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L-ackopbuHoBas Kucnota (BuTammH C) — BTOPUYHBIA METAOONUT pacTeHNIA, BbIMOHALWMA MHOXECTBO Pa3HO06-
pasHbiX GYHKLUIA KaK B pacTUTENbHbIX TKaHAX, TaK U B OpraHun3me yenoseka. OCHOBHbIM NCTOYHNKOM BuTamuHa C B
NUTaHNN YenioBeKa CIyKaT PacTeHUA, U NPex e BCero nioAbl LUTPYCOBbIX, LUIMMOBHUKA, NepLia, CMOPOAMHbI, TOMaTa,
Kny6HWKK, Nnananu, knusu. OfHako, HeCMOTPA Ha TO UTo L-ackop6rHOBasA KNCNOTa — BaXKHOE B1MONOrMYecKn akTuBHOE
BELLECTBO, NyTb ee BMOCMHTE3a B PacTUTENbHON KNeTKe 6bin onncaH nuwb B 2007 T. Ha NpUMepe MOLENbHOro pac-
TeHuA Arabidopsis thaliana. B HacToALem 0630pe pacCMOTPeHbI N3BECTHbIE Ha CErOAHALLHMI AeHb NyTW 6rocnHTe3a
L-ackopOUHOBOI KMCNOTbI B TKAHAX PacTeHUA. OTO L-ranakTo3Hbli, L-ryno3Hblii, ranakTypoHOBbIN 1 MUO-UHO3MTO-
nosbl NyT. Hanbonee nsyuyeH 13 HUX L-ranaktosHbiin nyTb (NyTb CMUPHOBa-Yunepa), Ans KOTOPOro onpeaeneHsbl
BCe pepMeHTbI, KaTamsmpyoLme NocsiefoBaTesbHYI0 Lienb peakunid. Ana Apyrnx nyTen n3BecTHa nnLb Npeanosno-
KMTenbHaA NocnefoBaTeNbHOCTb MeTabonnToB, MPY 3TOM MHOrMe GepMeHTbI, KaTanusmpyoLme nx npespaLleHme,
elle He BblsiB/IEHbI. BblaeneHbl KNoUyeBble reHbl, KOTOPbIE YYacTBYIOT B OMOCMHTE3€e 1 HAKOMAEHNM acKOpOUHOBOW
KMCNoTbl B COYHbIX Mnopaax. Cpeamn Hux ¢epmerTbl L-ranaktosHnoro nytn (FAM-maHHO30pochopunasa (GMP, VTCI),
rO®-D-maHHO030-3'5"-3nmmepasa (GME), FO®-L-ranakto3odocdopurnasza (GGP, VTC2/VTC5), L-ranakto3o-1-docdat-
docdarasza (GPP/VTC4), L-ranakTto3o-1-gerngporeHasa (GalDH) u L-ranaktoHo-1,4-naktoHgervaporeHasa (GalLDH));
depmeHTbl D-ranaktypoHosoro nytn (NADPH-3aBucrman D-ranaktypoHaTpenykrasa (GalUR)) n depmeHTbl peunp-
Kynauun AK (gerngpoackopbatpenyktasa (DHAR1) n moHogernapoackopbatpegyktasa (MDHAR)). lo cux nop Het
OOHO3HAYHOrO OMUCaHUA BCEX MyTeil BOCUHTE3a 1 HaKoneHUs L-ackopbrHOBOW KUCNOTbI B nnogax. B HacTos-
Lee BpeMsA Henb3A OAHO3HAYHO YTBEePX/AaTb, UTO KaKOW-TO U3 YeTbipex N3BECTHbIX MyTel 6rocHTe3a ackopbuHo-
BOW KUC/OTbI ABAAETCA NpeobnajaolwiM B NNoAax pacteHuin. Tak, B niofax nepcmka 1 K1y OCHOBHbIM ABNAETCA
L-ranakTo3HbIi NyTb, TOrAa Kak B Nnofax BMHoOrpaga v KnybHUKM — no Bcen BuagnmMocTy, D-ranakTypoHoBbii. B 1o
e BpemaA y paAa pacTeHuW, Hanpumep LUTPYCOBbIX UM TOMaTa, Mo Mepe CO3peBaHusA NIOJ0B MOXET NMPONCXOANTb
CMeHa pasfinyHbIX nyTen bruocrHTesa. OTMeYaeTcs, YTO YPOBHY HaKOMMEeHNA acKOPOMHOBOIM KNCNOTbI 3aBUCAT He
TOJNbKO OT BMOCUHTE3A, HO 1 OT CKOPOCTU €€ OKUCIIEHNA U PELPKYNALMA.

KnioueBble cnosa: L-ackop6rHoBas Kucnota; ButaMmuH C; nnopbl; MeTabonmsm; reHbl 6oCMHTE3a ackopOrHOBOIA
KMCNOoTbI.
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L-ascorbic acid (vitamin C) is a plant secondary metabolite that has a variety of functions both in plant tissues and in
the human body. Plants are the main source of vitamin Cin human nutrition, especially citrus, rose hip, tomato, straw-
berry, pepper, papaya, kiwi, and currant fruits. However, in spite of the biological significance of L-ascorbic acid, the
pathways of its biosynthesis in plants were fully understood only in 2007 by the example of a model plant Arabidopsis
thaliana. In the present review, the main biosynthetic pathways of vitamin C are described: the L-galactose path-
way, L-gulose pathway, galacturonic and myo-inositol pathway. To date, the best studied is the L-galactose pathway
(Smyrnoff-Wheeler pathway). Only for this pathway all the enzymes and the entire cascade of reactions have been
described. For other pathways, only hypothetical metabolites are proposed and not all the catalyzing enzymes have
been identified. The key genes participating in ascorbic acid biosynthesis and accumulation in fleshy fruits are high-
lighted. Among them are L-galactose pathway proteins (GDP-mannose phosphorylase (GMP, VTC1), GDP-D-man-
nose epimerase (GME), GDP-L-galactose phosphorylase (GGP, VTC2/VTC5), L-galactose-1-phosphate phosphatase
(GPP/VTC4), L-galactose-1-dehydrogenase (GalDH), and L-galactono-1,4-lactone dehydrogenase (GalLDH)); D-galac-
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turonic pathway enzymes (NADPH-dependent D-galacturonate reductase (GalUR)); and proteins, controlling the
recycling of ascorbic acid (dehydroascorbate reductase (DHAR1) and monodehydroascorbate reductase (MDHAR)).
Until now, there is no clear and unequivocal evidence for the existence of one predominant pathway of vitamin C
biosynthesis in fleshy fruits. For example, the L-galactose pathway is predominant in peach and kiwi fruits, whereas
the D-galacturonic pathway seems to be the most essential in grape and strawberry fruits. However, in some plants,
such as citrus and tomato fruits, there is a switch between different pathways during ripening. It is noted that the final
ascorbic acid content in fruits depends not only on biosynthesis but also on the rate of its oxidation and recirculation.
Key words: L-ascorbic acid; vitamin C; fruits; metabolism; the key genes of ascorbic acid biosynthesis.
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BBepeHune

L-ackopOuHoBast kucinora (ButamuH C) — BTOpUYHBIN MeTa-
GONTUT paCcTeHU, BBIONHAIOMINI MHOKECTBO pa3HOOOPAa3HbIX
¢yskuuit B knetke (Davey et al., 2000; Igbal et al., 2009;
Smirnoff, 2018). OHa urpaet poib peryisaTopa 3KCIpecCuu
MHOTUX T€HOB, uepe3 (pUTOropMOHBI BO3ACHCTBYET Ha IPO-
LIECCHI POCTA M Pa3BUTHS PACTEHHUH U, UYTO HE MEHEE BayKHO,
y4JacTByeT B OpPMHUPOBAHHU OTBETA PACTUTEIIHLHON KIIETKH Ha
Oouotnueckue U abuoruueckue crpeccobie paxkropsl (Pastori
et al., 2003; Gest et al., 2013; Li et al., 2013). Y HeKoTOpBIX
BUJIOB pacTeHHH cony ackopOonHoBoi kuciotsl (AK) moryT
MCIIONL30BAThCsI B KAYECTBE CyOCTpaTa Jyist OMOCHHTE3a IPY-
TUX MeTaOOJIUTOB, HAIIPUMEP COJICH IaBeleBOW W BUHHOU
kuciot (Loewus F.A., Loewus M.W., 1987; Loewus F.A.,
1999; Cruz-Rus et al., 2010).

Buramun C npezacrasiseT 0coOyi0 IIEHHOCTh B palloHe
YeJIoBeKa, TaK KaK M3-3a MPOM30IIEIICH MyTallii B OJTHOM
13 GpepMeHTOB OMOCUHTe3a L-ackopOMHOBOW KHUCIIOTHI 4e-
JIOBEK W APYTHUE BBICIIUE NPUMAThl yTPATHIN BO3MOXKHOCTh
BbIpadarbIBaTh ee camocrositenbHo (Nishikimi, Yagi, 1996).
SIBrsisick KO()epMEHTOM psiia MEeTabOINYEeCKUX ITPOLIECCOB,
BuTaMuH C UTpaeT 3HAYNMYIO POJIb ISl HOPMAJIBHOTO (DYHK-
[IMOHMPOBAHMSI OpraHn3Ma: 00JaJaeT aHTHOKCHIAHTHBIMH
CBOICTBaMH, yCTPaHsIET CBOOOIHBIE paIMKaIIbl — OJHY U3 IIPHU-
YUH OHKOTeHe3a u crapeHus opranusma (Figueroa-Méndez,
Rivas-Arancibia, 2015); yinydmaer UMMyHHTET Y€JIOBEKA 3a
CUET aKTUBAIMK (PAarolUTaApHBIX KJIETOK; MPEIOTBpaIlaeT
CepJICYHO-COCYIUCTBIE 3a00IEBAHNSI, CBSI3aHHBIE C aT€POCKIIe-
PO30M; CIIOCOOCTBYET 00pPa30BaHUIO KOJUIATCHA U Pa3BUTHIO
xpsieBoit Tkanu (Diplock et al., 1998). OcHOBHBIM UCTOY-
HUKOM BUTamMuHa C B IMTAHWU YEJIOBEKA CIIY)KaT PacTeHUSI.
Hawnbonbiee Koan4ecTBo aCKOPOMHOBOI KHCIIOTHI COICPIKUT-
Csl B IUIOJIaX LUTPYCOBBIX, LIMITOBHUKA, aKTHHUANHU (KHBH),
oOenyxw, maraiu, KITyOHUKH, psOuHsL, iepia, Tomata (Igbal
et al., 2009; Crpenbrmna u z1p., 2010).

buocnHres aCKOp6I/IHOBOI7I KNCNOoTbl

B pacTUTENIbHON KNeTKe

HecmoTpst Ha HECOMHEHHYIO Ba)KHOCTh aCKOPOMHOBOM KHCIIO-
TBI JUIS1 )KU3HU PACTEHHH U 3/10POBBsI UEIIOBEKA, €€ OMOCHHTE3
B PACTHUTEIILHOM KIIETKE OKOHYATEIILHO OBII ONHMCAH JIMIIb B
2007 . Ha mpuMepe MofeNIbHOTO pactenus Arabidopsis tha-
liana (Linster et al., 2007). B oTimmame oT >KUBOTHBIX, KOTOPBIC
CHHTE3UPYIOT L-acKOpOMHOBYIO KHUCIIOTY U3 TIIIOKYPOHOBOH,
B PaCTUTEJIBHOM KIIETKE CYLECTBYET 110 MEHbLIEH Mepe ue-
TBIPE AJIBTEPHATUBHBIX My TH €€ OMOCHHTE3a: L-ranakTo3HbIiH,
L-ryno3Hslii, ralakTypOHOBBIM U MHO-MHO3UTOJIOBBII ITyTH
(cm. pucynok) (Li et al., 2010; Yang et al., 2011).

L-ranakTo3HbI NyTb

Ha ceronnsmuuii neHp L-ranakTo3Hblid IyTh, WIK NYTh
CwmupaoBa—Yunepa (Wheeler et al., 1998), cautaercst ocHOB-
HBIM crocobom OnocuHTe3a L-ackopOMHOBOW KHCIOTHI y
pacTeHUIl M BKIIOYAET ACCATH MOCIEI0BATEIBHBIX CTAIUH.
HauanpHBIM CcyOCTpaTOM CITy’KHT MOJIEKYJTa TITFOKO3BL. [1pn
9TOM IEpBbIE BOCEMb CTAIANH HY>KHBI JJIsl TOTO, YTOOBI IIpe-
oOpasoBars D-mimroko3y B L-ranaxro3y, KOTopas oTin4yaercs
0T D-TIT10K03BI TOJIBKO MPOCTPAHCTBEHHBIM PACTIONOKECHUEM
BOZIOPOJIHOM M THAPOKCHIBHOW TPYIIT y YETBEPTOTO aroMa
yrinepoaa (Linster et al., 2007).

BaxapiMu MeTabomuTaMu JaHHOTO Iy TH sBisttoTcst [ D-
D-manno3za u II®-L-ranakro3a. x B3aumorpeBpallieHme
koHTponupyercst pepmenrom [JID-D-manH030-3'S"-311Mme-
pazoii (GME). CTouT OTMETHTB, YTO OCHOBHAS 4acTh TPO-
JIYKTOB 9TOH peaKkIy pacXoayeTcsi Ha PEaKIMK IIEPBUYHOTO
MeTabonu3Ma, a UMEHHO Ha OMOCHHTE3 IOJIMCaXapua0B
knerouHoi cteHKH (Roberts, 1971; Baydoun, Fry, 1988), xo-
TOPBIA MAKCHMAJILHO aKTHBEH B PACTYILMX OpraHax v TKaHsX.
W3 storo cienyer, 4To HaYaJbHbIE ATAlbl META00INYECKOTO
IIyTH B OCHOBHOM 3aJI€{ICTBOBAHbBI BO BPEMs pOCTa Opra-
HOB (JIMCTBEB, IUIONOB U T.11.). B yxke cpopMupoBaBIIAXCS
(3pernbIX) opraHax MPOUCXOIUT MEPEKITIOUEHNE Ha PEAKITUU
BTOPUYHOTO MeTa00NIM3Ma, U OCYIIECTBISAETCS JalbHEHIIee
npespaienne [JIO-L-ranakTo3sl B ackoOpOMHOBYIO KUCIIOTY.
[To3TOMy TUMHUTHPYIOLTIM ITAIIOM Ha JAHHOM MeTabonnde-
CKOM MyTH CHHTe3a BUTaMHuHa C CUMTAETCS MOCIEAYIOmast
peakuus, KoTopasi IPUBOAUT HEMOCPEICTBEHHO K CHHTE3Y
L-ackopOnHOBOW KUCIOTHI M Koaupyercs: pepmentom I /1D-
L-ramakrozodochopunazoif (VTC2) (cMm. pucyHok). IMeHHO
pabora VTC2 umMeer kitoueBoe 3HaYECHHUE JJIs1 00pa3oBaHus
BuTamuHa C, akTHBHOCTb KOTOPOTO, B CBOIO O4€PEb, 3aBUCUT
OT HAUIMYHS y KJIETKH MOTPEOHOCTH B CHHTE3€ ITOJINCaXaprIoB
kierouHoi crenku (Bulley et al., 2012; Wang et al., 2014).

L-rynosHbin nyTb

Ha npumepe apabuorncuca ObUIO ITOKa3aHO, YTO OAWH M3
(depmenToB Bbineonucanuoro nytu — [JId-D-manHo30-
3'5'-smmmepaza — momMuMo 3',5'-m30MepazHOi aKTHBHOCTH,
npesparnatoinei ['JId-D-manno3y B [ J1MO-L-ranakrosy, Takxe
MOXeT 00JiaZiaTh TOJNBKO 5'-W30Mepa3HOil aKTHBHOCTHIO M
KaTaJau3upoBaTh peakuuio npespaieHus [JId-D-maHHO3bI
B ['I®-L-ryno3y (Wolucka, Van Montagu, 2003). danee
Ob110 TIpeAnonokeHo, uro ['JId-L-ryno3a B xoze mociaenyro-
miero npespaiieHus B L-ryno3o-1-docdar, L-rymosy u L-ry-
JIOHO-1,4-1akTOH MOXET OBITH TaK)Ke NpeBpaiieHa B L-ac-
KOPOMHOBYIO KHUCIIOTY (CM. pUCYHOK). OTHaKO COOTBETCTBYIO-
Mye KaTaIuTHIecKne (PepMEHTHI L-TyI03HOTO Iy TH CHHTE3a
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L-ranakTo3Hblii NyTb
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Jerngpoackop6rHoBas Kncnora

IMyTn 6ruocnHTe3a L-ackopbUHOBO KNCIOTbI B KNeTKax pacteHuid, no (Li et al., 2010; Suekawa et al., 2017), c moandukaymamm.

ButamuHa C y pacTeHHi elie He HalieHbI, 32 UCKITIOUeHHEM
L-rynono-1,4-nmakToHOKCHAa3bl apadbunoncuca (Maruta et
al., 2010). MuTepecHo, uTo cBepxdKcnpeccust I-rymono-1,4-
JaKkToOHOKcuAa3bl Kpeickl (ALO) moBbImana cogepkaHue
L-ackopOuHOBOI1 KHCTIOTH B Tabake u canare (Jain, Nessler,
2000). Y myranTtHoro 1o reny V'7C pacrenus apabuorncuca,
Xapakrepusylolerocs: tupuuurom Buramuna C, cBepXaKc-
npeccusi KpeIcuHOTo ALO TipuBeTa K IMOJTHOMY BOCCTAHOB-
JeHnto cozepxanusi L-ackopOunosoii kucnots! (Radzio et
al., 2003). U3 artoro cnenyer BbIBOA, YTO L-Tyia03HbII MyTh
MOKHO pPaccMaTpHBaTh KaK OJMH U3 AJIbTEPHATUBHBIX ITyTei
O6uocunTesa L-ackopOMHOBOI KHCIOTHI B PACTCHHSX.

Muo-1HO3MTONOBbII NYTb

Mm0-MHO3UTOI ITPE/ICTABISET COOO0H YIIICBOAHBII META0OIHT,
CHHTE3UPYEMblil OOJIBIIMHCTBOM KJIETOK M HEOOXOAUMBIIA JJIsT
HOpPMAaJIbHOTO POCTa M Pa3BUTHA pacTeHuil. B dopme pas-
JMYHBIX MHO3UTON(OCDATOB N PochaTHANINHOZUTOIOBIX
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JIMITUI0B MHO-MHO3UTOJI IPUHUMAET y4acTHE B TPAHCAYKIIUU
BHYTPHUKJIETOYHBIX CHTHAJIBHBIX KackanoB (Michell, 2007).

MmuO-MHO3UTONIOBEIN MyTh OnocuHTe3a L-ackopOnHOBOH
KHCJIOTBI B PACTEHUSIX COCTOUT U3 YEThIPEX (pepMEHTATHBHBIX
cTanuii (CM. pECYHOK). MHO-HHO3HUTO OKUCIISETCS MHO-HHO-
3UTOJIOKCUTCHA301 /10 D-IITIOKypOHOBOM KHCIIOTBI, KOTOpast
3aTeM IpH KaTaik3e NIIOKYPOHATPelyKTa30i npeBpaliaeTcs B
L-rynmoHOBYIO KHCITOTY, KOTOpasi IO BO3AEHCTBHEM (pepMeHTa
aJbJIOHOJIAKTOHA3KI ITpeodpasyercs B L-rynono-1,4-1akroH.
[Tocnenneit peakuuei siBisgeTcs npeBpaiieHue L-rynoHo-
1,4-naxToHa B MOJeKyny L-ackopOWMHOBOW KHCIOTHI MOJ
BO3/IeHiCTBHEM (hepMeHTa L-TyI0HOIaKTOHICTHAPOTEHA3HI
(Lorence et al., 2004).

KiroueBbIM (hepMEHTOM JaHHOTO ITyTH CIUTACTCSI MHO-HHO-
sutonokcurenasza (MIOX). Tak, Ha nmpumepe apadbuioncuca
ObUIO IpezcTaBleHo, 4To cBepxakcnpeccuss MIOX npuso-
JIT K IBYKPaTHOMY YBEIIMUCHUIO coziepKaHust BuTamuHa C
B nBetkax u gucthax (Lorence et al., 2004). OcranbHble
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(hepMeHTBI, OCYIIECTBISIIOIIUE TOCIIENYIOINE PEAKIUU Y
pacTeHHi, K HACTOAIIEMY BPEMEHH HE OTPEICIICHBI.

D-ranaktypoHoOBbIl NyTb

B magane 1960-x rr. 65UT0 TIOKA3aHO, YTO METHUIOBBINA IPUP
rajJakTypOHOBON KHCIIOTBI MOXKET IMpeBpamarscs B L-ac-
KOpPOMHOBYIO KHCIIOTY. BriepBble Haju4yue JaHHOTO MeTado-
JMYECKOTO MyTH OBIJIO TOKAa3aHO C IIOMOIIBIO PAIHOMETPH-
YeCcKOro MeTojIa Ha mpuMepe npocreiiiero Euglena gracilis
(Shigeoka et al., 1979). B ciy4ae pacTeHuii 3K30r€HHOE
Jo0aBIeHNE METHIIOBOTO Adupa D-ranmakTypoHOBOI KHCIOTHI
MPUBOAMIO K yBeIWYeHUIO conepxanust AK B pa3nmanbIx
TKaHsX ¥ KIIETOUHOM Kynbrype apadbuznorncuca (Loewus, Kelly,
1961; Davey et al., 1999), uTo yka3pIBaeT Ha HAIMYHE Y HAX
JTAaHHOTO ITyTH CHHTE3a ACKOPOMHOBOM KHCIIOTHI.

Crour OTMCTHUTH, YTO HadYaJIbHBIMH Cy6CTpaTaMI/I JJIs1
D-ramakTypoHOBOTO MyTH CIyXKaT MPOAYKTHl pa3pyIIeHUs
MO Caxapyu/I0B KJIETOYHON CTeHKH. D-rajmakTypoHoBast KHuc-
JIOTAa SABJISICTCS HCO6XO}11/IMI)IM OJIEMCHTOM OAHOBPEMCHHO JJI
JIBYX OMOXMMHYECKHUX MPOIECCOB: CHHTE3a MEKTHHOB — KOM-
MTOHEHTA KIICTOUYHOU CTeHKH, u OnocuHTe3a AK. Cunraercs,
YTO OTOT IYTh COCTOUT U3 HECKOJIBKUX KITHOUCBbIX (bepMeHTa—
TUBHBIX CTAIUH, KOTOPBIE 3aKIFOYAIOTCS B BOCCTAHOBICHUN
D-ranakTypoHOBOW KHCJIOTHI TIaKTypOHATPEAyKTa301 10
L-ranakToHOBO# KHCIOTHI WM L-rajgakToHo-1,4-1aKToHA C
MOCHIeNyIomuM obpazoBaHueM L-acKopOWHOBOW KHUCIOTHI
(cM. pucyHOK). Baxxnast posb JaHHOTO METaOOJINIECKOTO
MYTH [OKa3aHa JUIsl TUI0JIOB TaKMX PacTeHMH, KaK KIyOHHKa
(Agius etal., 2003), Burorpan (Cruz-Rus et al., 2010), anemns-
cuH (Xu et al., 2013), s6moxo (Mellidou et al., 2012). ITo-
CKOJIbKY D-ranakTypOHOBBIH IIyTh 3HAYUTEIBHO KOPOUE, YEM
L-ranakTo3HBIH, CYUTAIOIINIICS OCHOBHBIM ITyTeM OMOCHHTE3a
AK y GonbpIIMHCTBA M3YYEHHBIX PACTEHHH, NMPEATOaraor,
YTO OH MOXET OBITh JONOJIHUTCIIBHBIM ITYTEM B IIJIOAAX IPH
Bo3zeiicTeun cTpecca (Cruz-Rus et al., 2011).

Peuunpkynauyuna AK (ackop6aT-rnyTaTMoHOBbIN LINKI)
CoBpeMeHHBIH MacCHB JaHHBIX, HAKOIUIEHHBIN B X07I€ U3y4e-
HUst MeTaboin3Ma AK B pacTUTENBHBIX TKaHSX, TOKA3bIBACT,
YTO YPOBHH €€ KOHEYHOI'O COJEpIKaHHs 3aBUCAT HE TOJBKO
OT OMOCHHTE3a, HO TAaKXK€ OT OKHCIICHHS U MOCIEAYIOIEeH
pemmpkyisiun (Li et al., 2013).

OOpa3oBaBLIAsCSl B XO/JI€ OJJHOTO M3 YETHIPEX BBIIICOIH-
CaHHBIX NUKJIOB OnocmHTEe3a L-ackopOmMHOBas KHCIOTa B
PacTUTEIHHON KJICTKE BHICTYIIAET B KaUeCTBE AaHTHOKCH/IAHTA,
3alIMIIas e¢ OT OKUCIUTEIbHOTO cTpecca (Akram et al., 2017).
IIpu 5TOoM 00pa3yroTcst OKUCIEHHBIE (HOPMBI (MOHOIETHIPO-
ACKOpOMHOBAsI M JIETHIPOACKOPOMHOBAsT KUCIIOTHI). B xone
PELUPKYISIIIUK OKUCJICHHBIC (hOPMBI BOCCTAHABIMBAKOTCS
00paTHO 10 aCKOPOMHOBOM KHCIOTHI MPHU TOMOIIN IBYX
penykras: MoHozaeruapoackopbarpeaykrazsl (MDHAR) u
neruapoackopbarpenykrassl (DHAR). [lanHblid nukin u3-
BECTEH KaK acKOpOaT-TIIyTaTHOHOBBIA MUK (CM. PUCYHOK).
Buonornueckas GpyHKIHS ero cymecTBoBaHuUs 00ycCloBIeHa
HAJIMYHEM B KJIETKE aKTUBHBIX (POPM KHCIOPOIA, C OTHOU
CTOPOHBI, U AaHTUOKCHJIATUBHBIM CBOMcTBOM AK, ¢ npyroil.

[IepBBIM 3TANOM 3TOTO IyTH SBISETCS AETOKCHKAIMS aK-
TUBHBIX (OPM KHCIIOpOJa C IIOMOIIBIO acKOpOaTIepoOKCH-
nasel (APX) mmm ackopbaroxcunassl (AO). B pesynbrare
o0pazyercst MOHOJICTUAPOACKOPONHOBAsT KUCIIOTA, KOTOpast
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BOoCCcTaHaBiIuBaeTcsi 00paTHo 10 AK MOHOmeruapoackop-
GarpemykTa3oi, MO0 AETHAPOACKOPOMHOBAS KUCIOTA, KO-
TOpasi BOCCTaHABIMBACTCS IETUAPOACKOPOATPETyKTa30M .

Takum obpa3om, koHeuHoe conepkanne AK B opranax u
TKaHSAX PACTCHHWH 3aBUCHT Kak OT ee OMOCHHTe3a, TaKk M OT
mporecca PeuruPKYIISIHIH.

Ocob6eHHOCTN BoCUHTE3a U HaKoM1IeHNA
ACKOPOMHOBOI KNUCIOTbI B M1ogax

L-ackopOMHOBasl KUCIIOTA BBIIOJIHIET MHOXKECTBO Pa3HO-
00pa3HBIX (PYyHKIIUH B KU3HH PACTUTEIHHOTO OPTaHMU3MA.
IIporeccrl ee OMOCHHTE3a 3ayCKAIOTCSI B OTBET Ha Pa3HO-
00pa3Hble SHIOTCHHBIE M IK30T€HHbIC BO3JIEHCTBHS U MPO-
MCXOMAT MPAKTHUECKN BO BCEX TKAHIX M OpTaHaX PacTECHHM.
[ToaToMy HEYTUBUTETHHO HATHMUUEC KAK MUHHUMYM YCTHIPEX
MyTel CHHTE3a aCKOPOMHOBOM KHCIIOTHI, NEPEKIIOYCHHE
MEXy KOTOPBIMHU ITPOUCXOIUT B 3aBUCHMOCTH OT KOHKPET-
HBIX IOTPEOHOCTEH M YCIIOBHIA BHYTPH KIIETKU. OIHAKO LIS
YyeJoBeKa Hanboliee MHTEPECeH MEXaHU3M HaKOIIJICHUs BHU-
TamuHa C IMEHHO B CHhEJOOHBIX JaCTSIX PACTEHHUH, TOITOMY
HEOOXOIMMO YETKO TOHUMATh, KAKOW U3 METa0OINIECKUX ITy-
Telt cunte3a AK nmeer nepBoouepeiHOe 3HAUCHHE B IIOaX
pa3MYHbIX BUJOB pacTeHuil. HecMoTpst Ha nHTEepec, KOTOpBIi
MIPEACTABISICT TaHHAS TeMa, KOJTHYCCTBO UCCIICAOBAHHM, IT0-
CBSILLIEHHBIX 0COOCHHOCTSIM HakoIuieHnsi ButamuHa C B 1110~
JlaX pacTeHM, OrpaHMUYeHO. B HacTos1ee BpeMst TOCTaTOYHO
oAPOoOHO PACCMOTPEHBI ITyTH CHHTE3a M aKKYMYIUPOBAHUS
BuTamuHa C B IJIOAAX Ha IpUMepe HEKOTOPBIX CeTbCKOXO035Til-
CTBEHHBIX KYJBTYp, TAKHX KaK KIyOHHKa, TOMAT, BUHOTPAJI,
KHBH, 5I0JI0K0, TpyIla, dyepenrns, nurpyc (Agius et al., 2003;
Hancock et al., 2007; Bulley et al., 2009; Cruz-Rus et al.,
2010; Di Matteo et al., 2010; Li et al., 2010; Walker et al.,
2010; Badejo et al., 2012; Alods et al., 2014).

Kak npasuino, Hakoruienne AK npoucxoaur nocTeneHHo,
10 Mepe YBETMUSHHS MacChl pacTyero mioaa. Hanbomnee Ob1-
CTPO ATOT Mpouecc ocyuecTsisiercs B nepuon 75—-100 nuei
nocie anTe3uca. Takoi narrepH akkymyssinun AK moxasas,
Hanpumep, y Tomara (loannidi et al., 2009). B To e Bpems
B ozax kusH (Bulley et al., 2009) u uepHOi cMOPOTUHEI
(Hancock et al., 2007) AK ObicTpee Bcero HakariMiBaeTCs Ha
PaHHUX CTaNSAX Pa3BUTHUS IUIOJOB, KOT/Ia OMOCHHTETHYECKAs
aKTUBHOCTH KJIETOK MakcuMaibHas (Li et al., 2011).

Jlis HEKOTOPBIX KYJBTYp CYIIECTBEHHYIO POJIb UI'PaeT
ocHOBHOM (L-ramaxro3nsiii) myTs. Tak, mcciaemoBaHne co-
nepxanns ButamuHa C B IDI0AaX YepHOI cMOpoauHsI (Ribes
nigrum) TOKa3ajlo BapuadeIbHOCTh JAaHHOTO NPU3HAKa B
3aBHCHMOCTH KaK OT KJIMMaTHIECKUX YCIOBHMU, TaK M OT Te-
Hotuna. [Ipu 3Tom Tonbko asist oqHoro rena I JId-D-manH030-
3'5'-anumepasbl HaOMIOaNaCh KOPPENAIUs IKCIPECCUH C
HakormieHuem Butamuaa C (Walker et al., 2010).

B nmonax kuBw (Actinidia deliciosa, copt Qinmei) nzme-
peHue HakorieHus: BuTaMuHa C 10Ka3ano MakCUMallbHOe
ero coxepxanne Ha 30-i JeHb mocie aHTe3nca U MOCTENeH-
HOE yMEHBIIEHUE cojepxkanusd Kk 60-My AHIO. AHaIU3 HKC-
MPECCUU KIIIOYEBBIX T'€HOB I10Ka3aj CXOJHbIE MATTEPHbI
JUTsT OOJIBITITHCTBA MCCIIETyeMbIX TeHOB, 38 MCKIIOYCHHEM
reHoB L-ramaktoHo-1,4-makronaeruaporeHassl (GalLDH)
u L-ramakro3zo-1-dochardocdarassr (GPP/VTC4). C na-
xorrerneM AK xoppenupoaina toibko skcrpeccust GPP (Li
etal., 2010).
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Just ionoB Tomara (Solanum lycopersicum), B KOTOPBIX
conepxanne ButamuHa C cocraBisger no 35 mr Ha 100 T,
TaKke ObUIO BBISBJICHO BaKHOE 3HaueHHe (hepMeHTOB D-ra-
JIAKTYpPOHOBOTO MyTH. [IpH ATOM 1MOKa3aHo, 4TO YBEIUUCHHE
coznepxanust AK 1o Mepe co3peBaHus IUIOOB TOMAaTa copTa
Micro-Tom HaxoauTcsi B 00paTHOW 3aBHCHMOCTH OT JKC-
npeccuu reHoB ocHoBHOTO (L-ranakrosnoro) mytu (Badejo
et al., 2012). ObpaboTka pacteHmit Tomata L-ramakTo3oii u
D-ranakToypoHaToM NpUBOAMIIA K IOBBILIICHUIO COAEpIKa-
Hust BUTaMuHa C B CO3PEBIIMX UIOAX, YTO HE JIOCTUTAIOCH
npu o0paboTtke L-rymono-1,4-1akTOHOM, 00pa3yromuMcs
B L-ry/03HOM M MHO-WHO3UTOJIIOBOM MYTSX (CM. PUCYHOK)
(Badejo et al., 2012). M3 31010 MOXHO C/I€71aTh BBIBOI, YTO [IPU
CO3pEeBaHNH IUTOJ0B ToMaTta cuHTe3 AK MokeT HauMHAThCS C
iyt CMUpHOBa— Yuiiepa ¢ IOCIIeIyIOLIUM MePEKIII0UeHHEM
Ha D-ranakTypoHOBBI Ty Th, PepMEHTHI KOTOPOTO PabOTAIOT
YK€ Ha CTaJiH IMOJHOTO CO3peBaHus IuonoB. HapaboTka
D-ranakTypoHOBOW KHCIIOTHI 0OECIIeYHBaETCs 3a CUET pac-
IICTIJICHUS] TEKTHHA KJIETOYHOW CTEHKH, MOITOMY MOXKHO
CUUTATh, YTO MyTh AKTUBHPYETCS BO BpEMs IIpoliecca pas-
Mmsirdenust mwiozoB Tomara (Badejo et al., 2012). Panee Taxoke
OBIJIO TMOKa3aHO, YTO B MHTporpeccuBHol nuaun IL 12-4
(S. pennelliin S. lycopersicum), OTTUYABIICHCS OT POTUTEIH-
CKOM JIMHNY Ky/1a OONBIINM coiepskanueM Butamuua C, o4eHb
BBICOKA DKCIIPECCHSI T€HOB MEKTUHACTEPa3 U MOJIUTAIAKTY-
poHa3, (GPYHKIHS KOTOPBIX 3aKIFOYAETCS B Pa3pyIICHUH TIEK-
THUHOB. JTO €llIe pa3 CBUETEIbCTBYET O HENOCPEACTBEHHOM
yuacTu D-ranakTypOoHOBOTO IyTH B MPOIIECCE HAKOTUICHHUS
ButamuHa C B miogax Tomara (Di Matteo et al., 2010).

ACKOpOMHOBAsI KUCIIOTA SIBJISIETCSl KpaiHe [EHHbIM Me-
TabosnuToM 110108 BuHOTrpana (Vitis vinifera), mOCKONbKY
CIIy’)KUT cyOCTpaToM Aiist chHTe3a BUHHOM kucioThl (Cholet et
al., 2016). Tak e KaK ¥ B IU10Jax KIyOHUKHU ¥ TOMaTa, Coziep-
xanne AK pacter 1o Mmepe co3peBaHHs BAHOTPajia, TOCTUTast
MaKCHMyMa B MIOJTHOCTBIO CHETBIX SroiaX. AHaIN3 KCIpec-
CHM TE€HOB, KOHTPOJIMPYIOLIUX Pa3IM4YHbIe IIyTH OnOCHHTe-
3a AK B miiomax BUHOTpaa, BHISIBIII CHIIBHYIO KOPPEJISIIIUAIO
TpaHCKpUNIuu rera D-ramakryponarpenykrassl (GalUR) ¢
KoJImuecTBeHHbIM cofeprkanrem Butamuna C (Cruz-Rus et al.,
2010). Takum o6pa3zom, D-rasakTypoHOBBIN MyTh ObLT IpeI-
JIOKEH B Ka4€CTBE OCHOBHOTO ITyTH OnocuHTe3a BuTamMuHa C
BO BpeMsl pOocTa U co3peBaHus 110,108 BuHOrpasaa (Cruz-Rus
etal., 2010).

W3BecTHO, 4TO criernbIe TToAbl KiryOHukH (Fragaria sp.) 60-
ratel BuTaMuHOM C 1 copepikar B cpegaeM 60 mr AKHa 100 T
cBexelt Tkauu (Agius et al., 2003). CyiecTBeHHOE 3HAUCHHE
Ju1s HakorieHust AK nmeer takke D-ranakTypoHOBBIN Iy Th.
Dkcrnpeccus oHoro u3 hepmenToB anHoro myti — NADPH-
3aBUCHMOIi D-ranakTypoHarpeayKTasbl, B INIOAaX KIIyOHUKH
YBEIMYHMBACTCS IIPONOPLIHOHAIIBHO HAKOTIIICHUIO B HUX BUTA-
muHa C. CBepxakcnpeccusi reHa Gal UR KiryOHUKH B JTUCTHIX
apabuorncuca npuBena K JByKpaTHOMY YBEIHYCHHUIO COJlep-
JKaHUSI B HUX BUTaMuHA C, 9TO CBUAETEILCTBYET O BasKHOM
POJIM IMEHHO 3TOr0 (hepMEeHTa B OMOCHHTE3€ aCKOPOMHOBOM
kucnotsl (Agius et al., 2003).

Hano ormetnTs, 4To KOHEUHOE conepskanne Butamuna C B
TUIO/IaX 3aBUCUT HE TOJIBKO OT cKopocTH brnocunTe3a AK, Ho 1
OT HaJIMY U TIPOIIECCOB €€ PEIUPKYIISIIUHY (CM. pUCYHOK). Tak,
Ha IIpuMepe KITyOHUKH OBIII0 TIOKa3aHO, YTO HKCIIPECCHS F'eHa
ackopOar-riyTatnoHoBoro 1ukia MDHAR MOI0XKUTEIEHO
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KOppeNupyeT ¢ HakoryieHneM ButaMuHa C B pacTylIUX TUI0ax
(Cruz-Rus et al., 2011).

B mnonax wepemnn (Prunus avium, copt Hongdeng) na-
Oroanocs MakcuMasbHoe coaepxkanue AK B mepuos oopa-
30BaHUS 3aBSA3M U MOCTENIEHHOE CHU)KEHHE BO BPEMS CO-
3peBaHMs TUI0/1a, HO C HEOONBIINM yBEIHYCHUEM B 3PEIIOM
iozne (Liang et al., 2017). Tem ne menee AK nponosmxana
HAKaIUIMBAThCA 110 MEPE YBEIUUCHHUS BECa CBEKHX IUIOAOB.
Onucansl nonHopasmepHsle KIHK necsatu reHos, yuacTByro-
mmx B L-ranmakro3noM mytu Ouocuntesa AK, u necsitv reHoB,
ydacTByomux B penupkymsiunn AK. YpoBHE skcmpeccnn
renoB ' JI®-L-ramakrozodpochopunass (GGP2), L-ranakro-
Ho-1,4-naktonaeruaporenassl (GalLDH), ackopbarnepokcu-
nma3el (APX3), ackopbarokcunassl (AO2), mIyTaTHOHPETYK-
ta3el (GR1) n nernppoackopOarpenykrassl (DHARI1) kop-
PEIMPOBAIIN C KOJIMYECTBEHHBIM coziepykanneM BuTamuna C
BO BpeMsI Pa3BUTHS IJI0/1A, YTO YKA3bIBAET HA TO, YTO paboTa
BCEX 3THX F€HOB OMOCHHTE3a, Aerpajalliil U PeIHUPKYIISIUT
ACKOPOMHOBOI KMCIIOTHI COBMECTHO PETyJINPYyeT HAKOIJICHUE
AK B mromax wepenrau (Liang et al., 2017).

B mnonax rpyum (Pyrus pyrifolia, copt Aikansui) neraib-
HO HMCCJIE/IOBAJIMCh aKTUBHOCTU (DEPMEHTOB, YUaCTBYIOLIHX
B cuHTe3e depe3 myTb CMHpHOBa—Yuiepa U B Ipolecce
permpkyssinuy BuTaMuHa C B pasiUYHBIX TKaHAX IUI0JA
(Huang et al., 2013). Pe3ynbrarbl 0HOXMMHUYECKOTO aHAIM3a
noka3zaiu, 4yTo cogepxanue AK yBennunpanoch o Mepe pas-
BUTHS IIJI0/IOB M TOCTUIIIO MakcuMyMma yepe3 30 jHel mocie
aHTEe3HCa, 3aTeM YMEHbIIAJIOCh U MOIEPIKUBAIOCH Ha OTHOM
ypoBHe. Hambomnpmmras kormenTpanust AK oOHapyxeHa B
KOXYpE, YTO SIBISETCS CIIEJICTBHEM BBICOKOH aKTHBHOCTH
GalDH u GalLDH, ¢ oxnoii ctoponst, 1 DHAR u MDHAR,
pabotaronux B mukie peuupkymsimn AK, ¢ apyroit. Dx30-
TeHHOE BBEJICHHME NpenecTBeHHIKOB cuHTe3a AK mpoze-
MOHCTPHPOBAJIO, YTO KOXKypa obJiaiaet 0ojiee CHIIbHOM cHo-
coOHOCTBIO OMocHHTe3a depe3 myTh CMupHOBa— Yuiepa u
D-ranaxTypOHOBBIH ITyTh, TOTAA KaK MSKOTh M CEpIIeBHHA
uMenn 0oJiee HU3KYIO CIIOCOOHOCTh CHHTE3HPOBATh aCKOP-
6mroBYyI0 Kucnoty (Huang et al., 2013).

Brino mokasano, uro B mionax somonu (Malus domesti-
ca) AK MoxeT cuHTe3upoBaThcs Mo L-ramakTo3HOMy MyTH
(Li et al., 2008). [Ipm mampHEHIINX HCCIETOBAHUIX JIH-
HaMUK{ HakoIuleHHWs BuTamMuHa C B IpoIEcce CO3peBaHUS
wioaoB y copra Gala HaliIeHO, YTO YPOBHU TPAHCKPHUIILIUH
reHoB [JI®-L-ramakro3odochopunazpr, [JID-manHO301IH-
podocdopmazel, D-ranakTypoHaTpeyKTa3bl U peryinupy-
€MOH Ha MOCTTPAaHCKPUIILIMOHHOM YpOBHE L-ramakroHo-
1,4-makTOHAETHAPOTEHA3El HE KOPPEIMPOBAIN C HAKOILIE-
HueM ButamuHa C. B To jxe Bpems MaTTepHbI SKCIPECCUU
L-ranakro3operuaporenassl, L-ramakro3o-1-dpocdardoc-
tatazsl u [JID-D-manH030-3'5"-3mMepasbl B 11eI0M OBLTH
cxonHbI ¢ marrepHoM Hakorienust AK. MurepecHo, 4ro sxc-
MPeCccHsi U aKTUBHOCTh T€HOB MOHOJIETHIpoackopOarpeaykK-
Ta3bl M JeTHIpoacKopOarpenykrassl, pazpymatonmx AK B
IUI0JIaxX, He KoppenupoBany ¢ HakorienueM AK B mpomecce
pasBurust wionos (Li et al., 2011).

Takxe ObUI ITPOBEJEH MOUCK JIOKYCOB KOJIMYIECTBEHHBIX
MIPU3HAKOB, OTBEUYAOIIHX 32 HaKOIUIeHHEe BuTaMuua C B 1110~
nax M. domestica (Mellidou et al., 2012). Boisiiiena rpymma
cuemienns, Bkiarodaromnias reusl GGP u DHAR. OcoOblii nH-
Tepec MPECTABISIOT TPH NapanorndHbeix reia GGP, Bce oHU
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Haxozasatcsa BHYyTpu AK-QTL knacrepa. beuna Haiinena acco-
IUALIST MEXK Ty HEKOTOPBIMH aJIIIEIbHBIMHU BApHAHTAMU I'eHa
GGP 1 noBbIIIEHHBIM cofiepakanreM ButamuHa C. CpaBHEHHE
narTepHoB dKcipeccun rena GGP y 0o0pa3noB, Xapakrepu-
3YIOIIMXCS BEICOKMM M HU3KHM cojiepskaHneM ButamuHa C,
yKa3bIBaeT Ha KI04eBYI0 posib GGP B HaKoIUICHWH BUTA-
muHa C. Ha ocHoBe HaiineHHbIXx SNP co3manbl MOJeKysip-
HBIE MapKePBbI, KOTOPbIE MOTYT OBbITh HCHONB30BAHBI TS TIO-
Jy4EHHs HOBBIX COPTOB C IOBBIIICHHBIM CO/ICPKAHUEM BH-
tamuna C B moaax sionok (Mellidou et al., 2012). beuia
MoKa3aHa Takxke cBs3b Mexny DHAR n QTL, accorumpo-
BaHHBIM C YCTOHYUBOCTRIO K MoTeMHeHuIo ronoB (Mellidou
etal., 2012).

W3BecTHO, YTO IUTPYCOBBIE SIBISIFOTCS BAaXKHBIM HCTOU-
HUKOM BuTamMuHa C. BpIIM M3y4YeHBI MATTEPHBI SKCIIPECCUH
13 reroB merabonu3ma ButamuHa C (Kak CUHTE3a, TaK U Jie-
rpajialiiil ¥ PELUPKYISIINHT) B IUI0/AX ABYX BUJIOB arlelIbCHHA
(Citrus sinensis) n Maunapuna (C. unshiu). JIns ananmusupy-
€MBIX LIMTPYCOBBIX OCHOBHBIM ITyTe€M CHHTe3a BUTamuHa C
okazaincsi L-ramakto3nsrii myTh. [Ipu sTom HakommeHne AK
MaKCUMAJIBHO B KOXKYPE M MSKOTH, YTO KOPPEIHUPYET C IPo-
(buIsIMHU SKCIIPECCUH I'eHOB L-ranakTo3HOro Iy TH, B TO BpeMst
KaK MHO-WHO3HUTOJIOBEIN Ty Th TipeodnamaeT mpu cuaTe3e AK
B KOXKype HE3peJIbIX IIOA0B. B KadecTBe KIIIOYEBBIX TCHOB,
KoHTponupytomux cuare3 AK B Msakoty, npeanoxensl GGP
n GPP. B koxXype mOMHMO HUX BayKHA TaKkKe paboTa TeHOB
GMP n muo-unozuronokcurenassl MIOX (Alos et al., 2014).
OTHOCUTeNbHAs! SKCIPEcCus TeHOB penupkyssiuu MDHAR
n DHAR xoppenupoBana ¢ HakomieaneM AK mo mepe co-
3peBaHMs IJI0/1a, ¥ COPTa C IIOBBIIICHHBIM coziepkanneM AK
XapaKTEepU30BaJIUCh MOBBIIIEHHON 3KCIpecCUuen JaHHbIX
reHoB (Alos et al., 2014).

Takum 00pazom, Ha CETOAHSANIHUN JEHb HENb3ST OJHO-
3HAYHO CKa3aTh, YTO KAKOH-TO W3 YETHIPEX M3BECTHBIX ITy-
Teit bmocuaTe3a AK sBIsseTcs mpeoOagaronuM B TUTOIaX
pacrenuii. Tak, Hanpumep, B togax nepcuka (Imai et al.,
2009) u xuBH (Bulley et al., 2009) npe1OMUHAHTHBIM SIBJIsI-
ercsa L-rajgakTo3HbIi MMyTh, TOTAA KaK B IUIOJAX BUHOTPaja
(Cruz-Rus et al., 2010) u xkmyonuku (Agius et al., 2003), mo
BCEH BUJUMOCTH, OCHOBHBIM SIBJIsIeTCs D-rajakTypOoHOBBII
yTh. B TO ke BpeMsl y psjJia pacTeHUil, HaIpUMep LUTPYyCO-
BBIX WJIM TOMAara, 110 Mepe CO3pPEBaHMs ILUIOJIOB MTPOUCXOAUT
cMeHa JoMuHupyommx nyrei (Badejo etal., 2012; Alos et al.,
2014).

KnioueBble reHbl 1 pepMeHTbl,
onpepensowme 6MOCMHTE3 1 HaKOMIeHne
L-ackop6UHOBOIA KUC/IOTbI B ArOAaAX,
oBoLax n GppyKrax

DepmeHTbI L-ranaktosHoro nytu

[I®-manno3o0pocdopuaaza (GMP, VTC1) (EC 2.7.7.22)
obnanaer MaHHO30- 1 -hocdar-ryanunrpancdepasHoil akTuB-
HOCTEIO0. BIiepBhIe reH, KoIupyIOHiA TOT PEepMEHT, ObLI Je-
TEKTUPOBAH M KJIIOHUPOBAH M3 MyTaHTHOI'O pacTeHUs apadu-
JIOTICHCA, XapaKTePH3YIOIIErocsl TOHMKEHHBIM COJIePIKaHH-
em ackopOuHOoBO# kucnotsl (Conklin et al., 1999). B nans-
Hel1eM ObLIO IIOKa3aHo, YTO Y TOMara MHruOupoBanue dep-
menta GMP ymenbiiaer conepxxanne AK B mionax (Keller

etal., 1999).
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B 6a3e manubix NCBI nipeicTaBiieHsI oce10BaTe/IbHOCTH
rera VTCI apabunonicuca (4. thaliana), Tomara (S. lycoper-
sicum), pettsl (Brassica rapa), KamycTbl OrOpoHoH (Brassica
oleracea), kaprodeins (Solanum tuberosum), nanaitu (Carica
papaya), aepertan (P. avium), puca (Oryza sativa), Tabaka
(Nicotiana tabacum), 3u3udyca (Ziziphus jujuba), nepna
(Capsicum annuum). CTpyKTypa reHa KOHCepBaTUBHA, OH CO-
CTOWT U3 4 SK30HOB, 4 UHTPOHOB, 00IIas TPOTHKEHHOCTH TeHA
oxoyo 2500 m. H.

I'I®-D-manno30-3'5"-3numepaza (GME) (EC 5.1.3.18)
KaTaJIM3upyeT oOpaTuMyro peaknuio snumepusanuu I J1d-
D-MaHHO3BI, KOTOpasi SBISIETCSI OJHOIM M3 OCHOBHBIX Ha
L-ranakroznom mytu 6nocunresza AK. B pesynbrare peakuuu
MPOUCXOINT THIPOIIN3 BBICOKO3HEPTETUUECKON TITUKO3MII-TIN-
podochopunaznoii ceazn. GME MokeT kaTaau3upoBarh 1Be
pasnyHble peakiuu ¢ obpazoBanuem u3 [JID-D-maHHO3BI
6o I'JI®-L-ranakrossl, m6o [AD-L-ryno3sr. [J1O-L-ry-
J103a MPEICTABISIET cOOOH HaYaIbHBINA cyOCTpaT AJIs aJbTep-
HATUBHOTO TyJ03HOrO Iyt Omocuute3a AK. [pyro# mpo-
nykT peakuun — [JId-L-ranakro3a, B gajpHEHIIEM MOXET
HE TOJIKO HCIIOJIb30BaThCs ISl CMHTEe3a BUTamMuHa C, HO
U PacxoJ0BaThCsi Ha OMOCHHTE3 KJIETOUYHON CTEHKH W IJIH-
KOIIPOTEWHOB, YTO MPEXkJe BCEro HEOOXOAMMO sl POCTa
BereraruBHBIX opraHoB (Lukowitz et al., 2001; Gilbert et al.,
2009; Mounet-Gilbert etal., 2016). Pa6ora nanHoro ¢pepmenTa
MOXKET OKa3bIBAaTh BIHMSHUE TAKXKE HA PA3BUTHE MBUIBIBI U
cemsoOpazosanue (Mounet-Gilbert et al., 2016).

Ha ceropusmnuii nens GME cuuTaetcst oiHUM U3 Bax-
HeWmux ¢pepmMeHToB OnocuHTe3a L-ackopOnHOBOI KHCIOTHI
B pacreHmsx. Koxupyromue ero reHsl ObUTH BBIJCICHBI U
oxapakTepu3oBaHbl y apaduzoncuca (Wolucka et al., 2001;
Wolucka, Van Montagu, 2003), puca (Watanabe et al., 2006)
n Tomara (Zhang C.J. et al., 2011; Zhang Y.Y. et al., 2011).
[Tpu 5TOM B reHOMax prica M TOMara BBISBICHO 110 JBa Iia-
panornuneix reHa (Watanabe et al., 2006; Zhang C.J. et al.,
2011; Zhang Y.Y. et al., 2011). ITonoxwurenpHast KOppEsIus
AKCIIPECCHH 3TOTO reHa u comepkanus AK Obuia mokasana
g sionmonu (Li et al., 2010) u wepruku (Liu et al., 2015).
Juns kuu (Bulley et al., 2009), nepcuka (Imai et al., 2009)
u Tomarta (loannidi et al., 2009; Mellidou et al., 2012) Takoii
3aKOHOMEPHOCTH HE BBISBICHO. YUHUTHIBasi HEOOXOAUMOCTh
MOAIZICP’KaHNsT MEeTabOoINIecKoro OasaHca Mex1y KOHKYypH-
pyrommumu 3a oomruii cyoctpar (I'7]d-L-ranakro3y) mpoiecca-
Mmu cuHTe3a AK 1 KIIETOUHOM CTEHKH, aBTOPHI TTOKA3aJIH, YTO
cBepxaKcipeccus rena GME He pUBOAMIA K YBEITNICHHIO
coaepxanust AK y apabunorncuca (Yoshimura et al., 2014).
B To0 xe BpeMst coBMecTHas cBepxakcnpeccus renoB GME n
GPP BbI3bIBaIa TOPA3/10 OOJIbIICE YBETHMUCHNE HAKOTUICHHS
AK 110 cpaBHEHHIO CO CBEPXIKCIPECCHEH OTHOTO TOJIBKO IeHa
GPP (Bulley et al., 2009). AHanorn4YHBIe JAHHBIC TOTYyYCHBI
u i mwionoB ke (Bulley et al., 2009). 3o BBISBIIAET Baxk-
Heltee 3HaueHne reHoB GME u GPP 1 uX poJib B COBMECTHOMN
perymsnuu L-ranakTo3HOTO MyTH.

VY pacteHuil u3BECTHO /1Ba NapajoruuHsix rena GME] u
GME? npotsxeHHOCTHIO 0k0J10 1500 1. H. OHU UMEIOT BhI-
COKYIO CTETIEHb TOMOJIOTHH, COCTOSIT U3 6 9K30HOB U 5 HHTPO-
HOB. Cpeny MII0JJOOBONIHBIX KYJIBTYp TH T'€Hbl U3BECTHBI y
BuHorpana (V. vinifera), tomara (S. lycopersicum), ananaca
(Ananas comosus), nerau (Cucumis melo), menkoBuIs! (Mo-
rus notabilis).
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I'1®-L-ranakro3odochopunaza (GGP, VIC2/VTCS)
(EC 2.7.7.69) xaranusupyer peakunio GpochopuinpoBaHus
[1®-L-ranakro3sl 1o L-ranaro3o-1-docdara. Brepsbie Bax-
Hast post TeHa V'7C2 Obia moka3ana y apabumoricrca (Dowdle
etal., 2007). PexomOnnanTHeie ayutenn V'7TC2 apabumoncuca
JIMKOTO THIA U JIByX MYTaHTOB OBUIM 3KCIPECCHPOBAHBI B
Escherichia coli. TIpogyKkT oqHOW MYyTaHTHOM aijieiw He
MIPUBOAWI K cHHTE3y BUTaMuHA C, IPOYKT OPYTroH ajienu
obmazman Bcero 2 % ot aktuBHOCTH VTC2 reHa nukoro Tuma.
OnHaKo IpH JeTaIbHOM aHAJIN3€ PACTECHUH yCTAHOBJIEHO, UTO
vtc2-MyTaHTBI apaOHUIO0NCHCa, TEM HE MEHEEe, HAKATUTUBAIOT
AK B xonngectBe 10-20 % oT ypoBHS ee coiepkaHUS B
PacTeHNH AUKOTO TUMA. DTO MO3BOJIHMIIO MPEATIOIOKHUTD Cy-
mecTBoBaHue UHBIX myTei cuate3a AK (Dowdle et al., 2007;
Laing et al., 2007; Linster et al., 2007, 2008).

Kpome Toro, 66utM TIpOBE/IEHBI 3KCIIEPUMEHTBI 10 U3yde-
HUIO M3MeHeHHs1 ypoBHs AK B OTBET Ha CBEPXIKCIIPECCHIO
VTC2 y apabunornicuca, TomMara, KIyOHUKH, KapTodens u
puca (Bulley et al., 2012; Wang et al., 2014). B pactenusx,
TpaHC(OPMHUPOBAHHBIX KOHCTPYKIUSIMH ¢ TeHoM VTC2, co-
neprkanne AK 3HaunrensHo nossimanock (Bulley etal., 2012;
Wang et al., 2014).

ITo HexoTOpbIM HaHHBIM, Ha HakomieHne AK B miogax
OKa3bIBAeT BIUSHUE HE TOJBKO KOIUPYIOIIasl MOCJIeq0Ba-
TeNbHOCTH TeHa VTC2, HO TakXkKe yJ4acTOK B MPOMOTOPHON
obnactu. beuto mokasano, uro cuate3 AK MoxeT KoHTpoIH-
poBarbCs MOCTTpaHCKpUunuuoHHou penpeccueit IJ1d-L-ra-
nmakTo30dochopnnaspl. Perymsins npoucxoanT 3a cdeT Ha-
JIMYHST JOTOHUTENbHON pamMku cunThiBaHus (WORF). «Ber-
kimtoueHue» 3to uORF mpusogut x cunresy I'JIP-L-ra-
nmakTo30(gochopnnassel U, Kak CISICTBHE, YBETMUCHHIO KOH-
nenrpayn AK. Takoe MOCTTpaHCISIIMOHHOE PEryINpoBa-
Hue AK, BeposiTHO, SIBJISIETCSI JOCTATOYHO JAPEBHUM MEXaHHU3-
MOM KOHTpoJIs, TockonbKy UORF mpucytcrByet B reHax GGP
MHOXECTBA PaCTEHHH — OT MXOB JI0 TOKpbITOceMeHHBIX (Laing
etal., 2015).

W3 BBIIEU3I0KEHHOTO CIENYET, YTO y PsAJa pacTeHUI
umMeHHO GGP/VTC2 ciy>KUT KIIIOYEBBIM PETyJIATOPOM OHO-
cunteza AK. C ncronp30BaHHEM ITOTO T'€HA BBITOJHEHBI
MHOTHE OMOTEXHOIOTHIECKHE PaOOTBHI, IENBI0 KOTOPHIX OBIIIO
yBenuueHnue copepkanns surtamuna C (Zhou et al., 2012).

Ha cerogusimnuii nens B NCBI ipencraBnens mocieiosa-
TEIBHOCTH HECKOJIBKHUX MapajJoruyHbIX rTeHoB GGP 'y apabu-
nornicuca (4. thaliana), petsl (B. rapa), xarryctsl (B. oleracea),
KyKYpy3bl (Zea mays), nonconuneunuka (Helianthus annuus),
kaprodens (S. tuberosum), Tabaxa (N. attenuata). VIX poTsi-
JKEHHOCTB COCTaBIIsIET OKOJIO 2740 1. H., a CTPYyKTypa COCTOUT
13 7 9K30HOB U 6 HHTPOHOB.

L-ranakrto3o-1-dochardocharaza (GPP/VTC4)
(EC 3.1.3.B9) ocymectisieT peakunio aepochopmimpona-
HuUs ¢ obpasoBanusieM L-ramakto3sl. GPP cunraercs Taxxe
3P PeKTUBHBIM (hepMEHTOM T perynrupoBaHus cuaTe3a AK.
Ot0 mpearnonaokenne ObUT0 BeIIBUHYTO must kKuBH (Laing et
al., 2004; Bulley et al., 2009), s6ioka (Mellidou et al., 2012)
u Tomata (loannidi et al., 2009). OgHaxo ciaeayeT OTMETHTD,
4yTO Jaxke npu Hokayte reHa GPP AK cunre3upyercs, XoTs
1 B MEHbIIIEM KOJIMYECTBE, YTO YKa3bIBAET HA IPUCYTCTBHE B
TEeHOME JIPYyTUX (QYHKIIMOHAIBHBIX (pocdaras, ydaCcTBYIOIINX
B OnocuHTe3e AK, minu Ha Hamuume cuHTe3a AK 1Mo MHBIM
nyTsiM (Conklin et al., 2006; Torabinejad et al., 2009).
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GPP siBnsiercst 6MpyHKIMOHATBHBIM ()ePMEHTOM, KaTaju-
3UPYIONTNM ONOCHHTE3 He Tonbko AK, HO 1 MHO-HHO3HTONA.
Tem cambiM pabota GPP MoXeT ciTy>KHTh TOUKOH COeTMHEHUS
Juist L-rajnakro3HOro 1 MHO-MHO3UTOJIOBOTO MyTeH OMOCHH-
te3a AK (Torabinejad et al., 2009).

st mpeacTaBUTENe MapcTBa PAaCTCHHUI M3BECTHHI TO-
MosioruyHbie reHsl GPP y apabugornicuca (4. thaliana) ¢
12 sx30Hamu 1 11 HHTpOHAMH, TPOTHKEHHOCTHIO 2413 1. H.
ny pensl (B. rapa) ¢ 9 3x30HaMHu ¥ 9 HHTPOHAMH, TIPOTSKEH-
HOCThIO 7196 1. H.

L-ranakro3o-1-geruaporenasa (GalDH) (EC 1.1.1.316)
n L-ranakrono-1,4-nakrougeruaporesasa (GalLDH)
(EC 1.3.2.3). GalDH oxkucunsier L-ranakrosy no L-ramnakro-
HO-1,4-makToHa ¢ ncnonb3oBanneM NAD™ B kadecTBe ak-
nenropa anekrpoHoB. GalLDH — koneunsrii ¢pepment L-ra-
JIAKTO3HOTO MYTH, MPHUBOASIIUI HEMOCPESICTBEHHO K CHH-
te3y AK. B nacrosmee Bpems rer Gal/DH BriesieH U3 apa-
Ommoricuca, ropoxa, KuBH, ssormoka (Gatzek et al., 2002; Laing
etal., 2004; Mieda et al., 2004). B rionax rpyIiu BbIsSBICHO,
4yT0 OonpIme KoHIeHTpannu AK B Koxxype SIBISIOTCS B TOM
YUCIIe CICNCTBHEM BbICOKOH akTuBHOCTH GalDH u cnemyro-
mero B Onoxumudeckom mytu ¢pepmenta GalLDH (Huang
et al., 2013). ®epment GalLDH Opi1 oxapakTepu3oBaH y
HECKOJIBKHX BHJIOB PACTCHUM, BKJIFOUAs CIaIKAN KapToerb
(Imai et al., 1998), usetnyto kamycry (Oesterhelt et al., 1997),
mmuHat (Mutsuda et al., 1995), tabak (Yabuta et al., 2000),
kiyoHuKy (do Nascimento et al., 2005), neraro (Pateraki et al.,
2004), romar (Zhang C.J. etal., 2011; Zhang Y.Y. et al., 2011)
u apabumorcuc (Leferink et al., 2008). 1o otkperrus VTC2
CYUTANIOCH, YTO HMEHHO TH ()SPMEHTEI, OCYIICCTBISIONINC
KOHEYHBIE 3Tarbl OnocuHTe3a AK, MOTYT UMETh KIIFOUEBOE
3HaYeHNe, 1o KpaitHeit mepe y Tomaros (Alhagdow et al., 2007;
Mellidou et al., 2012). OnmHako HENaBHO BEIABHHYTO TPE/IIIO-
noxenue, yro GalDH moxeT BiausTh Ha akkymyssiiuio AK 3a
cdeT yyacTtus B Tparcropre AK Mexay pasnunaHbIMI OpTraHa-
mu (Mellidou, Kanellis, 2017; Rodriguez-Ruiz et al., 2017).

Just rena GalDH n3BeCTHBI TOMOJIOTH B TeHOMaX KYKYpYy3bl
(Z. mays), ueperan (P. avium), samens (Hordeum vulgare)
u apabunomncuca (4. thaliana). IIpoTsSHKEHHOCTh JaHHOTO
reHa B cpeanem cocrtapisieT 4300 m.H., a ero CTpyKTypa
MpeacTaBiIeHa 5 3K30HaMu U 4 WHTpoHaMHU. UTO e 10 To-
MonoroB reHa GalLDH, To OHM aHHOTHPOBAHEI B TEHOMAax
yepewnu (P. avium), cinaakoro nepua (C. annuum) v ss0JI0HHA
(M. domestica) m IMEIOT TPOTSHKEHHOCTH B 5139, 7667 n
6329 n.H. cooTBETCTBEHHO. ['eH cocTOUT U3 6 SK30HOB U
5 UHTPOHOB.

®epmeHTbl D-ranaktypoHoBoro nyTu

NADPH-3aBucumas D-ranakryponarpenykrasa (GalUR).
Cybctparom s paboThl 3TOTO (hepMeHTa siBisiercst D-ra-
JIAKTYpOHAT — MPOAYKT Paciaja NeKTHHOB KIETOYHOH CTeH-
KH, B pe3ynbrare npoBoanmoii GalUR peakiun oOpasyercst
L-ranaktoHar (cMm. pucyHoK). B mwiogax sunorpana (V. vinife-
ra) OblIIa TOKa3aHa B3aMMO3aBUCHMOCTH dKctipeccnu GalUR
¢ HakoruieHHeM BUTamuHa C 1O Mepe CO3pEeBaHUs IIIO/IOB
(Cruz-Rus et al., 2010). AHanoruuHbie TaHHBIC PUBEICHBI
JUTA TI0I0B KiyOHUKH (Fragaria sp.), y kotopoit GalUR tak-
JKE€ UTpaeT KIIoUeByIo poib B 6nocunrese AK (Agius et al.,
2003). CnemyeT OTMETUTh, YTO Peakunu D-ranakTypoHOBOTO
IyTH B PAacTCHMSAX HEIOCTAaTOYHO M3Yy4YEHBI U HEOOXOIUMBI
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JlasibHer e OMOXMMUYECKUe, PU3MOJIOrHYEeCKUE U TeHETH-
yeckue uccienosanus. [omonoru rena Gal/UR ObLINM aHHO-
THPOBAHBI B TCHOMAaX MojcoNHeuHnKa (H. annuus) u Tabaka
(N. attenuata) c npoTsKeHHOCTHIO B 2671 1 12453 1. H. co-
oTBeTCTBeHHO. O0a roMoJIora COCTOAT 13 4 SK30HOB M 3 HH-
TPOHOB.

DepmeHTbI, yuacTByowme B peuupkynaunm AK

Heruapoackopodarpenykraza (DHAR1) u moHoaeruapo-
ackopbOarpenykraza (MDHAR). ®epmentaTuBHas akTUB-
HocTh MDHAR tecHo xoppenupyetT ¢ HakoruieHuem AK B
TOMaTe IPH MOHIKEHHOM TEMIIEpaType, 4TO TOBOPUT O 3HAYH-
Mol potu MDHAR B perynsiuu cuare3a AK npu ctpeccax.

Wnentudukanms renoB MDHAR u DHAR v nansHe#Hmmin
(DYHKIIMOHAIBHBIN aHAIM3 MOKA3aJIM, YTO CBEPXIKCIIPECCHS
reHa DHAR npuBoguna k ysenuueHuro cofaepxanus AK B
1.6 pa3a B mmogax ToMara, BEIPAIIEHHBIX IPU OTHOCUTEIBHO
HU3KOH OCBELIEHHOCTHU. B nccnenoBanum ypoBHeEl sKkcnpec-
cun 1ByX u3ohopm MDHAR Ob110 IOKa3aHO, YTO yBEINUCHUE
TPAHCKPHUIIINHU ITOTO F'eHa OTPHIIATEILHO KOPPEIHUPYET C I10-
BhIIIIeHNEM ypoBHs AK BO BpeMsi co3peBaHus III0I0B TOMATa
(Li et al., 2013). OgHako BBICKa3aHO MPEIIIOIIOKCHUAE, YTO
MDHAR siBrisieTcsi BOXXHOM IETEPMUHAHTON U3MEHEHUS yPOB-
Heit AK B ycnoBmsix crpecca (loannidi et al., 2009). Tax, npu
xomnozroBoM (Li et al., 2013) u okucnutensHoM cTpecce (Gest
etal.,2013) aktuBHocTh MDHAR 3Ha4UTEIILHO YBEITUUUBACT
ypoBeHb cofepxkanus AK B ruionax.

Pois MDHAR B noBsiiienuu coaepsxxanusit AK onnoznau-
HO TIOKa3aHa JJIs ToMaTroB ¢ momoursio QTL-kapTupoBanus
(Sauvage et al., 2014), a Takxe onpeeICHUs YKCIIPECCHOH-
HBIX TIpo(uIIeii M aKTUBHOCTH ()epMEHTa B TIpoIiecce co3pe-
Bauusi (Mellidou et al., 2012). Dxcrnpeccusi JaHHOTO TeHa
KOppeIpyeT ¢ HakoIieHneM ButamMuHa C B IUI01aX YEpHU-
ku (Liu et al., 2015). Cynpeccus MDHAR B rutogax tomara
MIPUBOIMIIA K YMEHBIIEHUIO copepkanust AK, 13 uero MoyxHoO
MPEIONIOXKHUTE, YTO KOHTPOJIb MPOLIECCa PEIUPKYIISALIUH TO-
cpeactBoM yBenmdeHus aktuBHocT MDHAR Moxet ObITh
3¢ GEKTUBHBIM CIIOCOOOM TOBBIIICHUS CONCPIKAHUS BHUTA-
muHa C (Truffault et al., 2017). Bosree Toro, kak MmokasaHo ¢
ucrosab3oBanueM SiRNA, yMeHbIIeHHe aKTHBHOCTH JAHHOTO
(bepMeHTa IPUBOIUT K HECTTOCOOHOCTH PACTEHHUH TOMaTa
MIPOTHBOCTOSATH XonomoBoMy ctpeccy (El Airaj et al., 2013).

Okcnpeccus reHa DHAR xoppenupoBaia ¢ HaKOIICHHEM
AK B mionax munoauka (Huang et al., 2014) u yepHuku
(Liu et al., 2015).

VY pacteHuil U3BECTHO TpU MapajgoruuHbiX reHa DHARI,
DHAR2 v DHAR3. I'eHBI-IapoI0TH UIMEIOT HU3KYIO CTETICHb
romonoruu. ['er DHAR I IpoTsKeHHOCTHIO 0Koto 6000 1. H.
COCTOMT U3 6 IK30HOB U 5 UHTPOHOB.

Cpenu mI0D00BOIIHBIX KYJIbTyp TeHbl DHAR U3BECTHBI Y
BuHorpana (V. vinifera), Tomarta (S. lycopersicum), 4epeninun
(P. avium), nepua (C. annuum), sionoun (M. domestica).

I'ensr-naponoru MDHAR WMeIOT HU3KYIO CTETIEHb TOMOJIO-
ruu. KonnuecTBo 5k30HOB Bapbupyet oT 9 1o 17. U3BecTHbI
y Tomara (S. lycopersicum), apadbunoncuca (4. thaliana),
nepua (C. annuum).

Takum obpaszom, paboTta GepmeHToB perupKysnna AK
TpeOyeT JanbHeHIIero u3y4eHus, 4To 00yCIOBICHO MX BO3-
MO>XHOW HENOCPEACTBEHHOHN CBSI3bI0 C YCTOMYMBOCTBIO K
XOJIOZIOBOMY U OKHCITUTEIIEHOMY CTPECCY.
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3aKknouyeHne

B cratbe paccMOTpeHBI OCHOBHBIC TyTH OnocuHTe3a L-ac-
KOPOWHOBOH KHCJIOTHI M MYTH €€ PELUPKYIANH B TKAHIX
pacTeHuil. BrigeneHsl KIFOUeBBIEe TEHBI, YUACTBYIOMIHAE B
ouocunrTese u HakomiecHnu AK B mimogax. Bmecre ¢ Tem
OT'pOMHBIﬁ MaCCUB HOJ'[y‘IeHHI)IX B OTOM HaHpaBHeHI/II/I JAHHBIX
MIOKa3bIBaET HaM, YTO HANOOJIee 3HAYNMYIO POITh (M3MEHEHUS )
B OMOCHHTE3€, HAaKOIUICHUH U penupkyisiiun AK urpaet cu-
HEPreTHYECKOE B3aUMOICHCTBUE BCEX ITUX COCTABIISFOIINX.
Bnonne BO3MOXKHO, UTO M3y4Y€HHE UMEHHO 3TUX B3aUMOZACH-
CTBUI ONPEICITUT HAMIPABICHHE JIJIsI CIICAYIOIICTO JICCATHIIC-
THS HAyYHBIX pabOT, MOCBAIMICHHBIX H3y4YEHUIO METa00IM3Ma
ButamuHa C B pacTeHUSX.
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