OB30PHhI

YOK 577.1:577.15

NAD* -3aBncrmas
dhopmuaTgerugporeHasa pacteHmm

A. A. Anekceesa'?3, C. C. Casun??3, B. 1. Tuwikos'?*

'Xummueckuit dpakynbTeT MOCKOBCKOro rocynapcTBEHHOro yHueepcuteta um. M.B. JlomoHocosa,
119991, Mockea, JleHuHckue ropel, 1, ctp. 3

2000 «MHHoBaLMKM 1 BbIcOKMe TexHonorum MIY», 109559, Mocksa, LiumnsaHckas yn., 16, od. 96
3Yupexperue Poccuiickoi akagemmn Hayk MHcTUTYT Buoxummn um. A.H. Baxa PAH, 119071,
Mockea, JleHunHckui npocn., 33

*E-mail: vitishkov@gmail.com

MocTtynuna B pepakumro 05.08.2011 r.

PE(PEPAT NAD*-3aBucumast popmuaraernaporenasa [K® 1.2.1.2] (FDH), cocrosiinas n3 AByX UAEHTUIHBIX Cy0'be-
IUHULL VI He COAepsKaIasi IPOoCTETUIECKIX IPYIII ¥ MOHOB METAJLJIOB, IIIMPOKO pacipocTpanena B mpupoae. FDH
3TOTO0 THUIA HAIEHBI B PA3JIMIHBIX MUKPOOPraHN3Max (BKJII0YAs MaTOTeHHbIE) — B DAKTEPUSIX, TPOKIKAX, MUKPO-
CKONMMYECKUX Ipnodax, a Tak:ke B pacreHusx. B oramuanme or FDH Mukpo0HOro mponcxoskaeHns, HaXoasaInxcs
B uTomiasme, pacrureiababie FDH jokanmnzoBansl B Mutroxonapusx. Bnepsoie popMmuaraernaporeHa3sHyIo ak-
TUBHOCTH onmcaju eme B 1921 r. uMEeHHO B pacTeHUX, OJHAKO 0 HocjeaHero spemenn pacrureiasubie FDH ObL1m
U3ydYeHbI CYyI[eCTBEHHO XYy:Ke, 4eM pepMeHThI MUKPOOprann3mMos. B mpeacraBiieHHOM 0030pe pacCMOTPEHBI MO~
cJIeiHIe TOCTIKEeHUs B 00J1aCTN U3ydeHA (PU3I0JI0TUIECKOI POJIN, CBOIICTB, CTPYKTYPhI U 0€JIKOBOIT NMHKEHE P
dopmMuaTaerngporeHas pacTeHmiL

KIMKOYEBbBIE CJIOBA pacrureiabHasa dpopMuaTaernaporeHasa, (uanoIorndeckas pojb, CBOICTBA, CTPYKTYpPAa, dKC-
npeccus, Escherichia coli, beikoBast MHKEHE PUSL.

CMUCOK COKPALLEEHMHA FDH — cpopvmaTaerunporenasa; PseFDH, CboFDH — chopmuataeruaporeHassl 6akTepmii
Pseudomonas sp. 101 u gpo:xskeit Candida boidinii; SoyFDH, AthFDH — pactureabubie (popMuaTaerngporeHasbl

u3 cou u Arabidopsis thaliana.

BBEAEHME

NAD"-3aBucumsie popmuaraernaporesasst (FDH) [KP
1.2.1.2] oTHOCATCA K I'pyIIle (pepMeHTOB, KaTaJu3UPyI0-
IIUX OKMCJEeHMe popMMuaT-1MoHa g0 YIJIEeKUCJIOro ra3a
pu compsiskeHHOM BoccTanoBsennn NADY no NADH:

HCOO" + NAD" - CO,t + NADH.

Ha ocroBanMM pasamunii B CTPYKTypPe MOYKHO BbI-
IesuThb ase Oosbinye rpynnsl FDH. B mepByio rpyniry
BXOOAT (popMMaTIErnAPOreHa3bl aHA3POOHBIX MUKPO-
opraHus3MoB 1 apxebaxkrepuit. FDH sToi1 rpyne! mpes-
CTaBJIAIOT COOON reTePOOJIMIOMEPEI CO CJIOYKHOI YeTBEeP-
TUYHOV CTPYKTYPOI U BBICOKOI MOJIEKYJIAPHON MacCOIi.
Jlyia HUX XapaKTepHBI HAJIM4ye B aKTUBHOM LIEHTPe Pas3-
JIMYHBIX IIPOCTETUYECKNUX TPYII (sKejle30CepHbIe KJa-
CTepbl, MOHBI MOJMOAEHa, BOIb(MpPamMa) 1 BEICOKAA YyB-
CTBUTEJIbHOCTD K KucJyopoxny [1, 2].

Bropyio rpynny oopasyor NAD'-zaBucumbie op-
MMaTAErMAPOTreHas3bl, KOTOPbIE COCTOAT U3 ABYX MIEH-
TUYHBIX CyO'beIVHNI], MMEIOT I10 JIBa aKTMBHBIX LIEHTPA
U He coZepskaT B 0eJIKOBOI Iy100yJIe Hi IOHOB MEeTaJIJIOB,
HU npocTeTndeckux rpynn. FDH sToit rpynmns! npuHai-
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JIeKAT K cylnepceMericTBy D-crienmnyaHbIX fernnpore-
Ha3 2-okcukucyaor [3]. Peakiua okuciennsa popmuara,
raTanusupyemasa FDH sToit rpynmnel, ABadeTCA IPO-
CTeNIINM NIPUMEPOM AeTrUAPUPOBaHMA KaPOOHUIIbHBIX
coeqVHEHMI, TAK KaK B KaTAJUTUIECKOM MeXaHMU3Me
OTCYTCTBYET CTaJisA IIepeHoca IIPOTOHA(0OB), @ TaKIKe
Kakye-Jmbo Jpyrye cTaayuy KVCJIOTHO-OCHOBHOTO KaTa-
Jm3a. CKOpOoCTh peakIyn B I[eJIOM OTPaHNYIMBAETCA CKO-
POCTBIO IIepeHoca IUAPUA-M0HA OT cyOcTpaTa Ha aToM
C-4 HUKOTMHaAMMIHOTO KoJiblia [4]. Taxkmum obpazom, FDH
CJLY*KUT MOJI€JIbHBIM (PePMEHTOM I M3ydYeHUsd MeXa-
HM3Ma IIepeHoca IMIPUI-VIOHA B aKTVBHOM LIEHTpe Jeru-
JIpOreHas, BXOAAIINX B JAHHOE CyIIepCeMeliCTBO.

AxTuUBHOe 1 cuctemMarudyeckoe nsydenue FDH nHa-
qaJoch B HayaJsie 70-X IT. IPOIIJOTO BeKa U ObLIO
B OCHOBHOM IIOCBAIIIEHO (DEPMEHTAM MUKPOOPTAHN3MOB.
dusnonornueckaa posb Mukpobusix FDH passnuna.
Hanpumep, B MeTaHONYyTUINBUPYIOIINX OaKTEePUAX
Y JPOSKIKaX (PepMeHT ydacTBYeT B CHAOIKEHMM KIIETKI
9HEPIMeEN, a B IaTOT€HHBIX OaKTEePUAX VI MUKPOCKOIIIYEe-
ckux rpubax FDH asnaerca 6esnxkom ctpecca. IlonpobHo
cBoiicTBa 1 GesnkoBada nHKeHepusa FDH paccMmorpeHs!
B paborax [5, 6].
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NAD"-3aBucumble opMuaTIETUIPOTEeHABBI PacTe-
HMII TaKke OTHOCcATCA Ko BTopoii rpynne FDH. Vcere-
JOBaHUSA IIOCJIENHUX JIeT II0Ka3aJy, YTO B PaCTeHUAX,
KaK I B IIaTOTeHHbIX MUKpoopranusmax, FDH rakixe
BXOJOUT B 4MCJIO OEJIKOB CTpecca, U ee CUHTEe3 CUJIILHO
BO3pacTaeT B YCJIOBUAX 3aCyXM, IIPY PE3KOM U3MEeHEeHUN
TEeMIIePaTyPhl, OOJIYUEHNN KECTKUM YJIbTPa(PMOJIETOM,
BO3JENICTBUM XMMUYECKUX peareHToB [7—9], runokcunu
[10], a Taksxe maTOreHHBIX MUKPOOPraHn3MoB [11]. Basxk-
HOCTb (PMBVMOJIOTUUECKON poJii 3Toro pepmMeHTa 00y-
CJIaBJIVBaET HEODXOAVIMOCTb MBYUYEHUA PACTUTEIbHBIX
FDH. B macTrodAmiee BpeMd HeT HM ONHOI ITyOJamMKaImmn,
B KOTOPOJ CUCTEMATH3MPOBAHbI JaHHbIE O PACTUTEb-
weix FDH. B npexncraBiaeHHOM 00630pe pacCcMOTPEHBI
OCHOBHBIE OCOOEHHOCTM PACTUTEJBHBIX (DOPMUATIET-
IporeHas, UX KMHeTUYeCcKye CBOMICTBA U CTaOMIIbHOCTD,
a TakiKe IoApoOHO omcaHa PU3MOJIOTIEeCKad POJib.

UCTOPUSA OTKPBLITHUA, NIOKAJIU3ALIMA

U DU3NOJIOTMYECKAS POJIb PACTUTEJIbHbIX FDH
Bnepssre pacturensuyio FDH o6napysxnam B 606ax ca-
cosii (Phaseolus vulgaris) B 1921 1. [12].

IlepBas nonwiTKa geTasnbHo onucaTh FDH 1 onieHnTh
poJib aTOTO (pepMeHTa B MeTaboImM3Me pacTeHuil OblIa
npeanpuuara Issuconom B 1951 . [13] Ha mpumepe ¢op-
MMUATAEINAPOreHas 13 ceMsaH ropoxa u gacosm. Cunra-
Jock, uTo poab FDH 3akioyaeTcsa B BOCCTAaHOBJIEHUN
NADH, xoTopbliil BIOCJIENCTBUM PacXoAyeTcA Ha 00-
pasoBaHMe 3TaHOJIA, CYKIIMHATA U IJIyTaMaTa B COIPSA-
SKEHHBIX peakimax. Takum o6pas3om, BriepBblie Ob11a 060-
3HadeHa poJsb FDH kak «nocrtaBiyka» Mosekys NADH
IJIA YAOBJIETBOPEHUA PA3JIMYIHbIX ITOTPEOHOCTEN KIeT-
ku. B 97011 sxe paboTe 66110 BEICKa3aHO IPEAIOJIOMKEHIE
0 MeXaHM3MaX IOABJIEHUA (PpopMMaTa B PACTUTEIbHOM
kJetke. CorjlacHO IepBoit rumorese PopMmUaT MOT 00-
pas3oBaTbCA BMECTe C BTAHOJIOM U YKCYCHOI KUCJIOTOI
B pe3yJibTaTe aHadpoOHOro nprxanya. CorjiacHo pyroi
rurorese popMuaT MOTr 00pPa30BaTHCH B IIPOI[ECCE OKUC-
JIEHVIA TJIMKOJIEBOI KMCJIOTHI, OJTHAKO OJTHO3HAYHbIE JaH-
HbIE, ITIOTBEPIKAAOINE MeTa00IMYeCcKUil Iy Th, B X0Jie
KOTOPOTro 00pasyeTcsa (hOpMUAT, OTCYTCTBYIOT.

IlepBsble onbITHI IO onpenesieHnIo Jokaauaanuy FDH
B KJIETKaX pacTeHmit ObLay mposeneHsl B 1956 r. Oxaza-
JIOCB, YTO (pOpMMUATAETrUAPOreHa3HAA aKTUBHOCTD IIPU-
CYTCTBYET IIpeskJie BCeT0 B MUTOXOHApMAX [14]. OxHako
B CIJIy TOTO, YTO MCCJeqyeMble 00pas3iibl ObLIN 3arpas3-
HeHbI APYTUMI OpTaHeJJIaMu, HeJb3s ObLIO OJJHO3HAY-
HO yTBepsk1aTh, uTo FDH siokam3oBaHa MMEHHO B MI-
ToxoHApuaAx. B 1960 r. norkazasau, uro FDH Haxonurca
He TOJIbKO B CEMEHaX, HO U B APYTUX YaCTAX PaCTEHMIL
dopmuaTmerngporeHasHasg aKTUBHOCTD BbIABJIEHA B JIN-
CTBbAX KaIlyCThI U IINMHATA, KOPHAX peyica U pellbl, II04-
KaX IIBETHOJ KAaIlyCThI, & TaKyKe B IIJIOJIaX THIKBHI [15].
Ha smmeThax mimmHaTa MOKa3aHO, YTO B PACTUTEJIBHOM

KJIETKe CYLIECTBYIOT KaK MUH/MYM JIBa IIy TV OKUCJIEHUA
dopmuata — ¢ nomomisio FDH B MutoxoHnpuax u ne-
POKCHIa3bl B tepokcrcoMax [16]. OTgebHO yCTaHOBIIINA,
uro nipu pH > 6 popmmat okncisaerca ¢ nomorsio FDH
B MUTOXOHAPUAX, IpU OoJjiee KUCIbIX 3HaYeHUAX pH
OCHOBHYIO POJIb B OKMCJIEHUN (pOpMMaTa UrpaeT IepoK-
cuzasa B mepokcucoMax. I1o3ske yCTaHOBUIIN, YTO B MU-
ToxoHapuAx FDH npencraBieHa He MHAMBULYAJJIbHON
MOJIEKYJIOl, & BXOAUT B 0EJIKOBBIN KOMIIJIEKC MaCCOii
okoJio 200 k/la [17]. B KauecTBe BO3MOYKHBIX KaHIUIATOB
Ha 00pa30BaHMe TaKMUX KOMILJIEKCOB PacCMaTPUBAIOTCA
rmnuHAeKapbokenaasa u pymapasa, KOHIIEHTPaA
KOTOPBIX BO3PACTaeT CUMHXPOHHO C POCTOM aKTVBHOCTI
FDH [9].

B xome cucremaTuuecKUX MCCJIENOBAHUN IIOKa3a-
HO, YTO BeJIMYMHA (POPMUATAETUIPOTEeHABHON aKTUB-
HOCTM O4Y€Hb CUJIBHO 3aBMCUT KaK OT BUJA PACTEHUd,
TakK M OT OpraHa, B KOTOPOM coaepskutcsa dpepmenT [18].
Taxkike BbIABJIEHA 3aBUCUMOCTb aKTUBHOCTU (DEPMEH-
Ta OT CKOPOCTU HOTPEDJIEHUA KIUCJIOPOa PACTEHUEM.
Taxk, B pacTeHUAX C BBICOKUM IIOTPebJIeHeM KICJI0PO-
ga (mnmHaT, Tabak 1 ap.) popMmuaTAErUApPOTeHAa3HAA
aKTUBHOCTL Obljla BBIIIIE, UeM B PACTEHUAX C HUBKUM
norpebaennem (6000BbIe, 3eJyeHbIN canatT u ap.) [18].
B 97011 sxe paboTe BiepBble OBLIO BHICKA3aHO IPEATIOJN0-
JKeHue, 9To B pe3yJibraTte okucaenusa NADH, mosnyuen-
HOTO C IIOMOIIIBI0 (POPMUATAEIMAPOTEHA3HON peaKIny,
3araceHHas YHEPTUA 110 DJIEKTPOH-TPAHCIIOPTHOMN 1€
pacxonyetcsa Ha obpazoBanue ATP, ynoBieTrBopasa Ta-
KIM 00pa30M SHEepPreTUdecKyo moTpeOHOCTb KieTKY [18].
K cosxasnennro, Oosprront paszbpoc B aktuBHOocT FDH
Yy pacTeHuil pa3HOro ByJa He II03BOJIAET OJHO3HAYHO
OTBETUTH Ha BOIIPOC O POJIM HTOro pepMeHTa B MeTabo-
susMe. BzaumocBAsb MeTaboamama popMuaTa 1 OTBETA
pacTeHmiI Ha CTPEeCCOBBIE BO3MEVICTBUA BIIEPBbIE OTMe-
Tus B 1978 1. [19], korga npu BeIpaIIVBaHUY AUMEHA
B YCJIOBMAX M30BITOYHOTO YBJIAYKHEHNA HADJIIIOIAIN T10-
BBIIIIeHHOe 00pa30BaHMe MeYeHOro yIJeKMCJIOTo rasa
u3 popMmara.

Ha xauecTBeHHO HOBBIVI yPOBEHb U3yueHME (PU3NO-
JIOTMYECKON POJaM (POpMUATAETUAPOreHa3bl paCTeHU
nepernwio B 1992 r. [20], korga 00HAPYKMIN, YTO MUTO-
XOHAPUY HE(POTOCUHTEZUPYIOIINX TKaHE! KapTodessa
cozlepsrkaT HeM3BECTHBIN TOJUIEIITU C MOJIEKYJIIAPHO
Maccoli oxoJio 40 xJla, cocrasiusaromuii 10 9% Bcex OeJi-
KoB MuTOXOHApMit. KJIHK sTOr0 mosmnentuaa KJIOHUPO-
Basu B 1993 r., a ananms xopupyemorii atoit kIHK ammn-
HOKMCJIOTHOJ ITOCJI€L0BATEJBLHOCTY II0OKa3aJ, YTO OHA
nmeet 6osee uem 55% romosorun ¢ FDH n3 6akrepnii
Pseudomonas sp. 101 [21]. CpaBaenne N-KOHIIEBBIX I10-
caenoBaTesbHOCTeN mpupoauoit FDH kaprodesa u kio-
HMPOBaHHOTO IIOJINIIENTHAA BBIABIUJIO B IIOCJIETHEM IIPY-
CYTCTBME CUTHAJIBHOIO MeNTHAa 13 23 aMUHOKVICIOTHBIX
OCTaTKOB, KOTOPLII o0ecrieunBaeT TPaHCIOPT mpodep-
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MEHTa U3 INUTOIIa3Mbl B MUTOXOHAPYM. [losmnenTnab
C TaKOIl ke MOJIEKYJAPHOJM Maccoil HalileHbl B pacTe-
HUAX ropoxa, TOMaTa, JyKa U Ap., IPUYeM cofeprKaHme
FDH B MUTOXOHAPUAX HE(POTOCUHTEIUPYIONIUX TKaHEN
(ryryOHM, KOpHM) OBLIIO IPUMEPHO B 8 pas BHIIIE, YEM
B ucThax [20]. Kpome Toro, B pacTeHUAX, BRIPAIIEHHBIX
6e3 moctymna cBera (cTebay ropoxa, JUCTHA HUKOPUA,
KOPHU MOPKOBU, KIyOHM DaTaTa 1 Ap.), Koandectso FDH
pesko BospacTaJo [20].

B macrosee BpemMsa ony0OMKOBaHbl MHOTOYMCJIEH-
Hble JIaHHBbIE B IT0Jb3Y Toro, uto FDH cuuTesupyerca
B DOJIBIIIOM KOJIMYECTBE B YCJIOBUAX, HEOJIATOIPUATHBIX
IJIs1 pocTa pacTeHUll — Ipu 3acyxe, MOHMKEHHON TeM-
rnepaType, BO3JIeICTBUN KECTKOT0 yIbTPahM0JIeTOBOTO
M3JIIydeHUdA, XUMINYEeCKUX COGIH/IHEHI/H‘/JI, IIpM HEJOCTATKEe
cBeTa, jKeJjesa, a TaKyKe IIPY IOHVMKEeHHOM COePIKaHmM
KMCJIOPOJa, OTHAKO CKOPOCTH OTBETA CUJIBbHO 3aBUCUT
OT THIa BodzericTeusA. Hammpumep, caMbliil ObICTPBIN OTBET
pactenuit kaprodesid, BeipaskeHHbll cuHTe30M MPHE,
HabJII01a I TPV HEIIOCPEeICTBEHHOM IIOBPEXKIeHNM pac-
TUTeJIbHON TKaHM (0K0JI0 20 MIH), B TO BpeMs Kak BpeMs
OTBeTAa Ha APYTUe BO3ECTBIUA COCTABIIIO B CpeqHeM 8 4
[7]. B ycooBuax HexBaTKU Keje3a koamdecTso MPHE
dopmmaTaernaporeHassl B KOPHAX AUYMEHA HAUMHAIO
yBeJIMYMBATHCA Yepes3 1 JeHb U JOCTUTaJIo MaKCIMyMa
uepes 14 nuedi [8, 22], Torma Kak B JIMCThAX CUHTE3 (POP-
MMATAETUIPOreHasbl He yBeanduics. IIpu anaspobHOM
ctpecce koHueHTpanuda MPHK FDH B kopHAX AuMeHA
IIOBBIIIAJIACH yiKe deped 12 1 u Kk 48 u nmocTuraJsa Mak-
CUMAaJIbHOTO 3HAUYEeHNUA. ¥ IIPUMOPCKOI COCHBI OMIOCUHTES
FDH ycunuBaetcsa B yeaoBuax 3acyxu [23]. Ilosere-
Hue ypoBHsa MPHK FDH ormeueHo 1 B pacTeHuax Lotus
japonicus, pocinx B ycyoBuy runokeny [10].

Okcnpeccud reHoB mxa Physcomitrella patens B oT-
BET Ha CTPECCOBBbIE BO3JEMCTBUA N3ydeHa B padore [24].
Pacrennsa mxa obpabaTeiBasnu abcim30B0i KMUCIOTON
(ropMOH, MHAYIMPYIOIIMII IIepexol PACTeHUN K IIepyo-
Iy TIOKOSA ¥ CIIOCOOHBIV TOPMO3UTH pocT cTebJelr; Ha-
KaIlJIMBaeTCsA OCEHBIO B CEMEeHax U II0YKax), a TaKKe
oxJraskgasm no +4°C. O6HapysKeHOo, 4TO [0 JeliCTBU-
eM abCI30B0I KMCIIOTh] YBEJINUMBAETCA YCTONYMBOCTD
MXa K BO3JEJCTBUIO HU3KUX TeMIIepaTyp, a TaKkKe U3-
MeHseTcA Habop pKerpeccupyeMbix reHoB. FDH — onnn
13 bepMEeHTOB, TeH KOTOPBIX dKCIIPeCcCUPyeTcs B OTBET
Ha abcu3oByo KucjaoTy. OKasasaoch, YTO YPOBEHb DKC-
npeccun resa FDH Bo3pacTaeT B TeueHMe HECKOJbKUX
4acoB IocJie 00paboTKy abCIM30BOI KMCJIOTOM, a TaK-
JKe IIPM CONepsKaHUM PAaCTEeHUI Ha XOJIOAY B TedeHUe
24 4. B orcyTcTBME abCIM30BOM KMICJIOTHI OTBET HA BO3-
JelicTBMe HUBKUX TeMIIepaTyp pa3BUBaeTCA ropaszo
megseHHee. O0paboTKa XJOPUIOM HATPUA B OOJIBIINX
koHueHTpanuax (0.125 n 0.25 M) u manunTa (0.25 n 0.5
M) yBennumBaJja KaK yCTOMYMBOCTD MXa K JeMCTBUIO
HU3KUX TeMIepaTyp, TaK U DKCIPECCUI0 PAJa I'eHOB,
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B ToM uucJyge reHa FDH. Takum ob6paszom, mokasaHo,
YTO M Y BBICIINX PACTEHUI, U ¥ MXOB (DOPMUATIETUIPO-
reHasa CJysKUT OeJIKOM cTpecca, ¥ yPOBeHb CUHTe3a
3TOTO (pEPMEHTA MOYKET PEryJIMPOBATHCA TOPMOHAMIL.
HIpyrmue pacTuTesbHbIe TOPMOHBI, TaKMe, KaK ayKCUH
Y IIUTOKMHMH, TaKsKe BJMUAIT Ha akTUBHOcTb FDH
Y BBICIINMX pacTeHuii [25].

Cunresd FDH nzyuen u y Arabidopsis thaliana, moz-
BEPrHYTBIX Pa3JIMYHBIM BO3JENCTBUAM. JTO IIepBOe
pacTeHue, y KOTOPOTO OIIpeJieieHa II0JHAA HYKJIEOTI -
Had IIOCJIE0BATEJIbHOCTh TeHOMA, I09TOMY BO MHOTUX
caygaax A. thaliana mcnosnbayeTcsa Kak MOJeJIBHOE
pacrenne. Pacrennsa onpeickuBaay padaudabiMmu Cl-
COeIVTHEHNAMI: METAHOJIOM, (POPMAaJIbIEeTUA0M, (POPMU-
atoMm, 1 ntpoBoauyy HozepH-6J10T-aHAINS, UCIIONIB3Y A
xJIJHK FDH B kaduectBe npo0sl. Hanbosee nHTEHCUBHAA
akcnpeccus reia FDH mabaronanacs npu obpaboTke
dopManbIaernoM niM MeTaHoJoM. Bosiee HUBKMIT ypo-
BeHb BKCIIpeccuy HabI0gaicA B 00pas3iiax, ONpPbICKaH-
HBIX POPMMATOM U AEMOHM30BaHHOI Bosoit. He oOHapy-
SKEeHO IOBBIIIeHndA dKcnpecceuu reHa FDH B pacTeruax
¢ 0Ope3aHHBIMI JIMICTBAMY, a TAKKe B KOHTPOJBHOM K-
3eMILIApe. OTY JaHHbIe II03BOJIMIIN CAEeJIaH BBIBOJ O TOM,
uTto cuHTed FDH munynupyerca B 60JbIlIell cTeneHn
He cybcTpaToM — (POPMMATOM, & €r0 BOCCTAHOBJIEHHO
dopmoit — popmaabaerugom [26]. ITokazano Takxe [27],
YTO OJJHOYTJIEPOJIHbIE COEIMHEHNA — METaHOJI, (popMaJIib-
merup v popmmaTt, MHAYIMPYIoT cuHTe3 FDH B smueThax
pacrenmit. MeTaHOJ BiIMAET HEIIOCPEACTBEHHO HA CUHTES
FDH-TpaHCKPUIITOB, B TO BpeEMs KaK ero OKMCJIeHHbIe
Moaudpuranuy (popmasbaerny, opMmuaT) MOryT CJIy-
SKUTDH CUTHAJIBHBIMM MoJiekyJaMu. AHaum3 N-KoHIIeBO
obsacTy pepMeHTa MO3BOJNI IPEIIOJ0KNUTL, uTo FDH
MOSKET TPAHCIIOPTUPOBATHCA U B XJIOPOILIacThL. J[BoTiHAA
Jokaanzanusa FDH — 1 B MUTOXOHAPUAX, U B XJIOPOILIa-
cTax, IOKa3aHa Ha TPaHCreHHBbIX pacTeHuax A. thaliana
u Tabaka, cogepskamnux red AthFDH [28].

HeBbIsICHEHHBIM OCTaeTCA IIPOMCXOKAeHNe (popMMaTa
B KJIETKaX pacTeHN, [IOABEPTHY ThIX CTPECCOBBIM BO3eli-
cTBUAM. BbLIM BBICKa3aHbI IPEAIOJIOKEHNA, YTO (DOPMU-
aT MOYKeT CHHTEe3VPOBAThCA B IIpoIiecce (pOTONbIXaHNS,
MeTabosM3Ma MeTaHOJa, a TaKiKe U3 TJIMOKCIUIaTa, 00-
PasyoIerocsa 13 pa3iMYHbIX IPOAYKTOB IMKJIa Kpebdca
[7]. Obcysxkmasocs obpasoBanue popMmaTa U3 CepumHa,
KaK DTO IPOUCXOAUT B bakTepuaAx [1], TockoabKy nobaB-
JIeHVIE CEPMHA IIPYBOANIIO K YBEJIMYEHNIO KOHI[EHTPaIN
FDH B pacrennax kaprodens. B xone naiapHeNmsx sxe-
IepUMEHTOB [29] moJrydyeH TpaHCTeHHbBI KapTodesib, B KO-
TopoM nogaBiieH cuaTe3 FDH. Okraszasock, 9TO B TKAHAX
TPAHCTEeHHBIX PaCTeHNII HaKaIuBaeTca pOpMuaT, KOTo-
PBbIif He OKUCJIAETCA B JaJIbHENIIIeM 0 YIJIEKMCJIOTO rasa.
IToxka3aHO TaKike, YTO B YCJOBUAX 3aCYXM B TPAHCTE€HHOM
KapTogesie obpasyerca DOJBIIIOE KOJMIECTBO IIPOJIHA
Y €T0 IpeIIeCTBeHHNKA — [JTyTaMaTa.
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Meraboausm cpopmmuaTa u ero pmuamMoJIOTUIECKAA
poab xoporro usydensl [30]. B doTocuHTe3UpyIOIIINIX
TKaHAX KapTodesa (POPMUAT CIYIKUT TJIaBHBIM IIpes-
LIECTBEHHMKOM BCEX JIPYIUX YIJIEPOICOAEPIKAIINX CO-
eVIHEHUI, VI CUHTE3MPYEeTCs OH IJIaBHBIM 00pa3oM de-
pe3 dpeppeioKCUH-3aBUCUMYI0 (PUKCAITNIO YTIIEKMCIIOTO
raza. B npyrux tranax popMmatT ABIAeTCA TOOOUHBIM
IPOAYKTOM (POTOIBIXaHNA 1 HEKMX (DEPMEHTATUBHBIX
polieccos, ero o0pa3oBaHue, I0-BUAVIMOMY, MOKET
OBITH Pe3yJIbTaTOM HEIIOCPELCTBEHHOTO BOCCTAHOBJIIE-
HUA YTJIEKMCJIOTO ra3a B XJopoIlIacTax. B pacTeHnax
kapTodensa MmetabonmaM popMmuaTa CBA3aH C CUHTE30M
CepuHa.

Tecrnaa B3aMOCBsA3b Mesky OuocuHTE30M hopMma-
Ta u cepuna cyiecrsyet u 'y A. thaliana [31]. Iloaxyue-
HbI TPY JIMHUM TPAHCTE€HHBIX PACTEHMII C ITOBBIIIIEHHO
skcnpeccuert FDH. YpoBens hopMuaTa B TPaHCTE€HHBIX
pacTeHuAX ObLI MIPAKTUYECKN TaKUM Ke, Kak u B A. thal-
iana nuroro tuma. IIpu nobasiennn MmedeHoro popmua-
Ta 0OpasoBaHMe PAAMO0aAKTIBHO MEUEHHOIO YTJIEKICIIOTO
rasa B TPAHCTeHHBIX PACTEHMAX ITPOVCXOINIIO TOpa3o
VHTEHCUBHEE, B TO BpeMsd KaK HaKOILJIeHNe CePUHA OCTa-
BaJIOCh HA IIPEXKHEM YpPOBHe. TpaHCreHHbIe pacTeHns A.
thaliana ¢ OBBIIIIEHHBIM YPOBHEM 3Kcupeccun rena FDH
TIoJIydeHblI 11 B pabore [32].

DocdoprnmpoBanme — BasKHENIINII CIIOCO0 PEry AN
MeTabosmaMma. VIzBecTHO 14 6€IKOB MUTOXOHIPNMIL KAPTO-
e, KOTOPbIE MOTYT HAXOOUTBCA B (POCOPUINPOBAH-
HOM Byfe [33], B Tom unciie u FDH. VnenTndpunmpoBaHb!
aMMHOKVICJIOTHBIE OCTaTKY MuTOXoHApMaabHov FDH rap-
TopesIsA, KOTOphIEe ITOABEPTatoTCa POCOPUINPOBAHNIO —
Thr76 u Thr333 [34]. Aramms cTrpykTypsl FDH noka3zad,
YTO 9TY ABA OCTATKA TPEOHMHA HAXONATCA Ha IIOBEPXHO-
cTu 0eJIKOBO I'JI00YJIBI ¥ MOT'YT OBITH JIETKO JOCTYIIHBI
IJIA KMHA3, KaTaJM3UPYIIINX mpoliecc pocopnimpo-
BaHMA. BbICOKMIT ypoBeHb hocopuimnpoBanmud HabJIr0-
naercda u B cyobpenuuaniie El-o nupysaTtnernaporesassl
(ILAT"). Docopunmposanne kak FDH, Tak u nupysaTae-
IMAPOreHasbl PeryaupyeTcsa M3MeHeHeM KOHI[eHTpaInn
NAD?*, chopMmuaTa u mupyBaTa, 4TO TOBOPUT O CXOJICTBE
B MeXaHM3MaX Perynanuu paboTel 5TuX PpepMeHTOB.
IIpu noebinennn koutentpaimu NAD*, dhopmmara u -
pyBaTa ypoBeHb (pochopminpoBaHNA (pepMEeHTa CUIBHO
cumskaercs. IIpennosaraeTcs, 4To IUPyBaT MOKET IIpe-
BpalmaTbCca B (DOPMUAT B peaKkyy, KaTaJIn3npyeMon
nupyBaT-opmuaranaszoi (IIDJ), a namee popmuart
oKucigerca npu ygactuy FDH.

Kak BuaHO 13 npeAcTaBJIeHHBIX NaHHBIX, (hopMuaT-
JIOH BOBJIEUEH B OOJIbIIIOE KOJIMYECTBO CJIOMKHO PEeryJin-
pyeMbIx MeTabosrdecKkux npoteccon. Hanbosiee mosxyo
cxeMy ydacTtua popMmaTa B MeTabosm3Me pacTeHnit
MOSKHO HaiiTu B pabore [11].

VlccnenoBaunusa mocjiefHUX JIeT CBUAETEIbCTBYIOT,
uTo cofepsxanre FDH B MUTOXOHAPUAX pacTeHUl BO3-

pacraer B OTBET He TOJIbKO Ha (pU3NUECKUEe U XUMU-
deckue (PaKTOPBI, HO U IPU «OMOJIOTUYUECKOI aTaKe».
AxtuBaiuio 6uocunaTesa FDH nabaroganu npu 3apa-
skeHuu nyba gepenrdatoro (Quercus robur) maToreHHbIM
rpubom Piloderma croceum [35], mmennIiibl — rpubom
Blumeria graminis f. sp. tritici [36] n dpaconu (P. vul-
garis) — rpubom Colletotrichum lindemuthianum [11].
B renome caconn nmerorca Tpu rena FDH, n ux sxc-
[Ipeccusi peryjamnpyercs TUIOM Bo3zaeiicTBus. [Ipemamno-
JaraioT, 4To cuHTe3 FDH y nmmenuIisl mEAyHMpyeTCA
MeTaHOJIOM B pe3yJbTaTe BO3elICTBIUA IeKTUHMEeTUI-
acTepa3bl Ha IeKTHUH. B pacrenuax tabaka Nicotiana
attenuate, noBpeskaeHHbIX rycenuriamu Manduca sexta,
IIPOMCXOAUT BblAeJIeHVI€ KOHBIOTIaTOB MMPHDbIX KNMCJIOT,
KOTOpBIE 3aIIyCKAIOT CUHTE3 PALa OEJIKOB, B TOM YMCJIIe
u FDH [37].

B zakmaioueHne 3TOro paszesa OTMeTUM, 4TO Pop-
MHUATAETUIPOreHasa — 3TO YHUBEPCAJbHBIN (PEPMEHT,
BOBJIEUEHHBIN B OTBET KJIETOK Ha CTPecC, BBI3BAHHBIN
KaK DK30TeHHbIMY (HeTaTUBHBIE BO3JEIICTBIUA OKPYIKa-
IOIIel cCpenbl), TaK ¥ SHAOTEeHHbIMY (HeXBaTKa BasKHel-
VX MUKPO3JIEMEHTOB, BO3/IE/ICTBUE IATOTE€HOB) IPO-
eccaMm. OTO CBUAETEJILCTBYET O KyoueBoit poau FDH
B IIporeccax metabosmmamMa BbICIINX pacTenuii. [Tomyue-
H1e MyTaHTHBIX (popm FDH, 06514 1a0111MX TOBBIIIIEHHO
KaTaJIMTUYIECKOl aKTVMBHOCTBIO, ¥ BCTPaUBaHUe X TeHOB
B F€HOM PaCcTeHUI BMECTO T'eHOB (PEPMEHTOB AMKOTO TUIIA
OTKpPBIBaeT IIPVHIMINAJIBbHO HOBBIN IIOAXO0 K CO3JaHIIO
pacTeHMIi ¢ IIOBBIIIIEHHOM YCTOMYNBOCTBIO K CTPECCOBBIM
BO3JIEVICTBUSM.

OCOBEHHOCTM NEPBUYHOM CTPYKTYPbI
PACTMTEJIbHbIX FDH

AKTUBHOE pa3BUTHE METOJ0B MeraceKBeHUPOBaHUA
IIPMBEJIO K TOMY, YTO HPAKTUYECKM KasKIbIil JeHb IIy-
OJIMKyeTCsA CTPYKTYpPa TeHOMa Pas3JIMYHbIX OPTaHM3MOB,
BKJIIO4Uas pacreHud. [Touck B 6a3ax manubix GenBank
(GB), EMBL, a taksxxe KEGG (http://www.genome.jp/)
[I03BOJINJI HAITYU HYKJIEOTUAHbIE TI0CTIEL0BATEIbHOCTH
reHoB (ntosieble niau B Buze kIHK) pacturensusrx FDH
bosee uem u3 70 ucrouHnkoB. Kpome Toro, paxn nocie-
JI0BaTeJIbHOCTEN, OTCYTCTBYIOIINX B OaHKAaX JaHHBIX,
npexacrasyeH B pabore [11]. B maba. 1 npuBeneHs! Ha-
3BaHUA PACTEHMI, 8 TAKYKe COKpAalIlleHHbIe 0003HAYeHU A
FDH. IIpu cpaBuerun ucnoab3oanay FDH, xapakTep-
Hble JJIf Pas3JIMYHbIX MUKPOOPTAaHM3MOB, HAIIPUMED,
depmMeHTH METUIOTPOQHBIX OakTepuit Pseudomonas
sp. 101 (mamnboJsiee M3ydeHHAA K HACTOAIEMY BpEMEHN
FDH) n Moraxella sp. C2, natorenunsix Burkholderia
stabilis n Bordetella bronchiseptica RB50 (Alcaligenes
bronchisepticus), r1yOOKOBOIHBIX HEKYJIbTUBUPYE-
MBIX MOPCKUX aJibda-IpoTeodaKkTepuiil 1 a30TOPUKCH-
pyromnx 6akTepuit Sinorhizobium meliloti, gposKeKein
Saccharomyces cerevisiae u Candida boidinii.
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Tabnuua 1. McToUHMKM 1 coKpaLLeHHble 0603HaueHus PopPMHaTRErMAPOreHas, PacCMOTPEHHbIX B faHHOM paboTte

AmaFDH1 KEGG: EST 2545

Arabidopsis thaliana AthFDH EMBL AF208029

. BnaFDH1 [11]
Brassica napus Pamc
BnaFDH2 KEGG: EST 21261

Cryptomeria japonica CjaFDH1 KEGG: EST 5066
CreFDH3 KEGG: EST 11052
Coffea canephora CcaFDH1 KEGG: EST 1007

SoyFDH1 GB AK244764, [38]
SoyFDH2 GB BT(094321
Glycine max Cosa SoyFDH3 GB AK243932,[38]
SoyFDH4 GB BT095613
SoyFDH5 KEGG: EST 19520

PpiFDH1 KEGG: EST 174

Pinus pinaster CocHa npuMopckasa
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Populus nigra PniFDH2 KEGG: EST 7989
Populus trichocarpa PtrFDHI1 GB XM002320465, [45]
Ily6 wepemraTeui QroFDHI1 GB AJ577266.2, [35]

Solanum tuberosum StuFDH1 GB 721493, [21]

AJCF DH1
Aj II
Jettomyces capsulatus | AjcFDH3 | 9]

Burlholderiu stabilis BetFDI 51

Uncultured marine alpha Hexyorsnpyemste rory6o-
proteobacterium HOT2C01 cosmid clone KOBOJHBIE MOPCKIE aJib(pa- UmaFDH GB AY372455
poreobaKTepUN
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B FDHL - - = == <= m e me e e MAMARAAARGL VDRAL VGSRAAHT SAG- SKKI VGVF
(=057 [ =/ MAMARAAARQL VDRAL GSRAAHT SAG- SKKI VGVF
Far FDHL- - = === == === mmmmmmmmmam o - MARAAARHL VDRAL GSRAAHT SAG- SKKI VGVF
HVUFDHL- - <<~ oo oommm MAAMARAAARQL VDRAVGSRAAHTSAG- SKKI VGVF
Ta€FDHL- = - === == - mmmmmmeee - MAAMCRAAARQL VDRAVGSRAAHT SAG- SKKI VGVF
Shi FDHL- === === =mcmmmmmmmmann MAMARAAARQL VDRAL GSSAAHT SAG- SKKI VGVF
SOf FDHL- = - == o mmoem e MAMARAAARKL VDRAL GSRAAHTSAG- SKKI VGVF
4311 = D NP MAMARAAARQL VDRAL GSRAAHT STG- SKKI VGVF
PVi FDHL- == == === e mmmmme e e e e - MAMARAAARQL VDRAL GARAAHT SAG- SKKI VGVF
OSAFDHL- - - = < - < e e MAMARAAAGHL L GRAL GSRAAHTSAG- SKKI VGVF
Shi EDH2- == === === e e = - MAVRRAAQQAARFAMGPHVPHT APAARSL HASAG- SKKI VGVF
LjaFDHL------------ MAMKRAASSAVRSL L TAPTPNPSSSI FSRNLHASGG- KKKI VGVF
MrFDHL------------ MAMKRAASTLI TASSKI SSLSSPSSI | TRDLHASGG- KKKI VGVF
PVvUFDHL--------------umm-- MAVKRAAASSAFRSLLSSTFSRNLH- - - - - - KKI VGVF
VUNFDHL- - = s cmmmmmme e e e - MAMRRAAGSSAI RSLFSSTFSRNLHVSGE- KKKI VGVF
SOYFDH3- === ==« - =z MAMVKRAASSSVRSL L SSSSTFTRNLHASGE- KKKI VGVF
SoyFDH4- - - - - - - - - - - MAMVKRAASSAL RSLI ASSSTFTRNLHASGE- KKKI VGVF

IASCE- KKKI VGVF

Soy FDHL- - MSNFTLKMSDPTLAQQHLVKVHT TTHETVVTTHNHNQIPS
PS|

Soy FDH2- - MUNFTLKMSDPTLAQPHLVKVHTT- LETVWTTHNHNHR

IASCE- KKKI VGVF

IASGE- KKKI VGVF

IASSG- KKKI VGVF

IASSG- KKKI VGVF

ISSSG- KKKI VGVF

IASPG- SKKI VGVF

IASPG- SKKI VGVF

SOYFDHS- - = == m e mmm e MAVKRAVQSL LASSSTLTRNLH
Tof FDHL- - - --=-=----- MAI AVKRAAAAAATRAI SSANSGSI FTRHLH
LSAFDHL- - = - - = = = = m = mw o mme e e o MAI AVKSDSGS! LTRHLH
HanFDHL- - - - - - - - - - - - MAVBMAMKRSAAAATRAL SSATSSS| LTRDLH
ATBFDHL- - - - = == === m e o - MAVKRAAVTAVRAL TSSAPSSVL TRGLH
TPUFDHL- == == === === - - - MAVKRAVASTVGAI TSSGNPASSVLARYLH
LeSFDHL----ccmmmmoacmen MAVRRVASTAARAI ASPSSLVFTRE

StUFDHL- === --=-=-c===m=- MAVSRVASTAARAI TSPSSLVFTRE!

Nt aFDHL- - ----------- MAVRRVASTAARAFASSSPSPSSL VFTRI

L QASPG- PKKI VGVF
LQASPG- PKKI VGVF
LOASPG- SKKI VGVF

Wi FDHL--------------- MAMVKRVAESAVRAFAL GSTSGAL TKI

IASAG- SKKI VGVF

MeSFDHL- -« = <<= = === = - MKRAATSAI RAFPSSFGI SGSSALGRHLHASAG- SKKI VGVF
G aFDHL- - = =< == - mmmeoma- MKQVANSAI KAl ANSGSSSLLTRQLHASPG- SKKI VGVF
Gar FDHL- - == === == o e e me - MKQVANSAI KAl ANSGSSSLLTROLHASPG- SKKI VGVF
Gi FDHL- - == === e mmm e e MKQVANSAI KAl ANSGSSSLLTROLHASPG- SKKI VGVF
TCaFDHL- === == === mmm - MKQVASSAI KALANSGSSSVL TROLHASPG- SKKI VGVF
CCaFDHL- = === - === === MAMVKRVAASAL RAFTSSGNSTSSLL TRRLHASPG- SKKI VGVF
I DaFDH = - <= === == <o MAVRRVAASGL RAFASYGNPS- - LL TROLHASPG SKKI VGVF
APUFDHL- = = == == === 2 - = MATRKAVVL GAQSL L RSSSTSSPS] RNLHASSE- SKKI VGVF
APUFDH2- - = == == o e e e o MKKAAL STVQSVL SSSSFSTRLVRHSHTSPG- SKKI VGVF
YEFDHL- - - <<= === - == MAM_RAAKQAI QTLGSRI PSSSTFSRHLHASPG- SKKI VGVF
ZOf FDHL- == == === == o= o= MAM_ RAAKHAVRAL GSRAPDASPFARNLHASTG- SKKI VGVF
Q OFDHL- - - === ms o e e MAGAATSAI KSVLTRHLHASPG- SKKI VGVF
RCOFDHIL- - - = <= = - - MKSYSKRI ALW.QRI EDGASDVTEEL GVSI NSASAG- SKKI VGVF
BnaFDH2- - - = === = === - = - MAVRRVTRAAI RASCVSSSSSGYFARKENASSGDSKKI VGVF
Bol FDHL- - - = === == cmm e memm MAMVRRVI RASCVSSSSTGYL ARKEHASSGDSKKI VGVF
Csi FDHL- - -=--=-=---- MAMVKRVASSAI NAFASSGYL RSSSRFSRHY- ASSG- RKKI VGVF
MIOFDH- = - = = == === == - MASKGVI ASAVRALASSGSSASSTTFTRHLEASGG- SKKI VGVF
PPEFDHL- -« = === === - - - MKGVI ASAVRTLASSGSSASSTTFTRHLHASAG- SKKI VGVF
CpaFDHL- - === =-=---- MKRAATSAI KAFASSQTSFSGLSTNFARNLHASPG- SKKI VGVF
CreFDH3- === -=-x=-=--- MKRVASSAI NAFASSGYL RSSSRFSRHY- ASSG- SKKI VGVF
BnaFDHL- - - = === ===~ MAMRRI TGAI RASCVSSSSSGYFAROEHASSGDSKKI VGVF
AtRFDH =< = - o cmm e mem e MAVRQAAKATI RACSSSSSSGYFARROENASSGDSKKI VGVF
R @FDHL- - < = == === = e o e e o MAMQAAI RACVSSNSSGFL SRHLHASSGDSKKI VGVF
Ppi FDHL- -~ - ------ MASRRAVI SAFRAASRRPI CSPVSS| ASSVRELHAPAG- SNKI VGVF
Pt aFDH2- - <= == === == - - - MASRRSVI SAFRAASRRPI CSPVSSVRELHAPAG SNKI VGVF
Pt aFDH3- - - == -« - - MASKRAVI SAFRAASRRPI CSPVSS| ASSVRELHAPAG- SNKI VGVF
Pt aFDHL- - - - - - - - - - MASRRSVI SAFRAASRRPI CSPVS- - - - SVRELHAPAG- SNKI VGVF
PSi FDH- - - <= -« ---- MASKRAVI STFRAASRKPI FSSVSPLASSVRELHAPAG- SNKI VGVF
Pgl FDHL- -~ ------ MASKRAVI STFRAASRRPI CSSVSPLASSVRKLHAPAG- SNKI VGVF
G aFDHL---------- MASKRAVKS- - - AAQ- - - - - - AFSPL- SSI RALHAPAG- PNKI VGVF
PtrFDHL----------- MAMKRAATSAI RAFSSSSPASSVSSGSSTRLLHASAE- SKKI VGVF
Pt MFDHL- - - = === - = - - MAMVKRAATSAI RAFSSSSPSSSL SSGSSTRLLHASAE- SKKI VGVF
PNi FDH2- - - = === = - - MAMVKRAATSAI RAFSSASPASSVSSGSSTRLLHASAE- SKKI VGVF
MEr FDH- = <= <o o e e mm o e MKRATASAI RAMVASSTNSSTI LSRNLHASSD- SKKI VGVF
AOT FDHL- = = == == === mmm e oo MTFARS| TRAAL KASPL SRASRTFSSSSSAQSKVL ML
Myr FDH - MVFARSSL RMARPASSL L SQRATASFTQRGANL ARAGGVRTL TSTSSRQGKVL LV
PraFDHL- - - - - - MVFSRSI PRALQRPATSLLAI PARQWRAPVFSGVRTL TASAPRQGKVL MV
Aj CFDH3- - - - -- - MGRGLPRSSSAPFPGYNTQSYGPLPRLPSLTRVI TLTASPKLQGKVL LVL
A CFDHL - = - m e m e e e e oo MGKVLLVL
PSEFDH: = - = = = = == <= @ e e e eeaaooa- MAKVL CVL

Puc. 1. CurHanbHble NocnepoBaTenbHOCTM PAcTUTENbHbIX POPMHUATAEM M-
AaporeHas. 3gech 1 Ha puc. 2 n 3 0603HaYeHNs PEPMEHTOB CM. B Tab. 1.
Ha3sBaHus dpepMeHTOB M3 pacTeHUM BblAENEHbI 3E€MEHBIM, U3 MUMKPOCKOMM-
yeckmnx rpnbos — po3osbim, a FDH 13 Baktepuii — cuium. MNoauepkHy TbI
noTeHuMarnbHble crieLmMdprYecKmue nocnefosarenbHocT1, obecneumsato-
LLie TpaHCnopT hepmeHTa B MuToXoHapun. OcTaTok, nocrne KoToporo
NPOUCXOAMT OTLLEMINEHNE CUrHANbHOrO NenTHAa, MOKa3aH 3eMeHbIM Kyp-
cuBom. KpacHbim BbigeneHbl KOHCePBaTUBHbIE AMMHOKUCIIOTHbIE OCTaTKK

ana ecex (*)opMman,erMp,poreHa&
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OTanuuTe bHON YEpPTOI pacTu-
TeabHBIX FDH aBsaderca Haauuue
Ha N-KOHIle CMHTe3MPyeMOro Ipodep-
MEHTa CUTHAJIbHOTO IeNTHUa, KOTOPbIi
oTBeydaeT 3a TpaHcropT FDH ns muto-
mJ1a3Mbl B MuTOXoHIpuu [21]. Y Oak-
TepUaJbHBIX U gposkskeBbIx FDH cur-
HaJIbHbIE MIENTUIbI OTCYTCTBYIOT. ['eHbI
FDH psana naToreHHbIX MUKPOCKOIIYUEe-
CKUX IpUOOB TaKIKe COmepIKaT HyKJIeo-
TUIAHYIO II0CJIeI0BATEJIbHOCTD, KO-
PYIOIIYIO CUTHAJIbHBIN ernTua. OgHaKo
B 3aBUCHUMOCTH OT COCTOAHUSA KJIETKN-
X03AMHA CUMHTe3upyeMad c reHa FDH
PHEK nonBepraerca ajibTepPHATUBHOMY
CIJIAJICUHTY, B Pe3yJabTaTe KOTOPOro
obpasytorca pasubsle MPHE, kogupyo-
mye 6eJIOK KaK C CUTHAJIbHBIM IIeIITV-
oM, Tak 1 6e3 Hero [49].

Ha puc. 1 npencraBiieHbl CUTHAJIb-
HBbIe II0CJIeIOBATEeJIbHOCTY (POPMUAT-
IernaporeHas U3 pa3JMYHBbIX MCTOY-
HUKOB. [loTuepKHYTHI IOTEHI[AJIbHbIE
crienpuyecKe I0cJIel0BaTeJIbHOCTH,
obecrieunBaloNie TPAHCIOPT (PepMeH-
Ta B MuTOoXoHApUn. OCTaToK, I1ocje Ko-
TOPOTO NPOUCXOANUT OTHIeIJIeHNe CUT-
HaJBHOTO IMeNTHa, IoKa3aH 3eJeHbIM
KypcuBOM. ¥ OoJbImHCTBa popMMaT-
JernaporeHas 3TO OCTATOK aprMHMHA,
B DTOM IIOJIO}KEHNUN HAXONATCA TaKiKe
octaTok cepuna (FDH copro SbiFDHI1,
rJyenieBuabl RcoFDH1), nmusuna (Bu-
Horpany VviFDH1), nponnua (FDH con
SoyFDHI1, SoyFDH2, nszocopmsr 1, 2).
CurnaJsabHadg rocjiegoBaTesabHocTs FDH
oboralrjeHa aMMHOKMCJIOTHBIMM OCTaT-
KaMM, COAEPIKalMMI I'UAPOKCUIb-
HBIE VIJIV IIOJIOYKUTEJIbHO 3aPAKEeHHBIE
Tpynnel, U crocodHa o0pPas30BBIBATDH
aMpupnIbHyo o-crnupaib. CUTHAIb-
Had I0CJeJ0BaTeJbHOCTb OYeHb KOH-
cepBaTuUBHA: yhaJleHNe BCEro ABYX
N-KoHIIEBBIX aMMHOKMCJIOT IOJIHO-
CTbIO OJIOKMPYeT TPaHCIOPT hpepMeH-
Ta B MUTOXOHApUMU [53]. YcTaHOBIEHO,
yro N-konuesoit motus MAM mo3BoJisa-
€T OCYIIEeCTBJIATE OBICTPBIV TPAHCIIOPT
depmenTa B muroxoHnpuu. Ha puc. 1
npezncraBiieHbl N-KOHIIEBbIE II0CJIe[0-
BaTeJbHOCTU 63 pacTurenbHbix FDH,
n3 HuX MoTuB MAM B nosiosxenun 1—3
uMeroT 35 pepMeHTOB. Y pAna pacTu-
TesqbHBIX FDH Ha N-KoHIIe HaxXogATCA
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SoyFDH?2
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ApuFDH1
SoyFDH5
PpaFDH
RraFDH1
BolFDH1
BnaFDH?2
BnaFDH1
AthFDH
RcoFDH1
OsaFDH_Ja
OsaFDH_In
OsaFDH1
TaeFDH1
HvuFDH1
SofFDH1
FarFDH'1
PviFDH1
SbiFDH1
ZmaFDH

PedFDH
BdiFDH1

Puc. 2. ®unorenetnyeckoe gepeso N-koHueBbix nocneposaTtensHocTern FDH pactenun.
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pasMepy, 4TO FOBOPUT O BOZMOXKHOI!

dopmu-
-KOHIIeBOM

aTAernaporeHas3 Kak I10 COCTaBy (Ha—
PHK [49].

HekoTopble mocjenoBaTeIbHOCTHU
(TTacJieHOBBIE: TOMATHI,

kapTodesb; 3JaKU: pUC, AUIMEHb,

ro cemelicTBa
Y oospiunHcTBa pacternii FDH Ha-

XOOAUTCA B MUTOXOHAPUAX, HO AeTaJlb—

cxonuble MOTUBBEL: MAAM (y IBYX)
CTEN NPYIUX PACTUTETbHBIX

u MAS (y Bocbmu). N-Kon1ieBble amn-
HOKICJIOTHBIE II0CJIEN0BaTEJIbHOCTH
nzodepmenTtos 1 u 2 FDH cou pesko
OTJIMYAIOTCA OT II0CJIEL0BATEJIBHO-
oTMedeHbl PO30BLIM). [IpuBegeHBI

IBe n3odopMsl pepmenTa 13 Aj. cap-
cozepoKaT TaKyKe OCTaTOK aprMHIHA,

yyHaetcAa ¢ MSN u MLN), Tak u 1o
crierpmuecKkoy (PYHKIMM DTUX U130~
¢dopm FDH. Ha puc. 1 npeacTaBaeHbI
Takske N-KOHIIeBbIE TIOCJIeN0BaTEIb-
Hoctu FDH rpubos Aspergillus ory-
zae, As. flavus, Penicillium marn-
effei, Mycosphaerella graminicola,
Ajellomyces capsulatus (HazBaHUA
sulatus (AjcFDH1 u AjcFDH3), 06-
pasyoiyecs B pe3yJbTaTe ajbTep-
10 KOTOPOMY MOSKET IIPOUCXOAUTh OT-
LIeIJIeHNe CUTHAJIBHOTO ITenTuaa (0T-
MedYeH KyPCUBOM U PO30OBBIM ITBETOM).
ITo-BuguMOMy, ¥ MUKPOCKOIIMIECKUX
rpubOB CyII[eCTBYEeT aHaJJOTMYHBINI
MmexaHusM TpaHcnopra FDH B pas-
JIMYHBIE OPraHeJlJIbl KJIeTKN. Kpac-
HBIM Ha puc. 1 BbIZeJeHbI II0JTHOCTHIO
KOHCEpBaTUBHBLIE BO BCeX (popmMuarT-
JernnporeHasax ocraTku Lys u Val.
J1a cpaBHeHNsA noka3aHa N-KoHIeBas
I0CJIe0BaTEJIbHOCTE (DOPMUATAET -
nporenassl u3 Pseudomonas sp. 101,
BBICOKOTOMOJIOTMYHAA N

obsactn AjcFDH3 6e3 curHaJbHOTO
nerrruga. VI3 puc. 1 BUOHO, 94TO mOCse-
IOBaTEeJbHOCTY CUTHAJBHBIX ITEIITH-
IIOB B (pepMeHTax M3 PacTeHUl OgHO-
POKBb U IP.) UMEIOT BBICOKYIO CTEIIEHD
TOMOJIOT M.

HO€e M3y4deHNe CUTHAJIbHOIO IIeIrTmuga
depmenTa us A. thaliana mokasaJo,
4TO (pepMEHT MOKET TPAHCIIOPTUPO-
BaThCA U B xJioponyacTtel. N-Konreasa
YacTb 9TOTO (PEepMeEHTa CUJIbHO OT-
JIMYAETCH OT CUTHAJBHBIX II0CJIE0-
BaTeabHocTeit FDH mu3 kaprodens,

HATVBHOTIO CIIJIaMMCMHTa M
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AuMeHda u puca. IIpennosaraercs, 9To TPy HEKOTOPBIX
yeaoBuax AthFDH, soxkasm3oBaHHAA B XJIOPOILJIACTAX,
MOJKeT KaTaJy3VpoBaTh 00PaTHYIO PeaKI[nio, T.e. IIpe-
BpallleHye YTIJIeKUCJIoro ra3a B popmuat [27]. Vcrionb30-
BaHIe JPYTOTO ajJrOPMUTMa JIJIA CPaBHEHMA CUTHAJIBHBIX
nentunos FDH nokaszasio, 4To Bce pepMeHTEI, KpoMe
FDH u3 pacrenuii TomaTta, MOTYT TPaHCIIOPTUPOBATHCHA
KaK B MUTOXOHJZIPUM, TaK U B XJIOPOILIacTel [28]. Aranns
CUTHAJIBHBIX I10CJIeZI0BAaTEeJIbHOCTEN, IPOBEIEHHBII C I10-
morsio mporpamm Predotar, TargetP u Mitoprot [11],
noareepana, yro FDH nokanmmsyerca npenMyIiecTBeH-
HO B MUTOXOHJIPUAX.

B pacrenuax dopmmuaTmerngporenasa 4acTo npej-
cTaBJIeHa HECKOJbKMMU M30dopMamu, uian nsodep-
MEHTaMl, CHTEe3 KOTOPBIX OIIpeJieIAeTCsa COCTOAHEM
pacrennusa. Pazanuna B usodepmentTHom cocraBe FDH
B 3JI0POBBIX U OOJBHBIX NaJbMax Pericopsis mooniana
JICIIONIB3YIOT AJA 0TOopa JepeBbeB IIPY BBIOOPOYHON
BeIpyOKe [54]. ITonmmmopduam xapakreper u niaa FDH
n3 mungaas Prunus dulcis [55] mim P. amygdalus [56].
Ha ocuHoBanum anasmsa nszogpopm FDH 1 HeCcKOIbKUX
IPYTUX OeTUAPOTeHa3 IpeJIosKeH MeTOI UAeHTU(PUKA -
UM FeHOTUIa pacTeHus. Kak yiKe oTMedaJoch BBIIIIE,
npuamHOi obpaszoBaHMA pas3andHbIx nzodopm FDH
MosKeT OBITE pocopunmpoBanne [34]. B 3aBucumo-
CTM OT cTeneHM Monuduraluy Habaogasock obpazo-
BaHlMe MHOT'OYMICJIEHHBIX popM pepmeHnTa ¢ pl ot 6.75
o 7.19. Kpome Toro, ycTaHOBJIEHO, YTO JOIOJHUTEJIbHbIE
nsogopmel FDH kapTodesnsa BOBHMKAIOT B pe3yJabTa-
Te IIOCTTPAHCJIALVOHHOTO JIeaMUAVPOBAHUA OCTATKOB
Asn329 n GIln330 [34].

B orsnmune ot camux pacturenbHeix FDH, ypoBeHb
FOMOJIOTUM MEJKJY KOTOPbIMU cocTaBJsieT 0koJio 80%,
pasanyuMa B IIOCJIENOBATEJbHOCTAX CUTHAJIBHBIX IIeIl-
TUZOB ropasso 0oJsiee BorpaskeHbl. OcoOOEHHO HATJIAIHO
5TO BUIHO B caydae nzodepmentoB FDH con. 'omosiornsa
rocJIe[oBaTeJIbHOCTe caM1uX N30(hepMeHTOB COCTaBJIIA-
et 98%, B TO BpeMsA KaK y CUTHAJBbHBIX [TOCJIE[0BATE b~
Hocreit He pocturaet u 40%. Ha puc. 2 npexncraBieHo
dusioreHeTMYECKOE IEPEBO CUTHAJBHBIX IIENITII0B pPac-
tutesnbHBIX FDH. Bunuo, uto aBa nszodgepmenta FDH
cou Glycine max — SoyFDHI1 n SoyFDH2, o6pasyioTr
oTpenbHylo rpynmny. N-KoxieBaa obsacTs aTux dep-
MEeHTOB ropasfio njanHHee, yueM y FDH u3 npyrux pac-
TeHnii (puc. 1), ¥ CUIBHO OTJINYAETCA 110 aMUHOKMCJIOT-
HOMY cocTaBy. Jlajee oT gepeBa oTheanach 00JIbIAA
rpynmna cemeicTBa 3JakoB. IT0 pepmeHTH! puca (Os-
aFDH), nmmmenuns! (TaeFDH), aumensa (HvuFDH), ca-
XapPHOTO TPOCTHMKA, baMOyKa 1 Apyrux. Bosbiiaa rpymn-
IIa mpescraBjieHa (pepMeHTaMM pPacTeHUll ceMelicTBa
KaIlyCTHBIX (kpecTonBeTHBIX): penbku (RraFDH), ka-
nyctel (BolFDH), panca (BnaFDH), a Takske A. thaliana
(AthFDH). Ipyrue rpynns! o0pa3yioT OeJIKM aCTPOBBIX,
6000BBIX, ITACJIIEHOBBIX, MAJIbBOBBIX, COCHOBBIX ¥ MBO-
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BBIX. Kak y»ke oTMedaJsoch BBbIIIE, AT 130(DEPMEHTOB
FDH cou ne 00pa3syor oTzesnbHy0 rpynmny. IIocKoIbKy
CHUTHAJIBHBIV TIEIITH/T OTBeYaeT IIPesk]ie BCero 3a TpaHc-
IopT pepMeHTa BHYTPU KJIETKM, MOYKHO IIPEIIIOJIOKIUTD,
uTO pasHble n3odepmenTs! FDH cou TpaHcnopTupyoTes
B pa3Hble OpraHeJLJIbL

Ha puc. 3 mpencraBieHO BbIpaBHUBaHME HEKOTOPBIX
VIBBECTHBIX Ha HACTOAIINI MOMEHT IIOJIHBIX IT0CJIe0Ba-
TeJbHOCTeN pacTuTenbHbIX FDH, nya cpaBHeHUA Ipu-
BeJleHbl TaKsKe II0CJIeJ0BATEeJIbHOCTY PAJa aHAJIOTUYHbIX
(pepMEeHTOB MUKPOOPraHm3MoB. AOGCOJIIOTHO KOHCEpPBa-
TUBHbIE YYaCTKI BbIJEJI€HbI KPACHBIM, OCTATKM, [IOBTO-
pAmIMecd TOJbBKO B pacTuTesbHbIX FDH, oTmMeueHs!
3eJIeHBIM. BasKkHOoe oTinume OaKTepraIbHBIX (pepMeH-
TOB OT PACTUTEJbHBIX COCTOUT B HAJIMUUN $KECTKOI
N-koHIIEBOI ITeTaN. OTOT yYaCTOK ITOKPBbIBAeT 3HAYM-
TeJIbHYIO YacThb CyObeiMHNIBI (pepMeHTa. BepoaTHo, ero
B3aMMOJIeICTBYIE C JPYTMMM aMUHOKVICJIOTHBIMIU OCTaT-
KaMI ABJIAETCHA IPUUMHO O0Jiee BBICOKOI TepMoCTa-
O6usbHOCTY DaKTepMabHBIX (DEPMEHTOB II0 CPABHEHUIO
¢ pactuteasHbiMI. Kpome Toro, y FDH mukpobHOTro mipo-
ncxosxknennsa C-koHieBad 06JacTh AJIMHHEe, 9eM Y pep-
MEHTOB pacTeHui. B To ke BpeMdA B OCTaJIBHO YacTu
aMIHOKJICJIOTHO I10CJIeJOBATEJbHOCTY OTYETJIVBO IIPO-
caesxuBaerca pasnesnenre FDH no romosnorun Ha nBe
rpynnsl. B mepByo BXOOAT pepMeHThI OaKTepuii 1 pac-
TeHUI, a BO BTOPYIO — OPOKIKEN VI MUKPOCKOIIMYIECKUX
rpubOB.

PDepMeHTHI pacTeHNI BbICOKOTOMOJIOTUYHBI MEXKIY
c06071 (0x0J10 80%), roMOJIOr A MEK Y DaKTepraIbHbIMA
u pacturesnbasiMu FDH cocrasiser okosto 50%.

MONYYEHUE PACTUTEJIbHbIX
DOPMUATAETMAOPOTEHA3
B pacrennax FDH soxannsoBaHbl B MUTOXOHAPUAX,
II09TOMY OHM COCTaBJAIT MaJIyIO0 YacTbh BCEX PACTBO-
PUMBIX OEJIKOB KJIETKMU, U BhIZleJieHre pepMeHTa Helo-
CPeACTBEHHO M3 PACTEHUI IIPENICTABIIAET TPYLOEMKYIO
U AJIUTeJIbHYIO0 Ipolenypy. Kak mpaBuio, pacTuTeIbHbIe
FDH He oTsmyaroTca BBICOKOM CTaOMIIBHOCTBIO, UTO IIPU-
BOJMT K JOCTATOYHO CYIIIECTBEHHON MHAKTUBAIIMN (pepP-
MEeHTa B IIPOIlecce BhIAeJIeHNsA. B pedyJsbTaTe yneabHasa
aKTMUBHOCTB ITOJIy4YeHHBIX ITpenapatoB FDH HamHO-
TO HIKE, YeM MOYKHO OBLIO 03KuIaTh (maba. 2). Brep-
Bble ounieHHaa pacturenbHad FDH 0Ovl1a nonydena
B 1951 r. m3 ropoxa u cpacosm [13]. B 1983 r. B jocraTou-
HO Oosbiux Koandectsax FDH Boigesmiin 13 60608 con
G. max, 9TO II03BOJIUJIO OIIPENENIUTb aMIHOKVCIJIOTHBIN
COCTaB pPacTUTEJbHON (popMUaTIErNIporeHassl [57].
ITepryto kIHK pacturensrnost FDH rmonuposa-
Ju u3 Kaprocesnsa B 1993 r. [21]. B 1998 r. kounpoa-
au k] [HK FDH u3 aumens [8], a B 2000 r. — u3 puca [41]
u A. thaliana [26, 27]. Co3naHbl TpaHCIeHHBIE pacTe-
Hua A. thaliana n Tabaka, skcupeccupytonme AthFDH
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[28], ogHaKO BBIXOA (pepMeHTa OBLI He OYEHDb BHICOKVIM.
Oxcnpeccusa nonHopasmepHoit k/I[HK FDH kaprodena
B KJeTKax Escherichia coli mpuBoania ¥ 06pa3oBaHMIO
HEepacTBOPYMBIX TeJiel] BKJIoUeHns [21].

BrepBble akKTUBHYIO U PAaCTBOPUMYIO peKoMOM-
HAHTHYIO PAaCTUTEJNbHYIO (POPMUATAETrUIPOreHasy
HoJy4musu B KyieTkax E. coli, B KOTOPBIX BKcIpeccu-
poBasiu k/JHK FDH puca [41], ogHaxko ypoBeHb OeJska
ObL1 oueHb HU3KUM — 0K0Ji0 0.01% ot Bcex pacTBOpU-
MBIX 0eJIKOB KJIeTKN. B Hateil jabopaTopum co34aHbI
mraMmbl E. coli — cynepnpoayieHTs akTUBHbIX FDH
us A. thaliana (AthFDH) u cou G. max (u3opepmeHT
SoyFDH2), B KOTOpBIX cofepskaHMe pepMeHTa JOCTU-
raJio 40% ot Bcex pacTBOPUMBIX OEJIKOB KyeTKU [H8] (reH
FDH cowu sr06e3H0 mpenocrasieH mpodeccopom H. Jla-
opy (N. Labrou) n3 AQMHCKOTO CeJIbCKOX03ACTBEHHOTO
yHuBepcurera, I'pernusa, a red FDH A. thaliana — npo-
deccopom k. Mapkseasom (J. Markwell) nz Yuu-
Bepcurera mrara Hebpacka B Jluukoabue, CIIA).
B ryetrax E. coli orcyTcTByeT cuctemMa TpaHCIOPTa
B MUTOXOHJIPUM, IIO3TOMY, YTOOBI IIOJIYYUTh «IIPUPOI-
HBII» (PEPMEHT HaM IIpuiuiock ynaants n3 kK IHK mo-
CJIeZJOBATEIbHOCTY, KOAMPYIOIIJe CUTHAJIBHBIA IIeII T
[58]. Ilocie onTMMM3aIMM YCJIOBUI KYJIbTUBIPOBAHUA
BbIx0J perkomOnHauTHEIX FDH A. thaliana n cou G. max
nmocturata 500—600 mr/x cpensr [6]. Pazpaborana meto-
IVKa, KOTOpas 33 ONHY XPOMaTOTpaPUIeCcKyI0 CTa N0
[103BOJIAJIA [T0JIyYaTh HECKOJIBKO COTEH MUJLJIUTPAMM To-
moreHHOro npenapata FDH 3a ogHo BeIfesenne. Takum
obpaszoMm, OBLIM CO3JaHbI BCE YCIJIOBUA JJIA IIPOBEAECHNA
cucrematudecknx uccaenosaunii FDH us A. thaliana
u con G. max, BKJIIOYAA DKCIIEPMMEHTHI 110 TeHe TIYeCKO
VHKEHepUN 1 OIIPEeIeJIEHNI0 CTPYKTYPBI C IIOMOIIBIO
PEHTIeHOCTPYKTYPHOTO aHaJM3a. ¥ CIIEIIHO IIPOBeIeHbI
U DKCIIEPMMEHTEHI 110 DKcIpeccun B KieTtkax E. coli FDH
u3 L. japonicus [10].

KMHETUYECKME CBOMCTBA
®OOPMHUATAENMAPOTEHA3 PACTEHUM

B maba. 2 cymMMupoBaHbl KMHETUYECKNME CBOMCTBA
NIPMPOJIHBIX ¥ PEKOMOMHAHTHBIX pacTtureapHblx FDH.
L5 cpaBHEHNA NIPUBEEHbl XapaKTePUCTUKY HanboJee
U3y4YEeHHBIX DaKTePUaJbHBIX U JPOKIKEBBIX (DEPMEHTOB.
VI3 naHHBIX, IPUBEEHHBIX B Mab.a. 2, MOYKHO CHleJIaTh
HECKOJIBKO Ba’KHBIX BBIBOJIOB:

1. Ha nmpumepe FDH us A. thaliana xopouro BuznHO,
4TO MHOTOCTaIUITHOE BhIJeJIeH1e IPUPOSHOTro hepMeHTa
COIIPOBOKAAETCA 3HAUUTEJILHON II0Tepeli aKTUBHOCTIA.
Y nesnbHaA aKTMBHOCTD IIPEIapaToB, JasKe MOJIyYeHHbIX
3 TPAHCTe€HHBIX PACTEHMI, B HECKOJBKO pa3 MEHBIIIE,
uyeM y pexkoMmburanTHO AthFDH, sxcnpeccupyemoit
B kJyeTKax E. coli. Cnenyer ormeTuts, uto AthFDH oT-
Hocutrca K crabunpasiM FDH. ITo TepmocTabuiabsHOCTI
oHa gaske npesocxoaut FDH Moraxella sp. C2 u qposx-

skeit C. boidinii (maba. 3). OueBMAHO, YTO CTEIIEHb MHAK-
TuBaIUM Apyrux mMeHee ctabuabHeix FDH (ocobenHo
B caydae SoyFDH), BeimesngeMbIX 13 IPUPOTHBIX MC-
TOYHMKOB, OyZeT BbIlIe. ITO HEOOXOMMO yUUTHIBATD
Ipu aHaauide POPMUATAEIMIPOTeHa3HO aKTUBHOCTH
B PaCTEHUAX.

2. Y nespHadA aKTUMBHOCTL PeKOMOMHAHTHBIX AthFDH
u SoyFDH cpaBHUMa ¢ aKTUBHOCTBHIO (DOPMUATIET -
JIporeHas3 MUKPOOPTaHM3MOB, X0TsA OHa ycrynaer FDH
METUJOTPO(HBIX DaKTepuii U MeKaPCKUX TPOKIKEIL.
Kaxk y»xe ormeuasiock Belllle, B X0/ie BbIIEJIEHIA MOYKET
IIPOMICXOAUTD YaCTUYHAA MHAKTUBAIIVA (bepMeHTOB, I10-
9TOMY pacdeT KaTaJUTUYEeCKO) KOHCTAHTHI HA OCHOBE
BEJIMYNH Y eJbHOM aKTYBHOCTY I MOJIEKYJIIPHOI MaCChI
MOXKeT JaBaTh 3aHMKeHHbIe 3HaUeHns k_ . 9T0 0COGeHHO
BasKHO B carydae SoyFDH, TepmocTabnuiabHOCTE KOTOPOIA
HaMHOTO HMxke, yeM y gpyrux FDH (cMm. HMske pasne
1o TepMocTabuabHocT). ITosToMy HaMu pasdpaborana
MEeTO/MKa OIIpeJieJIeHMA KOHIIEHTPalM aKTUBHBIX I[€H-
TpoB pexoMOuHaHTHOV SoyFDH, ocHoBaHHasA Ha TyIe-
HUM COOCTBEHHOM piryopeciieHIMM pepMeHTa P ero
TUTPOBAHUM a3UJ-MOHOM B IIPUCYTCTBMUY KOpepMeHTa
NAD" [64]. A3ua-1oH ABIAETCA CUIbHBIM KOHKYPEHT-
ubIM nHTMOMTOPOoM SoyFDH (K, = 3.6 X 107 M), mosTomy
B YCJIOBUAX, 00€CIIeUNBAIOIINX DKBUMOJIAPHOE CBA3BIBA-
H1e (pepMeHTa U MHIMONTOPA, HAOIIOgaeTCA JMHeTHAA
3aBUCUMOCTD TyIleHnsa uryopecneniuy FDH ot xoH-
neHTpanuu azuna. OupenesieHHaA U3 BTUX DKCIIEPUMEH-
TOB BenuuMHa k_ (haKTUUeCKM coBNasa C BeJIMYMHOM,
PacCYMTaHHOI II0 YAeJIbHON aKTVUBHOCTY Y MOJIEKYJIAD-
Hoi Macce. [Tosry4yeHHbIe aHHBIE CBUETEIBCTBYIOT, UTO,
HEeCMOTPs Ha HUBKYIO TepMocTabniabHoCTh, SoyFDH, BBI-
JesiseMas 1o pa3paboTaHHON HAMI MEeTOAVKe, He MHAK-
TUBMpPYeTcs. B HacTosAllee BpeMA 5Ta METOAVKA aKTVBHO
UCTIOJIb3YeTCA JIJIA ONpesiesIeHUA BeJMunH k MyTaHT-
HbIX (popMm SoyFDH.

3. Pacturenvusie FDH nmeroT ropasao 6ojsee HU3-
KIe 3Ha4YeHuA KOHCTaHT Muxaniuca Kak 1o gpopmua-
Ty, Tak 1 110 Kopepmenty NAD? uem GaxreprasbHble
U IPOZKIKEeBBIE (pepPMEHTBL. JTO OUeHb BaYKHO JJIA IIPaK-
Tuyeckoro npumeHenus FDH. B nacrosamiee Bpemsa pe-
romOuuauTHBIE FDH Pseudomonas sp. 101 u C. boidinii,
XUMMUYecKas U TeMIlepaTypHas CTaOMIbHOCTH KOTOPBIX
yJIydIlleHbI MeTOZaMy OeJIKOBOJ VHIKEHEePUM, VICIIONb3Y -
I0TCA JIJIAL PereHepary BOCCTAHOBJIEHHOTO KO(pepMeHTa
(NADH nmm NADPH) B nporjeccax cCHTe3a XMPAJIbHbBIX
CoenVIHEeHMII ¢ TIOMOITBLIO TeTuaporenas [6].

4. IIpaxTnuecku Bce nsyudenHole FDH BrIcOKOCIIEIIVI-
ouunb! 110 oTHOIIEHNIO K KodpepmenTy NAD™. IIx kata-
stndeckas oppeKTuBHOCTh B peakiuu ¢ NAD? Boie,
yem B peakuuy ¢ NADP* or 2500 (PseFDH) 10 3 muii-
auapnoB (SceFDH) pas. VckiioueHne cCOCTaBJAET O~
caHHasA coBceM HegaBHO FDH 13 natoreHHbIX OaKkTepumii
Burkholderia stabilis, koropaa B 26 pa3s 6osiee adppek-
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Tabnuua 2. KuHetnueckue napameTtpbl POpPMHATREMMAPOrEHas M3 Pa3NUUHbIX MCTOYHUKOB

[27]

Arabidopsis thaliana,
HaTHUBHas, nocse adppmuHHOI
XpomaTtorpadun

A. thaliana, pekoMOnHaHTHA A
73 TPaHCTeHHOTO Tabaka

1.3

HA

0.87

65

78

10

11

HAO

HAO

[59]

A. thaliana, 13 MUTOXOHIPUI
JIUCTHEB

Topox (cemena)
Pisum sativum

1.9

HI

1.27

HI

34

22

14

261
1.67; 6.25 [62]

HI

HA

|

[60]

[61, 62]

Cos, Glycine max,
HaTVBHAS

Lotus japonicus

Kaprodenn
Solanum tuberosum

C. metillica,
IIKOTO TUIIA

HA

HI

HA

2.1

HA

1.2 (NAD*
0.005 (NADP*)

HA

14

5.7

25.9

19

bh]

0.6

6.1

0.54

HI

29.5

HA

HI

|

3.7x106

<4x107°

[57]

(10]

[29]

[66]

Burkholderia stabilis

Pseudomonas sp. 101

HN

10.0

1.66 (NAD")
4.75 (NADP*)

7.3

1430

60

55.5

0.16

>200

25.9

4.2x10*

[51]

*Hp, — HEeT OaHHbIX.
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TuBHa B peakiyu ¢ NADPY gyem ¢ NAD™ [51]. OrmeTnm,
uto myTanTHasa PseFDH, koepmenTHadA crienudpmy-
HOCTb KOTOpoit cMenmiacsk ¢ NAD" ua NADP*, nonyuena
emte B 1993 1. [6, 68], 1 TaKO (pEPMEHT YCIIEIIIHO UCIIOJIb-
3oBaJiu 1A peresepany NADPH [69, 70]. ia noryge-
A NADP*-crierudpuunoro dpepmeHnTa 04eHb IPUBJIIE-
kaTesbHON BeINIAINT SoyFDH, KoTopas nmeer camoe
HU3Koe 3Hadenne K mo NADP' cpenu scex NAD'-
cnemmduysbix FDH nukoro tuna [58] (maba. 2).

TEMMEPATYPHAS CTABUIIbHOCTb PACTHUTEJIbHBIX
DOPMUATAETMAOPOTEHA3

Io nonyuenusa pexkomOuHauTHBIX AthFDH 1 SoyFDH
B KJIeTKax E. coli cucremMaTnyeckne uccae[0BaHNA TEP-
MmocTabuipHOCTN pacTuTeabHblx FDH He mpoBogmimn.
Corgacao [59], mociie naKyOanyy TpancrenHor AthFDH
B Tedenue 5 myuH npu 60°C snauenna K, no dopmuaty
u NAD" cumskarorcs, OQHAKO BeJIM4IMHa YAEJIbHO! aK-
TUBHOCTU ylajia Ipu 3ToM B 13 pas. Hamu nposege-
HBI CUCTEMaTUYeCKNEe MCCIIeJOBAHNUA TeMIIepaTypPHO
crabunabHOCTN peroMOuHaHTHEIX AthFDH 1 SoyFDH
C MICIIOJIB30BAHMEM JBYX IIOAX0JOB — OIPEeIeJIeHN K-
HETVKI TEPMOVHAKTYBAIMM U (e peHIIMaIbHON CKa-
HUpYIoLIel kastopuMeTpuu [71, 72]. Orazajocs, 94TO Tep-
MOMHAKTUBaIMA pacTuTenbHbIx FDH, Kak 1 x aHaJI0r0B
n3 0aKTepuii M APOKIKEN, IPOTEKAeT II0 MOHOMOJIEKY -
JAPHOMY MEXaHM3My. 3aBUCHMOCTY MaleHNs aKTUB-
Hoctu AthFDH n SoyFDH ot BpeMeHM onyucbIBalOTCA
KVMHETVKOJ peaKLy IIePBOTo IIOPAKA, & BeJIMYMHA Ha-
OsIr0aeMOil KOHCTaHThI CKOPOCTY MHAKTUBAIMY I1€PBO-
ro MOPAAKa He 3aBJCUT OT KOHIEHTPpauuu pepMeHTa.
AthFDH n SoyFDH ou4eHb CMJIBHO OTJINYAIOTCA 110 TEP-

mocrabuabuoct. AthFDH tepsana 50% aktuBaOCTHU
3a 20 muu npu 59.5°C, a SoyFDH — npu 52.8°C. Paguuma
oyt B 7°C cOOTBETCTBYET pa3HMIle B KOHCTAHTAX CKO-
poctu nHaKTMBaLMM OoJiee ueM B 1000 pas. Paxkrudeckn
AthFDH ycrynaet no TepmocTadmiabHOCTM TOJIbKO FDH
Pseudomonas sp. 101 (63.0°C, camas crabmibnas FDH
u3 u3BecTHBIX) [6] u Staphylococcus aureus (62.0°C)
Y IPEBOCXOJNT BCE OCTAJIbHbIE I3BECTHbIE MUKPOOHBIE
dopmuaraerngporesassl. SoyFDH, naobopor, ycrymnaer
110 ctabusbHOCTM BeceM u3BecTHRIM FDH 3a mckiroue-
HIeM (pepMeHTa U3 ITeKAPCKNUX IPOKIKEN, Y KOTOPOTo
CYILIeCTBYeT APYTroil MeXaHN3M MHAKTUBAIUN. 3aBU-
CUMOCTY KOHCTaHTBI CKOpocTy nHakTMBalmy AthFDH
1 SoyFDH ot TeMnepaTypsl OIIUCBIBAIOTCSA ypaBHEHNEM
TEOPUM aKTUBMPOBAHHOIO KOMILJIeKca. PaccunraHnHbie
3HaueHnsd sHTa bl AH”- 1 saTpormmn AS™-akTnBaImm
IIpMBeAeHbI B mabda. 3. BugHo, 4T0O TepMocTabuIbHOCTD
dopmMuaTernnporeHas XopoIo KoppeanupyeT co 3Ha-
uennamy AH* n AS®. HauboJsiee BbICOKME 3HAYEHNA Xa-
pakTepHbI A camoii crabuibHo PseFDH, a nanbosee
Huskme — ana SoyFDH.

Pe3ynpTaThl 5KCIIEPUMMEHTOB 110 M3YYEHNIO TEPMO-
crabuiabHOCTH pacTuTebHbIXx FDH ¢ momorksio audde-
PeHIMAaJbHOI CKaHNPYIOIel KaJOPUMeTPUN XOPOIIOo
COIJIACYIOTCS C JAaHHBIMMU I10 KMHETVKE MHAKTUBAI[UN.
B maba. 3 mpuBeneHs! 3HAYEHNA TEMIIEPATYPHI U Te-
10THI (pazoBoro nepexona. g Bcex nayuenusrx FDH
XapaKTepHa BbICOKAs KOOIIEPATMUBHOCTH IIpoliecca Jie-
Harypauuu. PseFDH umeer camoe 60JbI10e 3HaUeHME
TemJIOTh! I1aBsieHnd, y SoyFDH sTo 3Hauenne B 2.5 paza
MeHbItte. Temneparypa ninasiennsa AthFDH Brimre, uem
y CboFDH 1 MorFDH.

Tabnuua 3. MapameTpbl TepMOMHAKTHBALMKM DOPMHATLEMMAPOreHas 13 PasHbiX MCTOYHMKOB

ok

Moraxella sp. C2 HJI HIT

Saccharomyces cerevisiae

420[67]

Glycine max 370[76]

Hek

860 [76]

1830

63.4

820

820 57.1

*Bce uamepenms nposogunm B 0.1 M dpocchatHom bycbepe, pH 7.0.

**HeT paHHbIX.
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B macrosee BpeMa HaMM IPOBOIATCA dKCIIEPUMEH-
TBI 110 ITOBBIIIEHNIO TEPMOCTAONIBHOCTY PEKOMOMHAHT-
HoMt SoyFDH MeTonaMy reHHO MHYKEHEPUIL.

XUMHYECKAS CTABMITIbBHOCTb PACTUTEJIbHBIX
DOPMUATAETMOPOIEHA3

FDH axTmMBHO McCIOJIb3yeTCsA B IIpolleccax CUHTe3a
OIITUYECKM aKTUBHBIX COeIMHEHNU, KaTalu3UpPyeMbIX
JeruaporeHasaMu. B 5Tux mpoijeccax oueHb OOJBIIIYIO
POJIb UrpaeT onepammuoHHad CTa0UIIBHOCTD, T.€. BpeMs
paboTs! pepmenTa. B ycaoBuax 6MoKaTAINTUIECKOTO
nporecca nHakTuBanusa FDH cBazaHa nanu ¢ okucjue-
HMEM KUCJIOPOJOM, MJIV C XMMIUYEeCKOo Moauduranmen
CcyIb(IUAPUIBbHBIX TPy pepMmenTa. OnepannonHasa
crabusbHOoCTh PseFDH u CboFDH 6nina noBeIleHa
C ITIOMOII[bIO HAITPABJIEHHOTO MyTareHe3a JBYX OCTATKOB
Cys [6, 65]. Kak yske oTMedaJsoch BbIIIE, B PACTEHUAX
cunte3 FDH ycunuBaeTca npu pa3JyiMdHBIX CTPeCcCo-
BBIX BO3JECTBUAX. B 9TUX Ke yCJIOBUAX, KaK IIPaBUJIO,
B KJIETKE PE3KO BO3pacTaeT KOHI[EHTPAIMA aKTUBHbBIX
dopM Kucygopoaa (CymepoKcuI-pagnKaabl, IePOKCHUT
Bozopoza u np.). CiienoBaJjo osKuaaTh, UYTO AJisA obecrie-
YeHIS BBICOKOJ aKTUBHOCTU IIPU CTPECCe PaCTUTENb-
wele FDH nossxHBI OBITH TOpas3no 0ojiee yCTOMUMBBIMU
K BO3JECTBUIO TAKUX areHTOB, YeM POPMUATIAETUIPO-
reHassl, PYHKIMOHUPYIOI[/E B HECTPECCOBBIX YCJIOBU-
ax. Jl1a TpoBepKM BTOM I'MIOTE3bl UBYUMIIN KMHETUKY
MHaKTUBaLMU 10, NelICTBIEM IIepOKCHUa BOAOPOaa pe-
romOuHaHTHEIX AthFDH, SoyFDH, PseFDH, a Taksxe
FDH us S. aureus guxoro tuna (SauFDH) u Tpex my-
TaHTHBIX PseFDH, B KOTOPBIX 3aMeHMJIN OOUH MUY IBa
ocratka Cys. FDH us S. aureus Taksxe sABjsaeTcsa 6eJIKOM
cTpecca, IIOCKOJIbKY ee OuocuHTes3 Bo3pacraer B 20 pas

IIpM Iepexofie CTa(PMUIOKOKKOB OT IIJIAHKTOHHOT'O POCTa
K oOpasoBaHuio 6uonsaeHok [73]. Okasayock, YTO CKO-
pocte nHakTMBauuu AthFDH n SoyFDH nop nevicteu-
em H,O, npumepHO onuHaKoBa, 1 oHa B 18 pas Hmxe,
yeMm y PseFDH nuroro tumna. B atux ke ycsoBusax cra-
ounpHOCTL SauFDH 6b171a B 6 pa3 BhIIlIe, UEM Y pac-
TuUTeNbHLIX (pepmenToB [74]. PseFDH c Ttaxkoii sxe cTa-
6usbHOCTBIO, KaK y SoyFDH, yasoch osy4nTs TOJIBKO
rocJsie nBoyiHOM 3aMeHbl Cysl45Ser/Cys255/Ala. Ta-
kUM obpasom, nokadano, 4ro FDH pacrennit u 6axre-
puii, CMHTe3UpyeMble IIPY CTPECCOBBIX BO3JEVICTBUAX,
JIeJICTBUTEJBHO 00J1aiatoT OoJiee BBICOKOI XMMIYEeCKOit
CcTabUIIbHOCTHIO, YeM (POPMUATIETUIPOTEHA3EI, CUHTES
KOTOPBIX MHAYLUpPYeTCcA npyrumu paxropamu. Kpome
TOTO, M3YyUEHME TEPMOVHAKTUBALIM (POPMUATIAETUIPO-
TeHa3 B IIPUCYTCTBUM ITIEPOKCHUA BOJOPOIA MOKET MC-
II0JIb30BATHCA JIJIA CPABHUTEJBHOI OLIeHKY XUMIYIEeCKO
crabunabrocTy FDH in vivo.

CTPYKTYPHbIE UCCIIELOBAHNA
GOPMHUATAETMOPOTEHA3 PACTEHUM

FDH He orHOCHTCA K KPMCTAJLIIOTPA(PUUECKN OYeHb XO-
polo u3ydeHHBIM bepMeHTaM. Jlo HeJlaBHETO BpeMeHN
B DaHKe TpeXMepHBIX CTPYKTyp O6esnkos PDB Obltu ne-
OHMPOBaHbI cTPYKTYpbl FDH TOJBKO 13 Tpex MCTOU-
HUKOB — DOakrepuit Pseudomonas sp. 101 u Moraxella
sp. C2 (cBobonuble (pepMEHTHI ¥ B TPOTHOM KOMILJIEKCE
¢ NAD" n asuznom) u gpoxxexeit C. boidinii (CTpyKRTy-
PBI IBYX MyTaHTHBIX popM ano-dgepMmeHnTa). B cayuae
opmuaTaeruiporeHas cBOOOIHEBIN (PePMEHT HAXOAUT-
cA B «OTKPBITOM» popMme. IIpn oOpasoBaHMM TPOITHOTO
kommiekca FDH—NAD*—asus, cTpyKTypa KOTOPOro
CUMTaAETCA aHAJIOTOM CTPYKTYPBI (DEPMEHTA B IIEPEXO0JI-

Puc. 4. CtpykTtypsl ano- (A) u xono- (b) dpopm FDH us A. thaliana. PucyHku nony4eHbl ¢ MCMONb30BaHMEM CTPYKTYP
3JTM 1 3N7U cooteeTtctBeHHo. Monekynbl NAD* 1 asug-noHa nokasaHbl B CTPYKTYpPeE XONo-gpopMbl MAAMKEHTOM M Kpac-

HbIM COOTBETCTBEHHO.
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HOM COCTOSHIM, IIPOMCXOAUT 3HAUYNTEJbHAA KOMIIaK-
Tuzaiua 6esnkosoii rao0yasl, ¥ FDH nepexonut B «3a-
KpbITOE» cocTosAHMe. PasdpaboTka BBICOKOD((EKTUBHONM
cucteMsl 3Kcnpeccun AthFDH u SoyFDH B kneTkax
E. coli mo3Bosmia IpUCTYINTh K UX KPUCTAJIIN3ALINN
U OIIpeJieJIEHNIO CTPYKTYPHL. B HacTosAlllee BpeMsa pe-
mreHsl cTpyKTypbl AthFDH Kak B OTKPBITOI, TAK U B 3a-
kpbiToit koHPopMmanuu (SNAQ u SN7U, pasperienne
1.7 u 2 A coorBercTBenHo). loa MHOJy4YEeHUA CTPYKTYPBI
AthFDH B oTKpBITOM KOH(pOPMAIy ¢ 00Jiee BBICOKUIM
paspemternem (3JTM, 1.3 A) kpucramnias gpepmenTa
ObL1 ToJtyueHsl B KocMoce [75]. Ha puc. 4 npencraBieHbl
CTPYKTYpPHI arno- 1 xoso-AthFDH (oTkpbITasd 1 3aKpbI-
Tas KOH(OpPMaIy COOTBETCTBEHHO). Bosiee mogpoOHbIi
aHaJM3 3TUX CTPYKTYP OyLeT mpuBeLeH B OTJEJIbHBIX
craTbax. Kak Ha 3eMile, TaK 11 B KOCMOCE TIOJIyYeHBI KPU-
CTaJIBL TOJIBKO TPOoiHOro Komiiekca SoyFDH-NAD*—
asun FDH con G. max. CTpyKTyphL 3TUX KOMILJIEKCOB
ompeseseHsl ¢ pasperuernem 1.9 A, roropures nx mnemo-
HupoBaHKe B 6aHK cTpykTyp PDB.

3AKJTFOYEHME

OnyOsMKOBaHHbBIE U HAIllM COOCTBEHHbIE JaHHBIE CBU-
IeTeJbCTBYIOT, UTO B pacTeHuax FDH urparoT oueHb
BasKHYIO POJIb, 0COOEHHO IIPU OTBETE HA CTPECCOBBIE
Bo3zericTBuA. Perynanua 6uocuuTesa 1 (pU3MOJIOTK-
yeckas poab FDH MHOroobpasHbl, CJI0KHBI U 10 KOHIA
TaK U He BblAcHeHbL ClcTeMaTHYeCcKOe U3yUeHIe CTPYK-
TYPBI U PYHKIUY S3TUX (PEPMEHTOB HAXOAUTCA TOJIHKO

B Ha9aJIbHOI cTaayuy. Pe3ysibTaTel TAKNUX VMCCIIeJ0OBAHMI
IIPEJICTABJIAIOT OYeHb DOJIBITION MHTEepeC A (PyHIaMeH-
TaJIbHOJ HAYKM, ¥ MMEIOT BasKHOE IIPaKTUIeCcKoe 3Ha-
yeHne. [Toryuenne myTanTabsx popm FDH c BbIcOKOIT
aKTMBHOCTBIO OTKPBIBAET HOBBIN IIyTh K CO3JaHUIO pac-
TEHMUII C ITOBBIIIIEHHO YCTONYMBOCTDIO K HeOJIaronpumar-
HBIM BO3JE€JICTBUAM, IIOCKOJIBKY IIPY TAKOM K€ YPOBHE
sKcnpeccun, Kak n y FDH auxoro tumna, 6ojiee akTuB-
Hble MyTaHTHBbIE (DepMEeHTHI OyayT OoJiee 3ppekTUBHO
cHAOKATDh KJIETKY dHEepPruei, Heo0X0AMMOM AJIA IIPe00-
JeHnA HeOJIaronpUATHBIX HocJyencTBuil crpecca. FDH
13 COU TaK)Ke pacCMaTpPUBAETCA KaK MCKJIIUUTEIbHO
IIepCcrIeKTUBHAA JJIA CO3JaHMUA BBICOK02((EKTUBHOIO
6uorarannzaropa pererepainuy NAD(P)H B mporeccax
CUHTEe3a ONTUYECKN aKTVUBHBIX COeIVHEHNUII C IIOMOITHI0
nerunporeHas. [IpupogHbIi (pepMeHT OTIndaeTcs BbICO-
KOJI OIIePalVIOHHO} CTabMIIBHOCTBIO Y CPeiM M3BECTHBIX
FDH nmeeT ogHy 13 cCaMbIX HU3KUX BeJIMYNH KOHCTAHThI
Muxassmnca kak o NAD™, rak u no dpopmuarty. OnHaro
I mpakTudeckoro BHenpenuda SoyFDH Heobxoxumo
IIOBBICUTD €€ KaTaJIMTUIECKYI0 aKTUBHOCTD ¥ TEPMOCTa~
OumsbHOCTE. B 5TOM HamnpaBJIeHMN HaMU ceiidyac BeLyTCA
aKTUBHbBIE UICCIEIOBAHNUA. @

Paboma evinoarena npu purarcogoli noddepicke
Munucmepcmea obpasosarus u Hayxu PP
(eockonmpaxm Ne 16.512.11.2148) u Poccutickozo
goroa pyrHoamenmarbHbLX UCCAeO08AHUU
(eparnm No 11-04-00920).
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