBaHUs M HEWTpaau3alMM, OCYLIECTBISEMBIMU (PEPMEHTATUBHBIMU M
HU3KOMOJIEKYJISIPHBIMM CUCTEMAMM JAHHBIX KOMIIAPTMEHTOB. Tak Kak B BaKyOJIsIX KOPHEIIOI0B
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CTOJIOBOM CBEKJIBI OBLIIM OMpeeeHbl MUKPOMOJISIPHBIC KOHIIEHTpanuu rirytatuona (Ta6mn. 1) u
HaHOMOJISIpHbIe ~ KOHIeHTpauun HpO;, TO MOXHO TNpPEANnoNOXKUTb, YTO  TIIyTaTHOH
(YHKIMOHHUPYET B paMKax aHTUOKCHIAHTHOM CHCTEMBI Bakyojel, 3((EeKTUBHO HEHUTpanusys
H20,, nokanbHO TeHepupyeMmblii Miau JUGOYHAMPYIOUIMA B BaKyoJId M3 JIPYTUX KIETOYHBIX
KOMITAPTMEHTOB.

I'nymamuon S-mpancghepasot

I'nyratnoH-S-tpaHcdepasbl — CYNEepceMencTBO MyIbTU(YHKIIMOHATIBHBIX OENKOB,
KOTOpBIE  KAaTaJU3UPYIOT  KOHBIOTAMIO  DJIEKTPOPUIBHBIX  AIHIOOMOTHYECKHX U
KceHoOnoTndeckux coeauHennid ¢ GSH. IlomyuuBinumecs B pe3ysbTare IIyTaTHOHOBBIE S-
KOHBIOTATHI, KaK IPABUIIO, PACTBOPUMBI B BOJIC U MEHEE TOKCHYHBI, U Y PACTCHHIA MTOABEPTArOTCS
JNETIOHUPOBAHUIO  W3-3a  OTCYTCTBHS  A(G(EKTHBHBIX  CHUCTEM  BbyieneHus.  [lomumo
KOHBIOTHPYIOIIEH aKTUBHOCTH HekoTopbie GST o007amaT TIIyTaTHOHNEPOKCUIA3HOW U
M30MEPa3HOW AaKTHBHOCTHIO, a TaKKe MOTYT (DYHKIMOHUPOBATH B KaveCcTBE JIMTAHJIMHA,
He(epPMEHTATUBHO CBS3bIBas PA3IUYHBIC COCAMHEHHUS.

AxtuBHocts GST Bakyoneil, IuacTuZi W TKaHEBOTO OJKCTPAaKTa  OIPEAeIsUIN
CHEKTPO(HOTOMETPHUUECKHM METOJIOM C JIBYMsI CyOcTpaTtamu: Hanbosiee MUPOKO UCTIOIb3YEeMbIM
XJHB u repourmmom ¢uyopoaudperom (Puc. 8). C XJIHB rayraruon-S-tpancdepasnas
AKTUBHOCTH B BaKyOJIsIX ObLJIa COMTOCTaBMMA C aKTUBHOCTHIO B TUTACTUIAX U TKAHEBOM 3KCTPAKTE.
B 1o e BpeMs akTUBHOCTH ¢ (iayopoaudeHoM 3HauuTenbHO TpeBbimana GST-akTHBHOCTH
(b pakIuy mIacTUI U ObLIa COMIOCTaBUMA C AKTUBHOCTHIO TKAHEBOT'O SKCTPAKTA.

S5 80 40
Z 70 3 35 T
X R I s
a 60 +— = 30 —T— | —
E s 50 [ ': g 25 —
£ — 05 1
-~ @ 40 +— e 0yg 20 T
= X
n 5 g
0 30 — 0 £ 15 —
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I "] 5 I
g 10 — <
5 0 T T 0 —=

BaKyonu nnacrtvabl TKaHeBOM BaKyonun nnacrTuvabl DKCTpPaKT

SKCTpaT TKaHU

Pucynox 8. I'myratnon-S-tpancdepasHast akTHBHOCTb BaKyoJIeH, INIACTH/I M TKAHEBOTO
JKCTpaKTa ¢ 1-ximop-2,4-quHuTpoOeH3ooM (ciieBa) u ¢ GuryopoaudeHoM (crpasa).

Crnennduueckast aktuBHOCTE GST ¢ pazHbIMU cyOcTpaTamMu SIBISIETCS XapaKTEPUCTUKOM
OTJIENbHBIX U30(OopM (pepMeHTa, JTOKATIM30BAHHBIX B Pa3HBIX TKAHIX WM HKCIPECCUPYIOIINXCS
B pasubeix ycimoBusx (Marrs, 1996; Dixon et al.,, 1998a). M3 moay4eHHBIX HaMHU JaHHBIX
OUEBHUJHO, YTO IUIACTHJHAsA TOMNyIAUUs (EPMEHTOB OTIMYAETCS OT BaKyOJSIpHOH U
oOuieTkaHeBoOM 1o cyocTpaTHOM crienuduyHoCTU. boslee HU3KYI0 KOHBIOTHPYIOIIYIO aKTUBHOCTh
wiactuaHeix GST ¢ ¢duyopoaudeHoM MOXKHO OOBACHUTH T€M, YTO IIYTaTHOH-S-TpaHC(epasbl
wiacTux obnanaoT Oojee y3KOH CyOCTpaTHOH CHEHU(PHUYHOCTHIO 10 OTHOLICHHIO K
KCEHOOMOTHYECKUM coequHeHusM. Bo3moxkno, GST mmactuj y4acTBYIOT HE CTOJIBKO B
npoleccax JETOKCHUKAIMM 3K30TE€HHBIX TOKCHYHBIX COECIUHEHUH, CKOJBKO HEOOXOAUMBI IS
KOHBIOTAllUM C TJIYTaTUOHOM HHAOT€HHBIX METa0OJUTOB, OOpa3yIOLIMXCS B IJIACTUAX IO
neiicteuem A®K unu Bo BpeMsi akTUBHBIX OMOCUHTETUYECKUX MPOIECCOB.
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U3BectHO, uTo akTHMBHOCTL GST

200 - o
—t—sakyonu IOPOSBIAET 3aBUCHUMOCTb OT ycinoBud pH.

180 1 —/x=3KCTPAKT TKaHH

OntumansabivME yeroBusMu aiusi GST Bakyosneit
¢ XJIHb B xauectBe cyoctpara 6putn pH 7,0-7,5,

160 1 == nnacTvabl
140 A

120 ] a JUIA IJIaCTU U TKaHEBOro ’KcTpakra — PH 7,5
(Puc. 9). Cnenyer ormetutb, yro npu pH 7,0,
ontumManbHOM st GST Bakyosiei, akTUBHOCTb
n30(hepMEeHTOB IIaCTU CHIKAJIach

MMPAaKTUYCCKU B 3 pasa, 4TO TaKXK€ MOATBCPKIAACT

100 4

80 A

60 -

40

AktTnBHOCTb GST, MKMONb/
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o - . - . KOMITAPpTMCHTOB  KJICTKH. YcraHoBiIEHO, 4YTO
6 6,5 7 7,5 8

ontumymsl pPH nmna GST w3 ;gpyrux
Pucynox 9. 3aBUCUMOCTb aKTUBHOCTHU

[IIyTaTHOH-S-TpaHcdepas3 BaKyoJIeH, TIACTHT
Y DKCTpaKTa TKaHU OT ycioBuid pH.

pacTUTENBHBIX ~ OOBEKTOB  BAaphbHUpPOBAIU B
npenenax  7,0-8,0  (Irzyk, Fuerst, 1993;
Gronwald, Plaisance, 1998; Pascal, Scalla, 1999;

Zeng et al.,, 2005), xoTss BCTpeyarOTCs COOOIIEHHS O Oojee HHU3KMX 3HadeHMsX pH mis
ONTHUMAIIbHOM aKTUBHOCTH HEKOTOphIx u3odopm depmenta (Deng et al., 1996; Deng, Hatzios,
2002). Ilpemnomnaraercs, yro pH-onTuMyMm QepMeHTa TakKe 3aBHCUT OT HCIOJIb3YeMOTro
cyoctpara u cpoactsa epmenta k Hemy (Deng, Hatzios, 2002).

GST-akTUBHOCTh BakyoJIel M3MEHsUIACh B 3aBUCHMOCTH OT CTAaJUU Pa3BUTHUS M ObLIa
HanOosnpIeld Ha cTaguu akTHBHOTO pocta (Puc. 10), yTo MOXKeT OBITH CBSI3aHO C y4acTHEM
dbepmeHTa BakyoJiel B I€TOKCUKAIIMA IUTOTOKCUYHBIX SHIOTEHHBIX COSAMHEHUN, BO3HUKAOIIIUX
B IIpolilecce aKTUBHOrO Merabonu3Mma. HesHauuTenbHble u3MeHeHHs B akTuBHOCTH GST
TKAHEBOTO DJKCTPaKTa TOBOPAT O CTAaOWIBHOM YpPOBHE CYMMAapHOW aKTUBHOCTH, OJHAKO
M3MEHEHHE KoJM4yecTBa M30()OpM, MX COCTaBa U AKTUBHOCTH B OTHAEIBHBIX KOMIIAPTMEHTAX
KIIETKU (Bakyoutsix, LIUTO3017IE, spe,

140 MNEePOKCUCOMAX U T.II.) MOTYT MPOUCXOJIUTh, HE

O Bakyonu

120 T BJIMAA Ha CYMMApPHYIO aKTHUBHOCTH q)epMeHTOB
O aKCTpaKT TKaHN
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3aBUCUMOCTH OT H3MEHEHUH B MeTaboJH3Me

(-]

Pocr Cragua Mo3aHan
rny6oKoro craaws KOpHEILUI04a M TIIOATBEpKAAeT HUX poOJib B
nokos nokos JTETOKCUKAIUH TOKCHYHBIX COCTMHEHHH,
Pucynox 10. AKTUBHOCTb IIyTaTHOH-S- HaKallJIMBaromuxcs B AKTHUBHO

TpaHc(epas B BaKyoJIIX U TKAHEBOM JKCTPAKTe | (hYHKIIMOHUPYIOMICH KIIETKE.
KOPHCIJIOA0B CTOJIOBOM CBCKJIbI HA PA3HBIX EU_Ie OJTHUM Cy6CTpaTOM GST ABJIIETCS
craausix ontorenesa ¢ XJIHB.
srakpuHOoBasg kuciora (OK) — mnpousBogHOE
(PEHMITYKCYCHOM KHCIOTBI, KOTOPOE COACPKHT 3NIEKTPOPHIbHYIO TpyIHIly, MOJ00HYIO o-f3-
AJIKEHAJISIM, TCHEPUPYEMBIM B PACTUTEIILHBIX KiIeTKax mnpu okuciaurenbHoMm crpecce (Kilili et al.,

2004). B couerannu ¢ X/IHB sTakpuHOBasi KMCIOTa MPOSIBIISICT CBOWCTBA MHTHOUTOpa. B Hammx
uccnenoBanusax DK (0,5 MM) momasnsuta peakiuu ¢ X/IHB Gosnee, yem na 90% (Puc. 11).
Pe3ynpTarhl M0 pa3HbIM KOMITAPTMEHTAM BapbHPOBAIN HE3HAYMTEIbHO. Kak ObLIO OTMEYEHO U
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JUist GEPMEHTOB, BBIIEJICHHBIX M3 PacTeHUM

%0 p— npyrux BunoB (Droog et al., 1995; Pascal,
E 80 - B XAHB+5K Scalla, v1999), mis  GST  kopHeIomoB
S 70— cTOIOBOM cBekibl DK okazamach CHIBHBIM
I
$3 01 | uHruoutopom, koHkypupys c XJIHb 3a
gfﬂ 50 1— — T aKTHBHBIA IIEHTP WJIM BO3JCUCTBYS Ha
X -
a5 40— amtoctepuueckuii caiit pepmenta (Phillips,
Gwo
2 g0 Mantle, 1991).
E T XJIHb He sdABuseTcs NPUPOIAHBIM
< 10 cyoctpatom (epMeHTa, UYTO OIpenenseT
° ; ; n HU3Koe cpoiactBo k Hemy GST. Ilpu
BaKyonun nnacrtuvabl TKaHeBOMn
akcTpat UCCIIC/IOBAHUH KMHETUYECKUX IapaMeTpoB C

Pucynox 1. IHrubupoBanue TIyTaTuoH-S- XHb nmsa GST  Bakyoneii, nnactun u

TpaHc(epa3HOH aKTUBHOCTH BaKyoJiei, ImiacTu
Y TKaHEBOI'O SKCTPAKTa STAKPUHOBOU KUCIOTOU
(0,5 MM).

TKaHCBOI'O OKCTpPAKTa

CBCKJIbI

KOPHEIUIO/IOB

MOJTyYCHBI
JIOBOJIBHO BBICOKHE 3HAUYEHUS KOHCTAHTBI
Muxasmuca (Tabu1. 4), 4TO COOTBETCTBOBAJIO

CTOJIOBOM ObLIH

IIOJIyUEHHBIM paHee JJaHHBIM, COTJIacCHO KOTOphIM Kakyiueecs 3HauyeHue Km s XJIHB moryr
BapbupoBats oT 0,12 mo 4,5 MM, a ms GSH — ot 0,12 no 0,6 MM (Dixon et al., 19980;
Gronwald, Plaisance, 1998; Pascal, Scalla, 1999; Deng, Hatzios, 2002). OxHako eciid y4uThIBaTh
TaKyl0 XapakTepucTuKy (epmenta, kak Vmax/Km, to manbonpmee cpoacrso k X/ IHb u GSH
nposiBisiin GST Bakyosneld M TKaHEBOIO 3KCTpakTa, a HauMeHbllee — (EepPMEHTHI IUIACTUJ
(Tabmauia 4). boaee BeICOKOE 3HaUCHHE KOHCTaHTEI VMax/Km MoeT CBHIETEIILCTBOBATH O TOM,
4TO CYyMMapHO ()ePMEHTHI C KOHBIOTHPYIOLIEH aKTUBHOCTBIO KOJIMYECTBEHHO MPeo0afatoT Hajl
GST c¢ nepokcuaa3HOM WM H30MEpa3sHOW aKTUBHOCTAMHU. TakuM o00pa3oM, BakyoJsSIpHbIE
U30(OpMBI, MOKA3bIBAIOLINE JIOCTATOYHO BBICOKYIO KOHBIOIMPYIOUIYIO aKTUBHOCTb C pa3HbIMHU
cyoctparamu (Puc. 8) wm BeIcOKOe cpomctBo k XJIHB, sBnstorcs OGojee BepOSITHBIMU
KaHAWIaTaM{d Ha aKTHBHOE YYacCTHE B MPOIECCAX NETOKCUKAIMN KaK KCEHOOMOTHYECKUX, TaK U
9H/IOT€HHBIX METAa00IUTOB, 4YeM (pepMEHTHI (paKIUU IIIACTUIL.

Taoauna 4. Kuneruueckue xapakrepuctukun GST u3 BakyoJieii, IJacTH] U TKAHEBOT0 IKCTPAKTA
KOPHEIJIOJ0B CTOJIOBO#i CBEKJIBI

XJ1HB GSH
OOBeKT
N — 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+
Bakyomn 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 1093 0,56
407,08+ 95,51+ 167,28+ 126,54+
OKCTPAKT TKAHU 43.3 4.4 0,23 23.2 126,54 0,75

N3odepmentnsiii coctaB GST BakyosIsipHON M TUIACTHIHOW (pakLKi, a TaKKe TKAHEBOTO
HKCTPAKTa MCCIEA0BAIN IMPH TMOMOILIM 3UMOrpaUuecKOro MeTo/a BBIBICHUS AaKTUBHOCTH B
nonmakprramMugaoM Tene (Puc. 12). M3odepmenTtHbiii coctaB GST BapbHpoBall B 3aBUCUMOCTH
OT ucnojab3yemoro cyocrpara. KontponbHsiit BapuanT He coaepxan Hu XJ{HB, Hu repounumos
(Puc. 12, a). Ilpu atom ¢ GSH 06e3 BTOporo cyOcrpara HaOMIOMAIM HecHenUDUUECKOES
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OKpaIIMBaHUE, KOTOPOE YKa3bIBAJIO HA IPUCYTCTBUE IPYTUX IITyTaTHOH-3aBUCHMBIX ()ePMEHTOB.
[Ipu nobasnennn XAHB, riudocara i payoponudena nosBIsUIMCH OJTHA WU ABE U30()OPMBI
GST, cneunduynsie k ucnonszyemomy cyocrpary (Puc. 12, 6, B, r). B nmpucyrcreun X/IHb u
OK 4ucio monoc cokpamanoch 1 OCTaBajach TOJBKO HecTienn(pUIecKas akTUBHOCTD, YTO TAKKe
yKa3bIBaJI0 HAa MHTHOMpOBaHUE (epMeHTa 3TaKpHHOBOM kucnoToi (Puc. 12, n). ITo pe3ynbraTam
3UMOTpadUIECKOro HCCIEIOBAHUS MOXHO TOBOpPHUTH O 1-2 m3odopmax GST Bakyoseir u 3
n3odopmax ruacTui ¢ pasHoil cyOcTpaTHOH crienMUYHOCTBIO. B TKaHEBOM 3KCTpakTe TakkKe
HPUCYTCTBOBAIH M30()OPMBI, HE OTHOCAIINECS K IUIACTUAHBIM M JIOKAIN30BaHHBIC, BEPOATHO, B
BaKyoOJIsiX, LIUTO30JIC, MEpPOKCHcoMax MM sapax. Cieayer OTMETHTh, YTO B BaKyOJISIX OBUIH

BaKyosInu

oy

3KCTPAKT TKaHuU nnactuabl
[ "‘ - '
<
a

Pucynox 12. AxtuBaocts GST BakyouieH, IUIacTH/ U SKCTPAKTOB TKaHU B MOJUAKPUIIAMHUIHOM Tele:
(a) — ¢ TmyratroHoM, (0) — ¢ rmyratuonom u XJIHB, (B) — ¢ riryrarnorom u rimdocarom, (T) — ¢
TIIyTaTHOHOM U (uryopoaudeHoM, (1) — ¢ riryratuaoM, XJIHB u sTakpuHoBoii kucnoroii. HerarusHoe
n300paxeHue.

e 4

3

r Aa

poieMOHCTpUpoBaHbl W30(hopMbl GST, akKTUBHBIC IO OTHOIICHUIO KO BCEM HCIOJIb30BAHHBIM
cyOcTpaTaM, J1Ba U3 KOTOPBIX SBISIFOTCS TepOHIIUIAMH.

[pucyrcrBue GSTS B Bakyossx, ClelM(UYHOCTh aKTUBHOCTH KOTOPBIX MOJTBEPKIACHA
CIEKTPOPOTOMETPHUSCKUM M 3UMOTPapUIECKUM METO/IaMH, YKa3bIBaeT Ha BKJIAJ LIEHTPAIbHOM
BaKyoJM B TPOIECCH JCTOKCHKAIUK KCEHOOMOTHKOB UM OSHJOTCHHBIX METa0OJIHMTOB U
o0ecrieueHNH HOPMaJTbHOH JKU3HESSITENbHOCTH PACTHTEILHBIX KIIETOK.

Cooeporcanue amunokuciom

CornacHO CIOXMBUIMMCSI Ha CETOAHSIIHMN J€Hb NPEACTAaBICHUSM, TIyTaTHOH
TPaHCIIOPTHPYETCS B BaKyolb B AUCYIbOUAHON (popMme TIaBHBIM 00pa3oM Ul JalbHEeHWIen
nerpaganuu. TakuM 00pa3oM KOHTPOIUPYETCS PEIOKC-COOTHOIICHHUE IITyTaTHOHA B IIUTO30JIC U
penoKc-cTaTyTyc nuroriasmel kietku B nenom (Foyer et al. 2001; Noctor et al., 2011). [lns
JIeTpajialliy TIIYTaTHOHA B PACTCHHUSX OBLIO MPEAJIOXKEHO JiBa MexaHu3ma. [IepBbIii BKITIOYACT
OTHICIUICHHE T[iyTamMara ¢ OOpa30BaHWEM [UCTCHWITIHMIMHA, KaTalu3upyemMoe Y-
rnyramuirpancnentuaazamu (GGT) (Ohkamu-Ohtsu et al., 2009). Bropoii HauuHaeTcs c
OTHICIUICHUS TJIMIMHA W KaTaAIU3UPYeTCsl KapOOKCHUNENTHIa30d WiIM (PUTOXETaTHHCHHTA301
(Beck et al., 2003; Wolf et al., 1996), B pe3yabTare yero odpaszyercs y-rimyTaMuianuctent. [lpu
3TOM TOCIIEIOBATEILHOCTh PEAKLUii, MPUBOIAINAS K THAPOIU3Y TITyTaTHOHA y PACTCHUH, MOXKET
obITh Bupocternuduunoi (Martin, Slovin, 2000). B Bakyomsix A. thaliana Gsuta oOHapyxeHa
GGT4 (Ohkama-Ohtsu et al, 20076), a B Bakyossx stameHst — kapOookcumnentuaasa (Wolf et al.,
2006), KOTOpBIE MPEANONOKUTEIHHO TaK’KE€ MOTYT Y4acTBOBATH B JIerpaJallii TIIyTaTHOHOBBIX
KOHBIOTaTOB.

Bompoc o gerpajanum riyTaTHOHa B BaKyoJsIX CTOJOBOM CBEKIBI J0O CHX IOp He
uccienoBaics. B cBi3M ¢ 3THM OBUIO PELIEHO ONPENEIUTh B BaKyoOJsIX KOHIICHTPAIHIO
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CBOOOJHBIX AMUHOKHUCIIOT, BXOJSIIMX B COCTaB INIyTaTHoHa. B pe3ynbTare ObLJIO yCTaHOBJIEHO,
YTO B BaKyOJISIX HAKaIUTMBAETCS 3HAUUTENILHOE KOJIMYECTBO TITyTAMHUHOBOM KUCIIOTHI (B CpeiHEM
1 MxM), HEKOTOpO€ KOJIMYECTBO TJHWIMHA W LUCTEMHA B OKHCIEHHOW Qopme (IMCTHHA,
IUCTEMHOBON Kuciaotrel) (B cpenHeM 0,250 MkM) (maHHbIE NPEICTABIEHBI B AMCCEPTALUM).
Obpamano Ha cebss BHUMaHHE TO, YTO KOHIIGHTpAlUs BOCCTAHOBJIEHHOTO TJIyTaTHOHA B
BaKyoJIsiX OblJla Ha JBa-TPU MOPSAIKA BBIIIE, YeM KOHIEHTpalus BXOISIIMX B €ro COCTaB
aMUHOKHUCJIOT. HecMoTpst Ha TO, YyTO B MOCIEqHEEe BpeMsl B JUTEpaType LMIUPOKO 00CYKIaeTcs
BO3MOXKHOCTb JIETpaJalliy IIyTaTHOHA B BaKyOJIsiX, KOHIIEHTPAIIHOHHOE COOTHOILIEHUE TITyTaMaT
! INIMLMH © TUCTEHH (C YYETOM TOrO, YTO B COCTaB IIUCTHHA BXOJHUT JBE MOJIEKYJbl LIUCTEHHA),
COOTBETCTBYIOIIIEE B JaHHOM KOMIapTMeHTe 5:1:2, He MOXeT CIyXuTh (HaKTHYECKUM
MOJATBEPKJIEHUEM 3TOr0 IpeanoiokeHusa. Kpome Toro, cienyer OTMETUTh, YTO IIyTamar Ipu
Jerpajanuu IJIyTaTHOHOBBIX KOHBIOI'aTOB u nucynbhuaa [JIyTaTHOHA Y-
[IIyTaMIJITPAHCHIENTUIA3aMH MOXKET IEPEHOCUTHCSI Ha IPYTUe COSAMHEHUS ¢ 00pa30oBaHUEM U~
u tpunentuaoB (Ohkamu-Ohtsu et al.,, 2009). Dto yka3siBaeT Ha TO, YTO OoJee
MPEIOYTUTENLHBIM SIBISICTCS MHOW MyTh TNOCTYIUICHUS TIlyTamMara B Bakyoidb. Cremyer
OTMETHUTH, YTO B BAKYOJIAX KJIETOK KOPHEIIOJ0B CTOJIOBOM CBEKJIbI ObLIO OOHAPYKEHO BBICOKOE
collep’kaHuEe TIIyTaMHHa, a Tak)Ke aclaparuHa, ajJaHhHa, CEepUHA M apruHuHa (JaHHbIE
IpeJCTaBlIeHbl B auccepTauuu). Takum oOpa3oM, MOXKHO INPEANONOKUTb, YTO IJIyTamaT He
UMEeT OTHOLICHMsI K Jerpajaliy IJyTaTHOHA, a TPaHCIOPTUPYETCS uepe3 TOHOIUIAcT WU
oOpa3yercs U3 IIyTaMHHa U HAaKaIJIMBAaeTCsl B BaKyOJIsIX HapsiAy ¢ IpYrUMMH aMUHOKHUCIIOTaMH B
Ka4yeCTBE I1yJ1a CBOOOJHBIX aMUHOKUCIIOT.
3AK/IIOYMEHUE

llenTpanpHas BakyoJdb pPACTUTEIBHOW KJIETKU SBIAETCA MYJIbTH(PYHKIIMOHATHHBIM
kommnapTMeHToM. Kimaccuueckumu (QyHKIUSMU, OMPEeNMBIIUMU KIACCU(PUKALIMIO BaKyoJliel B
KJIETKaX PacTeHH, CYMTAIOTCS 3amacaHue pa3inyHbix MeTabonutoB u nusuc (Ilomesoii, 1989).
B nmocnemnue roael Takke OO0CYyXJaeTcs ydacTHe BaKyolId B TaKUX IMpoleccax, Kak
noJi/iepKaHue KJIETOYHOTO TOMEOCTas3a, peIOKC-3alluTa U IETOKCUKAIUs KCeHOOnoTuKoB (Carter
et al., 2004; Ende, Valluru, 2009; Anapees, 2012;). Tem He MeHee, BaKyoJb IMO-MPEKHEMY
paccMaTpuBalOT KaK [AaCCUBHBIM KOMIApTMEHT, HEOOXOAMMBIM [uid JEeNOHUPOBAHUS
BBIBEJICHHBIX W3 MeTabonmu3Ma coeanHeHnit (GSH-KOHBIOraToOB ¢ KCEHOOMOTHKAMHU U T.II.) WK
JUI HaKOIUJICHHWs aHTHOKCHJIAHTOB (ackopOarta, caxapo3bl, (pyKTaHOB, (peHOJIOB), KOTOpHIE
CJIy’KaT JuId I€TOKCHKAIlMK MPOHUKAIOLIET0 Yepe3 TOHOIUIACT Nepokcuaa Bojgopoaa (Ferreres et
al., 2011; Awnmpees, 2012). OmHako Ha CETOAHSNIHUN JEHb YK€ HAKOIUIEHO JOCTATOYHOE
KOJINYECTBO JAHHBIX, CBUAETENbCTBYIOIIUX B IOJb3Y JIOBOJBHO BBICOKOH MeTaboIndecKoit
aKTUBHOCTH Bakyousiel. Tak, B BaKyoJiIX BBIABIIEHbI (DEPMEHTBHI, CIIOCOOHBIE BBIMOIHATH Kak
AHTHOKCHU/IaHTHBIE, TaK U IPOOKCHUIaHTHBIC (QyHKIMH ((eHon-3aBrucuMas nepokcunasza u Cu,Zn-
cynepokcuaaucmytasza) (Kristensen et al., 1999; Carter et al., 2004; IIpagemosa u ap., 2009,
2011). B cBs3M C 3TUM MOJKHO TOJIaraTh, YTO BAKyOJISIPHBIN KOMITAPTMEHT CITY)KUT HE TOJIBKO
JUIs IeTOKCHKaluu nocrymnatoumx B Hero ADK, Ho Takke crocoOeH MpoaylupoBaTh MEPOKCU
BOJIOPOJIa, KOTOPBIM C OJHOW CTOPOHBI MOXET BOBJEKAThCS B OKHCIUTEIbHYIO MOJIU(DUKAILIUIO
TPaHCIIOPTUPYEMBIX B BAaKyOJIb COEIMHEHHUH, a C JPYroll CTOPOHBI IEpeceKaTb TOHOIUIACT U
HOCTYMNaTh B IIUTO30J1b. J{JIsl Mpe1oTBpalieHuss HeKOHTposmpyemoro Beixona HoO B iuTo30b, B
BaKyoJIIPHOM  KOMIApTMEHTE JOJDKHBI MPUCYTCTBOBAaTh AHTUOKCUAAHTHBIE  CHCTEMBI,
perynupymoole KOHIIEHTPaIHIo JIoOKanbHO reHepupyeMbix AD®K u He oOpazyromue npu 3ToM
AaKTHUBHBIX PaJUKaJIOB (KaK ATO MPOUCXOJUT B Clyyae caxapoB U (DEHOJIOB) U B TOXKE BPEMs
CIIOCOOHBIE OBICTPO PpEreHepUpOBaTh BOCCTAHOBJIEHHOE COCTOsIHME. TakuM TpeOoBaHUSIM
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COOTBETCTBYET PEIOKC-CHUCTEMa TJyTaTHOHA, KOTopas B JIPYrHMX KJIETOYHBIX KOMIapTMEHTax
y4acTBYeT B AHTHOKCHUIAHTHOW 3allUTe, JETOKCHKAIIMH KCEHOOMOTHUKOB W DHAOTOKCHUHOB, a
TaKKe BBINONHACT curHaibHyo ¢yHkuuto (Noctor et al., 2011). B Bakyossix KOpHEIIOZOB
CTOJIOBOW CBEKIIbI MBI BBISIBHJIM TaKW€ KOMIIOHEHTHI PEIOKC-CUCTEMBI TIIYTAaTHOHA, KaK caM
[JIyTaTHOH, TJIYTaTHOHPENyKTa3a W TIyTaTHOH-S-TpaHcdepasa. B xome mpoBeaeHHOTO
WCCJICIOBAaHMSI Mbl YCTaHOBHJIM, YTO COOTHOIIEHHWE BOCCTAHOBJICHHOW U OKHUCIECHHOW (Qopm
[JIyTaTUOHA, aKTUBHOCTh W KHHeTHuyeckue xapaktepuctuku GR u GST coorBercTBOBaNIU
TaKOBBIM TJIyTaTHOHA U (PEPMEHTOB IUIACTU[, XapaKTePHOW OCOOEHHOCTHIO KOTOPBIX SIBIISIETCS
BBICOKAsi aKTHBHOCTH cucTteMbl riiyrationa (ITomecckas, 2009; Noctor et al., 2011).

Ha cerognsmnuii neHp Hawbolsiee MOMYNISpPHA TUMOTE3a, COTJIACHO KOTOPOH OCHOBHOM
MeTabOJIMYECKUi MyTh TJyTaTHOHA BHYTpU Bakyousei — nerpamanus (Puc. 13). Dra runoresa
OCHOBBIBACTCSI HA MPUOPUTETHOCTH TPAHCIOPTA B BaKyOJb OKHCICHHOW ()OPMBI IIIyTaTHOHA
nocpeactBoM  ABC-tpancnoprepoB  ToHorutacta.  [lomkperuisitor  ee W (pakThl,
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Pucynox 13. I'unoreTndeckasi cxeMa BHYTPHBAKYOJISIPHBIX PEIOKC-TIPOLIECCOB C YYACTUEM CHCTEMBI
rinytatuoHa: GSH — riyratron BoccraHoBieHHsiil; GSSG — rimyratnon okuciaenusiit; Gly-Cys —
munenta, Glu — rmyramunoBas kuciora; R-SG — korbrorar riayrarnona; Ft — daxTop
tpanckpuruu; ABC — ABC-tparcnioprepsr; GGT — y-riryramuntpancdepasa; GR —
rrytatnoHpeaykraza; GST — riyrarnon-S-tpancdepasa; POX — nepokcunasa; Cu,Zn-SOD — Cu,Zn-
CYTIEPOKCH/INCMYTa3a.

JCMOHCTPUPYIOIIUE MPHUCYTCTBHE B BAaKyoJIssX (EPMEHTOB, KaTAIU3HUPYIOIIMX pacraj
riyTaTioHa (y-rIyTaMuITpaHcrenTHaassl win  kapookcunentuaassl) (Wolf et al., 1996;
Ohkamu-Ohtsu et al., 2009). OgHako B HalleM HCCICIOBAHUU 3HAYUTEIBHOE COJCpPKAHUE
[JIyTaTHOHA, COMOCTABUMOE C KOHIIGHTPAIlMe B TKAHEBOM OJKCTPAKTe M IPEBBIIIAOIICE
COJepKaHUE TJyTaTHOHA B IUIACTHAAX, a TAKKE KpailHe BOCCTAHOBICHHOE COCTOSIHUE
[JIyTaTHOHOBOTO ~ IyJia Bakyojel © TNPUCYTCTBHE TJIYTAaTHOH-3aBHCUMBIX  (DEPMEHTOB
CBHUJIETEIICTBYIOT O TOM, YTO B BAaKYOJISIX CTOJIOBOM CBEKJIBI TPAHCIIOPTHPYEMBIN TIIYyTATHOH HE
MOJIBEPraeTcsl MOJHOMY pacmanay, a, Mo BCEH BHUAMMOCTH, BOCCTAHABIMBACTCS CIEIU()UIHBIMU
GR u ucnons3yercs B peaknusx aerokcukanuu H,Oo, 3x30- u sugorokcuaoB (Puc. 13). B To ke
BpeMsl 3HAYMUTEIILHOE COJCpPKAHWE TIIyTATHOHA M BBICOKAs aKTHMBHOCTH TJIyTaTHOH-3aBHCHMBIX
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(epMEHTOB B BaKyoJIsIX 3alacarolleldl NapeHXUMbl KOPHEIUIOAO0B CTOJIOBOW CBEKJIBI MOTYT OBITh
CBSI3aHBI C OCOOCHHOCTSIMU JAHHOTO OOBEKTa UCCIIE0BAHUS, KOTOPBIN CIIOCOOEH MPOTHBOCTOSAThH
JUIUTEIILHOMY BO3JICHCTBHIO CTPECCUPYIOMIUX (PAKTOPOB (MMOHMKEHHOH TeMIIepaTyphl, BOJIHOTO
negunuTa W T.I.) U BO30OHOBIATH POCTOBBIC MPOIECCHI MOCHE MPOJOKUTENLHOTO MEPHOAA
nokosi. [Tostomy HaGmromaemast B HalleM HCCIIEJOBAHUU BBICOKAsh aKTUBHOCTH KOMIIOHEHTOB
[JIyTaTUOHOBOM CHUCTEMbI, HE OOHapy)XeHHas B HEKOTOPBIX OpraHax W TKaHAX Jpyrux
pactutensHbIx 006ekTOB (Dietz et al., 1992; Rautenkranz et al., 1994), moxeT ObITh Kak BHIO-,
TaK ¥ OpraHo- UM TKaHecelnu(pUIHOM.
BbIBO/IbI

[Tonmy4yeHHble B XOA€ TMPOBEJICHHOTO HCCIEIOBAHHUS PE3yAbTaThbl IO3BOJIAIOT CHENIATh
CJICIYIOIIHNE BBIBOJBI:

1. B BakyoJsiX KOPHEIUIOJOB CTOJIOBOW CBEKJIbI MOKAa3aHO MPUCYTCTBHE KOMITOHEHTOB
PEIIOKC-CUCTEMBI TJIyTaTHOHA: CaMOr0 TJyTaTHOHA, TIIIYyTaTHOHPEIYKTa3bl W TIIyTaTHOH-S-
TpaHchepasbl.

2. T'myraTMOH B BakyoJIIX COJEPXKHUTCA B MHUKPOMOJSPHBIX KOJMYECTBAX M
IPEUMYLIECTBEHHO B BOCCTAHOBJIIEHHOM COCTOSIHUM, 4YTO COOTHOCHUMO C COJepKaHHEM
[JIyTaTUOHA B TKAHEBOM JKCTPAKTE M MPEBBILIIAECT €ro CoJepXaHHe B OOOrameHHON (pakiuu
TUTACTH]T KOPHETIJIOIOB CTOJIOBOI CBEKJIBL.

3. AKTHBHOCTh, a TaKK¢ KHHETHYECKHE Xxapakrtepuctuku uzopopm GR Bakyoseit
COIIOCTaBUMBI C AKTUBHOCTBIO M XapaKTEPUCTUKAMHU aHAIOTUYHBIX H30(OpM IUIACTHUIHON
¢bpakmuu. pH ycmoBus, onTuMmanbHbie s aktuBHOCTH (epmenta ¢ HAJI®GH B kauectBe
KoakTopa, HAXOAATCS B HEHTpajbHOW H ciabomiensounoi obmactu (7,5-8,0). GR Bakyoseit
nposiBisger akTuBHOCTh ¢ HAJIH B kauecTBe Ko(akTopa B KHUCIBIX YCIOBHAX, IPHU 3TOM
ontuMalibHbIM Juts peakuuu ssisercs pH 5,0. Kpome Toro, B Bakyossix 1oka3aHo NPUCYTCTBHE
HAJIH B MUKPOMOJISIPHBIX KOJUYECTBAaX, OJHAKO BaKYOJISIPHBIM IyJ, TAK)Ke KaK U IUIACTHIHBIN
u oOummii TKkaHeBoU, B Oousbiueil crenenu okucieH. GR Bakyosnei, kak ¥ (epMEeHT MIACTHI,
uHTHOUpyeTcst  1-X710p-2,4-TUHUTPOOCH30JI0M TI0 HEKOHKYPEHTHOMY THIy. B Bakyousix
obHapyxkeHo 2 wu3opopmbel GR, KOTOpbIe, NPEANONIOKUTENHFHO, TaKXKe NPUCYTCTBYIOT B
TKaHEBOM OJKcTpakTe. B muactuaHoit ¢dpakumm Takke oOHapyxkeHbl 2 HU30(OpMBI
TIIyTaTHOHPETYKTA3bl.

4. AKTMBHOCTb TTyTaTHOH-S-TpaHcdepasbl ¢ XJIHb B kauecTBe cyOcTparta comnocraBuma
¢ GST-akTHBHOCTBIO MJIACTHJ, B TO BPEeMs KaK aKTHBHOCTb BaKyOJIpHOrO (epMmeHTa ¢
danyopoaudeHom B KadecTBe CyOCTpaTa 3HAUUTENBHO MPEBBIIAET AHAIOTUYHYKO AKTUBHOCTh
IUIaCTHZl, HO COOTHOcUMa ¢ TkaHeBoW GST-aktuBHOCThIO. OnTuManbHble 3HaueHus pH as
BakyoJIsIpHBIX M30hopM GST HaxomsTes B oomactu 7,0-8,0. DTakpuHOBas KUCIOTA, COSAMHCHUE,
KOTOpPOE TaKKe MOXET CIYyXHThb cyoctparom mis GST sBiseTcs CHWIBHBIM HHTHOHUTOPOM
TIIyTaTHOH-S-TpaHc(epa3sHOW  aKTHBHOCTH  Bakyojed W 1wiactua.  KuHerndeckwe
XapaKTEPUCTHKN BaKyoISIpHBIX HM30hopM GST comocTaBUMBI € XapaKTEPUCTHKAMH H30(POpM
IacTux ¢ OoJjiee BBHICOKMM CPOJICTBOM K HPUPOAHOMY CYOCTpaTy TIIIyTaTHOHY U MEHBIIUM
cpoactBoM k XJIHB B oboux ciyuasx. B Bakyosnsx BeusiBieHo 2 uzodopmbl GST ¢ pasHoit
cyocrparHoii cnieruduunocThio K XJIHB, rmudocary u ¢pnyopoaudeny.

5. AktuBHocTh GR u GST Bakyosieit u3MeHsIach B 3aBUCUMOCTU OT CTAJHH Pa3BUTHS
KOpPHEIUTO/Ia, TIPY ATOM aKTHBHOCTh aHTHOKCHIAHTHOTO epmerTa GR moBBIIaNach Ha Mo3qHEN
CTaguM TOKOs, a akTHBHOCTH GST, yuacTByromed B JETOKCHKAIMA KCEHOOMOTHKOB WIIM
HH/IOT€HHBIX METa00IUTOB, ObLIA BhIIIE HA CTA/IUU POCTA.
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6. AMHHOKHUCJIOTHBI aHaJM3 TIOKa3aJl B BaKyoOJsX KOPHEIUIOAOB CTOJOBOM CBEKJIBI
3HAUUTENBHOE COJIEP)KAHUE TIYTAMHUHOBOW KHCIOTHI, TOpa3l0 MEHBIIYI KOHIICHTPAIHIO
TJIMIIMHA ¥ [IUCTEWHA B OKUCIICHHOUW popme (IIUCTHHA).

7. TlonydeHHBIE TaHHBIC, BEPOSTHO, MOTYT YKa3blBaTh Ha YYacTHE PEIOKC-CHCTEMBI
[JIyTaTUOHA B AHTUOKCHUJAHTHOM 3alIuTe M MpOoIeccax JAETOKCHKALUW, MPOUCXOMISIINX B
BaKyOJIIX KOPHEIJIOJJOB CTOJIOBOI CBEKIIBI.
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