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B 0630pe paccMOTpeHbI aKTyaIbHbIE BOITPOCHI PETYJISILIMY TEPMUHAITBHO aJIbTepHATUBHOM OKCHUIAa3bl MU~
ToxoHapuit pacteHuii (AQ), sSBISIONIMECS IPEIMETOM COBPEMEHHBIX MCCISOOBaHMI U AucKyccuii. AO
ob6ecreyrBaeT TPAHCIIOPT JIEKTPOHOB IO albTepHATUBHOMY HedochopuavpyoiieMy HMaHUIyCTOMUYNBOMY
nyty B MutoxoHapuaiabHoii DT (BTLL) u urpaet BaxkHy0 poJib B ITOAACP>KaHUM OKHUCIUTEIbHO-BOCCTAHOBU -
TEJIBHOTO OajlaHca KJIETKU M 3aluTe OT cTpecca. OCHOBHBIE CBeeHUs TT0 cMTHATMHTY AO MoJTydeHbI B paboTax
o usydyeHuto akcnpeccuu reHa AOX1a Arabidopsis thaliana (AtAOX1a). 11poananusupoBaHa uHGopMaius oo
aKkcrnpeccun AOX y pa3ianyHbIX BUIOB pacteHuit. OnucaHbl MeXaHU3Mbl TPAHCKPUIILIMOHHOTO Y TOCT-
TPaHCKPUITIIMOHHOTO KOHTPOJIS SKcIpeccuu TeHoB AOX. PaccMoTpeHa posib HEKOTOPBIX yuc-peryisTop-
HBIX 2JIEMEHTOB IpoMoTopa AtAOXIa 1 CBSI3aHHBIX C HUMU TPAaHCKPUITLIMOHHBIX ¢pakTopoB. IlokaszaHo,
YTO TPAHCAYKLIMS CUTHAJIA, BBI3BIBAIOILIETO SKCIIPECCUIo TeHOB AOX, MOXET IMPOUCXOIUTh IO aHTEPOrpas -
HOMY U peTporpamHoMy myTu. [IpuBeneHBl CBeleHUs 0 MUTOXOHIPUAIBHON PEeTPOrpamHON peryisiuu
AO, ADK-3aBucumbix 1 ADK-He3aBUCUMBIX CUTHAJIBHBIX ITyTSIX MHAYKLIMK 3Kcnpeccun AOX. JlaHa ru-
MOTeTUYeCcKasl IMoCJIeIOBaTeIbHOCTh CUTHAJIBHBIX COOBITUI MHAYKIIMM CBETOM 3Kcripeccun AOX1a B KJieT-
Ke JIUCTa MIIEHUIIBI B TIpoliecce 3ejeHeHus. OnrcaHo B3anMoneiictBue curHainara AO ¢ TopMOHAJIbHBI-
MU CUTHAJIBbHBIMU MYTSIMU U UHAYKLMS AOX curHajiaMu 1iacTUIHOIO MpoucXoxaeHus. B 3akmoueHuun
MOTYEPKHYTO, YTO AOQ MHTErpUpOBaHa B OOIIYI0 CUTHAJIBHYIO CETh KJIETKU, SIBJISISICh KAK MUILIEHbIO, TaK U
PeryIsITOpOM CUTHAJIBHBIX COOBITHIA.

KiroueBble cioBa: ajbrepHaTUBHasI okcuaasa (AO), MUTOXOHApUAIbHAsI peTporpaaHast peryisiius, aHTe-
pOTrpamHbIil IMyTh UHIYKIIUU TeHOB AOX, yuc-peryiIsiTopHble 3JIEMEHTBI TPOMOTOPa, TPAaHCKPUITLIMOHHBIE
U MOCTTPAHCKPUITIIMOHHBIE MEXaHU3MBbI 3KCIIPECCUU, TIOCTTPAHCISIIMOHHAS PETYISIIUS aKTUBHOCTU AO

DOI: 10.31857/50015330322010055

BBEIAEHUE

Bo BHyTpeHHei1 MeMOpaHe pacTUTEIbHBIX MUTO-
XOHAPUIA, HAPSIIY C OCHOBHBIM (LIMTOXPOMHBIM) ITyTEM
TpaHcropTa aekTpoHoB (LII1), mpucyrcTByeT anbrep-
HaTUBHBIN ITyTh (AIl) yepe3 TepMUHATIBHYIO OKCHOA3Y,

Ha3BaHHYIO ajbTepHaTUBHOI okcunazoii (AO). AO
KaTaIM3UPYET YETHIPEXIJIEKTPOHHOE BOCCTAHOBJIE-
HYe YOMXWHOJIOM KMCJIOPOJa 10 BOAbI U yCTOUMBa K
neiictButo 1maHuaa. AIl TpaHcmopTa 2/J€KTpOHOB
MUHYeT JBa MyHKTa reHepaluu 3JeKTPOXUMUYECKO-
ro rpagueHTa npotoHoB (komiuiekchl III m IV), a
SHEPIrusi OKUCIeHUsI yOMXUHOJa KUCIOPOIOM BbllIe-
JIsieTCsl B BUAE TeIUIa. DTO CHUXXAET SHEPTETUYECKYIO
3(pheKTUBHOCTD IbIXaHUSI, HO CHUMAET JbIXaTeIbHbIA

'K craThe MMEIOTCS JOIOIHUTENbHBIE MATEPUAIBI, JOCTYIIHbIE
TUTSt aBTOPU3UPOBAHHbIX MoJb30BaTeNei o doi:
10.31857/S0015330322010055.

Cokpamenus: AO — anpTepHaTUBHas1 okcuaasa, All — anprep-

HaTuUBHBINA 1yTh, MPP — MuTOXOHApHaibHasi peTporpamaHasi
perymsiusi, MDA — monodToparerat, [1T’K — mporpammupy-
emasi Tuoenb Kietok, CBY — peakiiusi cBEpX4yBCTBUTEIBHO-
ctu, CK — canuumnosas kucinora, CCT — caiit crapra (MHU-
Huanuu) TpaHckpunuuu, Td — TpaHCKPUILIMOHHEIM (hakTop,
xnOTL — BTL xmoporutactoB, LI1 — IIUTOXpOMHBIN TyTh,
OP — sHporutazmatuyeckuii petukyaym, T — DTL muro-
xoHapuii, AOX — reusl AO, CARE(S) — yuc-perynsitopHbie
aneMeHThl (Cis-Active Regulatory Element(s)), PTP —mwuto-
XOHJpuaibHas ropa npoHuuaemoctu (Permeability Transition
Pore), SNP — onHOHyKJIeoTUIHBIN oauMopdusM (Single Nu-
cleotide Polymorphism), UCP — pa3so6mmaroniue 6enxku, UQ —
youxuHoH, 3’-UTR — 3’-HerpaHciaupyemast obaacts (3’-Un-
Translated Region).

KOHTPOJIb, PETYJIUPYIOMMNI CKOPOCTh O0Opa30BaHUS
AT® u HA'H B 3aBUCMMOCTH OT HYXI KIeTKH [1].
Al BBISIBIICH HE TOJBKO Y BBICIIUX PaCcTeHU, HO M Y
MpencTaBUTeNeii Bcex HapcTB (KpoMme Archaebacteria) —
GaKkTepHuii, BOOOPOCeii, MXOB, ITAIIOPOTHUKOB, He-
KOTOPBIX TPUOOB U JaxKe XKUBOTHBIX, BEIYIIMX MaJlo-
MOJNBWKHBIN WJIM MPUKPEIUICHHBIM 00pa3 >XU3HU
(ryoku, akTUHUU, HEMATOIbl, MOJUTIOCKM 1 Ap.) [1].

ITepBoHavanbHO MHTepec K AO ObLT BbI3BaH €€
y4yacTHUEM B Tpollecce TEpMOTeHe3a TKaHEl 11BeTKa y
HEKOTOPBIX NpeacTaBuTeneii ceM. Araceae. I1oBbile-



4 TAPMAIII

HUE TeMIlepaTypbl TEPMOT€HHBIX TKaHEM CIT0CO0-
CTBYET MCIApPEHUIO COEIVHEHMIA, IIPUBJICKAIOIINX
HACEKOMBIX-OIbUIMTENCH. DTOT (PEeHOMEH OmMcaH
emre B XVIII Beke JlamapkoMm, a IMaHUAPE3UCTEHT-
Hoe JIbIxaHue Ob11o oTKphITO B 30-X rT. XX Beka [2].
Hedochopunupytoias ocooeHHocTh All B TeueHue
JIOJITOTO BPEMEHM BBI3bIBajla BOIIPOCHI O (PYHKIIMU
AIl B HeTepMOTeHHBIX TKaHIX. OOCYKISHUIO TIPUPO-
Ibl, MEXaHU3MOB PETYISIUUU U (PU3UOIOTMIECKOIO
3HayeHus AO B pacTeHMSIX IIOCBSIIIEHO HEMAJIO 00-
30poB [1, 3—7]. K HacTos1eMy BpeMeHU OOJBIINH-
CTBO MCCJIEIOBATE/IC CXOOSITCS BO MHEHMHU, YTO Ha
KJIETOYHOM 1 OMOXMMHYECKOM YPOBHE BOBJICUCHNE
AIl crioco6cTByeT MoAAepKaHUIO OKUCIUTEIBHO-
BOCCTAaHOBMUTEJILHOTO 0ajlaHCa B MUTOXOHAPHUAJIbHOM
ATILI 3a cuet 6onee 6pIcTporo okucieHuss HAI-H n
MpeaoTBpaliaeT reHepaluuio U30bITOYHOIO KOJIMYe-
crBa ADK. D10 BiusieT Ha MeTaOOJIM3M HE TOJIBKO
MUTOXOHAPUIA, HO M KJIETKM B HejaoM. IIpu3HaHoO,
yTo poab AO 3akiouaeTcss B o0ecrieyeHu MeTabdo-
JIMYECKOM TUVIACTUYHOCTU KJIETKU U pacTeHUS B U3-
MEHSIOILIMXCS YCIOBUSIX Cpenbl [6].

HccnenpoBaHue aabTepHATUBHOTO ITYTU IbIXaHUS
BBIIIJIO U3 PaMOK TOJIbKO (PYHIAMEHTAJIbHOM ITpo0JIe-
MBbI. AJIETEpHATUBHYIO OKCUAA3Y HPEIIOXKEHO UCIIONb-
30BaTh B Ka4eCTBe (PYHKIIMOHAJIBHOIO MapKepa mepe-
nporpaMmupoBaHus kKiaeTtku (“cell reprogramming”)
IIPU CTPECCE B CEJIEKLIMY T€HOTUITOB C BEICOKOM ITPO-
IYKTUBHOCTBIO U YCTOMYMBOCTHIO [8], 111 BBHISIBIIC-
HUS peaKkIliy pacTeHUd B OTBET HA UBMEHEHME YCIIO-
BUii cpenpl (I100ajbHOE IMOTEIUICHUE, YBEIIMYCHUE
CO, B armocdepe) [9], B 60pbde ¢ MUTOXOHIpUATBHbI-
MU 3a0oJreBaHnsIMHM denoBeka [10]. 3a mocnennue nBa
JIecATUIeTUsT Gyarogapsi IpPUMEHEHUIO COBPEMEHHBIX
(GUBNKO-XMMUYECKIX M MOJIEKYJISIPHO-TeHETUIECKIX
METOJOB JOCTUTHYT 3HAYUTEIbHBII MPOTPECC B MC-
cliedOBaHUU CTPYKTYphl Oejika, reHoB U (yHKIMMA
AO. TIlonararot, uro AO SgBIIsIETCST HE TOJIHKO MUIITE-
HBIO, HO U PEryiasITOpoM cTtpecc-curHazia [11]. Bme-
CTe C TeM, UCCieJoBaHNe Pa3INYHbIX aCTIEKTOB CUT-
HamHra AO Ha MOJIEKYJISIPHOM YPOBHE ITI0Ka TOJIBKO
HaumHatotes [1, 7, 12, 13].

B Hacrosimem o0630pe puBeIeHBI M3BECTHBIE K
HaCTOSIIIIEMY BpeMeHU cBefieHUs 0 TeHax AQ, CUTHaTb-
HBIX IMYTSIX U MEXaHU3MaX UHIYKIIMU WX 3KCIIPECCUMU,
WHTeTpauuu curHaauara AO ¢ IpyruMu KJeTOUYHbI-
MU CUTHAJbHBIMU ITYTSIMU; TPOAHAJIM3MPOBaHA POJIb
AO B noaaep:KaHUM CUTHAIbHBIX BHYTPUKJIETOUHBIX
B3aMMOJICMCTBUIT; OOCYKIAIOTCSI MEXaHU3MBI ITOCT-
TPpaHCISIMUOHHBIX Monudukaluit 6enka AO. B 06-
30p TakXe BKJIIOYEHBI COOCTBEHHBbIE SKCIIEPUMEH-
TaJIbHbIE TaHHbIE, CBUIETENbCTBYIOIIME 00 yyacTuun
AO B MOAYJISILIAM MUTOXOHAPUATIBHON (DyHKIIWH.

I'EHBI AO 1 UX ITOJIMMOP®H3M

YV nBynmonbHBIX pacTeHUir AO KoaupyeTcs TBYMSI
MoaceMeicTBaMu sinepHbIX reHoB — AOXI u AOX2, y
OTHONONBHBIX — OTHUM noacemeiictBoMm AOXT [14], 3a

HWCKJTIOYEHNEM HEKOTOPBIX IIPEICTaBUTENIECH IPEBHEIA,
paHO IMBEPTUPOBABIICH TpynIbl ceM. Araceae [15].
OO6pazoBaHue OBYX MOICEMEUCTB W BapbMpOBaHUE
KOJIMYECTBA T€HOB, IIO-BUINMOMY, SIBJISICTCSI pE3Yilb-
TaTOM AyIUIMKAIIMKW M guBepreHuuu [14, 15]. AOX2
MIPUCYTCTBYET B BOJOPOCIISIX U TOJIOCEMEHHBIX pacTe-
HUSIX, HO HEe HalileH BO MXaX, ITallOPpOTHUKAX U IIjIa-
yHax. B reHoMe rpu0oB oo0HapyxeH reH AOX TOJIBKO
OOHOTO U3 ABYX moaceMeicTB. Arabidopsis thaliana
comepxutT 4etbipe reHa AOXI1(a—d) n ogun AOX2,
cost Glycine max, HaTIpoTuB, — oguH reH AOX] v nBa
reHa AOX2(a, b) [14]. Puc comepXuT 4yeThIpe reHa
AOXI1(a—d) [14], a y TIeHULBI UASHTU(PUIINPOBAHBI
TONBKO TeHbl AOX1a v AOXIc [16], XOTs He UCKITIOYe-
Ha BO3MOXHOCTb OOHApYXeHUsI IPYyTUX I€HOB 3TOrO
noncemerictBa — AOX1d u AOXIe [17]. 'eHoM MOpKO-
BU Daucus carota L. yHUKaJIeH, OH COIEPKUT JIBa TeHa
Kaxnoro roacemeiictBa: AOX1(a, b) n AOX2(a, b) [18].

BoAbIIMHCTBO T€eHOB HMMEIT KOHCEPBATUBHYIO
WHTPOH-3K30HHYIO OpraHu3aluio, COCTOSIIYI0 W3
YEThIPEX IK30HOB, YEPEAYIOIIUXCI TPEMSI MHTPOHA-
Mu. Bapuauuu cTpykTypbl TeHOB AOX cpenu BUIOB
CBsI3aHBI C TTOTepeil MIM BKIIIOYEHWEM UHTPOHa [ 14].
Uccnengoanusa wHaykonn AOX Ha ypoBHE TpaH-
CKPUITIIMYA B OCHOBHOM TIPOBEIEHBI HA PACTEHUSIX C
CEKBEHMPOBAHHBIM TeHOMOM — Arabidopsis thaliana (L.)
Heynh., A. lyrata L., Nicotiana tabacum L., Zea mays L.
1 HEKOTOPBIX IPYTUX BUAAX, YTO MTO3BOJISIET ONpeae-
JINTh MOJICKYJISIPHBbIE MEXaHU3MbI CUTHAJIMHTA, PETY-
JMu akTUBHOCTM AO U ee poJib B peakliMu Ha
cTpecc.

I'ers1 AOX MOTYT TIPOSIBIISTEH TTOJIMMOPPU3M, KaK
MPaBUJIO, CBSI3aHHBINM C OMHOHYKJICEOTUIHBIMU 3aMe-
Hamu (SNP). SNP B AOX MoryT BcTpeuaThcs Kak B
9K30HAaX, TaK 1 B UHTpoHax [ 14]. SNP oOHapy:keHbI B
HECKOJILKMX o0iractsax reHa AOX2 B Tpex coptax Olea
europaea L. [19]. HaiineHbl Takxke IoaumMopdHbIe
caiitel AOX co BcTaBKOIi/melelneil 1 KOIMMPOBaHM-
em ¢pparmeHToB JIHK. B vactHOCTH, moauMopdu3M
AOX mopkoBu (DcAOX2a) BoisiBneH B uHTpoHe 3 [20].
DyHKIMOHATBHOE 3HaUeHUE BeeX HaliieHHBIX SNP B
AOX mmoka To9HO He oIrpeneieHo. M3BecTHO, 4TO 3a-
MeHa JIuz (K) Ha AcH (N) B 96 mo3utimy aMTHOKWC-
J0THI B 0enke AO apOy3a Onina pesyabraTroM SNP B
enuHcTBeHHOM reHe AO apb6yza — CIAOX [21]. Kak
nmoka3aHo, 3TOT SNP cBsI3aH C JIOKyCOM XO3SIICTBEH-
HO-IT0JIE3HBIX KOJIMYECTBEHHBIX IPU3HAKOB, OTBEYA-
IOIIMX 32 YCTOMYMBOCTD K TurnorepMuu [22]. Bapua-
IIMM B MOCJeA0BaTeNbHOCTU reHa AQO MpemioXeHOo
HMCIOJIb30BaTh KaK MOJIEKYJISIDHbIE MapKephl CTpec-
COYCTOMYMBOCTH BUa, B TOM YUCJIE, IJISI CEJIEKIIMU B
pacTeHUEBOJICTBE, a TAKXKE HACIEACTBEHHOI U3MEH-
YUBOCTH IS OOBSICHEHUSI MHANBUIYAJIbHBIX pa3jIn-
YU MEXIy pacTeHusIMU ogHoro Buaa [8, 14]. B pe-
3yJIbTaTe TOUEeYHOro MyrareHe3a B reHe AOX1a puca
noJjiydeHa OJHOHYKJICOTHUIHAasl 3ameHa; 3aMeHa K71
Ha N71 B 6enke npuBea K MOBBIIIEHUIO YCTOWYNBO -
CTH copTa K IOHWKEHHBIM TeMItepaTypam [23].
®U3UOJIOTUS PACTEHUN Ne 1
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Jpyroit aciekT momMopdusma reHoB AO cBSI3aH
C MUKPOTETEPOreHHOCThIO 3'-HeTpaHCIUPYyeMOil 00-
Jactu TpaHckpuntoB AOX (3'-UTR) B pesynbrarte
aTbTEpPHATUBHOTO MoJiMancHuanpoBanud [14]. Mo-
nynsuusg mvuHbl 3'-UTR MokeT 3HaYUTebHO BIIM-
SITh Ha peryisanuio akcnpeccun AOX, XOTsI CBeAeHUIA
00 sTtoM oueHb Mano. B 3'-UTR AOXIa Kykypy3sl
UASHTUOUIIIPOBAH TIpeAriojiaraeMblii CaliT CBSI3BI-
BaHusa ¢ MUKpoPHK (miR163) [14, 24]. Dot caiit
HaXOOUTCS MEXAy OBYMsI CaliTaMM pacIIeIUICHUS,
yKas3bIBasi Ha TO, YTO TOJIbLKO TPAHCKPUIITHI C T1OCTa-
touHo mmuHHOK 3'-UTR Moryt mogBepratbcsi MUK-
poPHK-caitnencnary. OKoOJIO TTOJTOBUHBI MOJICKYTT
MPHK AOXIa B mpopocTKax KyKypy3bl, TPAaHCKPUII-
Mg KOTOpBIX ObUla WMHAYLHMPOBaHA 0OpabOTKOt
H,0,, umenu kopotkue 3'-UTR 6e3 caiita cBsi3bIBa-
Husg MukpoPHK u, ciemoBarenbHO, n3deraaim MUK-
poPHK-caiinencunra [24]. B unTpoHe 3 AOXZa
Daucus carota HaiimeHa TOBTOPSIOIIASICS IEJICIINsI,
KOTOpasi, IIPEIIOIOXUTEILHO, BIUSIET Ha CAlT CBS3bI-
BaHust ¢ MUKpoPHK [20]. MHoXecTBEeHHbIE Bapualliu
mmHbl 3'-UTR BeisiBiieHbl B AOX2 y pa3HBIX COPTOB
onusbl (Olea europaea 1.) [19]. DT0O MOXET OBITb KOH-
CepBaTUBHBIM MTPU3HAKOM CPEIM COPTOB C Pa3HOI CITO-
COOHOCTBIO K YKOPEHEHMIO YePEHKOB, KOTOPOE CBsI3a-
HO CO CTpecc-uHIynupyemoii akcnpeccueit AOX2 [19].

Xotst nHpopMmanus o noauMopduzme reHoB AO
noka ¢parMeHTapHa, CTAHOBUTCS Bce 0oJiee TIOHSIT-
HO, 4TO noauMopdusM AOX sIBAsSIeTCS IBOJIOLIMOH-
HbIM MEXaHW3MOM DperyJjsiuu aKcrpeccun AOX Ha
pa3JInyHbIE CUTHAJIbI, TIOBBILIAIOIIMM YCTORUYUBOCTD
pacTeHUsI K CTpeccy.

TPAHCKPUITIUMOHHBIN .
N ITOCTTPAHCKPUITHNOHHBIN
KOHTPOJIb 3KCITPECCHUH 'EHOB AO

Perynsuus akTMBHOCTM TPaHCKPUIILIMK TeHa B
3HAYUTEJbHOM CTETIEHU CBSI3aHA CO CTPYKTYPOM ero
MIPOMOTOPHOM o61acTu. Hanbosee moaHO M3ydeHBI
nmpoMoTopbl TeHOB AO A. thaliana 25, 26] u Glycine
max [27]. I'en AOXIa A. thaliana (AtAOX1a) cayxut
MOJIEJIbIO JJIsI U3YUYEeHUsI TPAHCKPUITIIMOHHOTO KOH-
Tpoas akcnpeccuun AOX npu cTpecce [5, 26, 28].

O06JiacTb TTIPOMOTOPA COAEPXKUT YUC-PETYIISITOP-
Hble 3sieMeHThl (CARES), Kak rpaBuIo, Haxosime-
cs1 6;mm3ko K CCT (caiiT crapra TpaHCKPUITLIAN). DTH
3JIEMEHTHI MOTYT B3auMopeiictBoBath ¢ PHK-mmonn-
Mepa3oil U TPAaHCKPUITIUOHHBIMU (pakTopamu (TD),
KOHTPOJIMPYIOLIMMU SKCIIPECCUIO TEHOB.

Ananus nnpomotopa AtAOX1a ¢ ucnojib30BaHUEM
JeJIelii 1 MyTareHe3a BbISIBWI 00J1aCTh IIMHOM 93 1.H.
(otpe3ok Mexay 313 1 406 mo3uLmel HyKJI€OTUTHBIX
ocHoBanuii Beiie CCT; manee Bce MO3ULIMK BbIIIIE
CCT o603HaueHbl CO 3HAKOM “—”), 0003HAYECHHYIO
Kak peryisTop skcrnpeccun AtAOXI1a MUTOXOHIPU-
aJIbHOTO peTporpamHoro Iytu [13, 28]. DTta 061acTh
MMPOMOTOpA PETYIUPYET IKCIPECCUIO TeHa IPU BO3-
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IeMCTBUM aHTUMHWIINHA — MHTHOnTOpa Komrmrekca 111
OTL, n unruouropa LITK (akonuraser) — MDA (Mo-
HodTtopauerar). [Tozxe 6bu1 BoisiBIeH CARE, 060-
3HayeHHbIT Kak MDM (Mitochondrial Dysfunction
Motif), nmerommii mocnegoarebHOCTE CTTGNN-
NNNCA(A/C)G u peryavpymouit 3KCIpeccuio Tak
HaspiBaeMbix 24 MDS-renoB (Mitochondrial Dys-
function Stimulon), B ToM uuciie AOX1a [29].

Anamu3s npomortopa AtAOXIa nnmunoit 1800 1m.H.
Beimie CCT BuigBun 15 CARESs, 13 xoTopsix 12 Ob11m
dyHKUMOHaNbHO akTUBHBIMU (Al, A2, B2, C, D, E,
F, G, H, 11, 12, J), yyacTBylollMMU B peTYISLIIUA
TPAHCKPUIILIMM TeHa B OTBET Ha BO3JEMCTBUE TaKUX
crpecc-areHTOB Kak H,0, U poTeHOH (MHrUOUTOpP
komIutekca I DTL), mm6o oboux [26]. B HOpMaib-
HBIX yCIOBUsIX IpoMoTop AtAOXIa penpeccupoBaH
rior koHTpoJjiem aiemeHTa B2 (CGTGAG, —1576 r.H.).
DTOT 3JIEMEHT SIBJISIETCSl caliToM CBsI3bIBaHUs ¢ T
ABI4 (ABA-Insensitive 4). Ilonaraior, yuto ABI4 —
perpeccop MUTOXOHAPUATBHOMN peTpOrpaaHoOM pery-
Jgsuu (MPP), mockosibKy MyTaHTbI abi4 uMeJu To-
BBILIEHHBI ypOBEHb TPAaHCKPUNITOB reHa [30].

CAREs A2, E, 11 u 12 pyHKIIMOHUPYIOT KaK aKTU-
Batopel MPP. Tlpu Bo3aeiicTBUU CTpecc-areHTOB
YPOBEHb peNpeccur CHUXAICA W HaOI01a1ach Mo-
JIOXXUTEJIbHASI PEryJISITOPHAsi aKTUBHOCTb APYTUX
CAREs, 4TO CBUAETEIbCTBYET O KOMOWHATOPHOM
MIPUPOIE PETYISALIMU DKCIIPECCUM TeHOB [26].

OnemenTsl B u I conepxar caiit ABRE (ABA-Re-
sponsive Element) (ACGT), a anemenT 11 (ACGTG,
—93 11.H.) HAXOOUTCS B HEMOCPEACTBEHHOM OJIN30CTU
K 12, dopmupys nmapy ABRE-ABRE. ABRE pacno-
3Haetcsa T bZIP (neitlimHOBast MOJIHMS ); ABE KON
ABRE, BeposTHO, 00ecnmeunBalOT BBICOKYIO YyB-
CTBUTEJBLHOCTB reHa K ABK [26].

CARE 11 B npomotope AtAOX 1a Takke TiepeKphl-
BaeTcsa ¢ (DOTOYYBCTBUTEIBHBIM 3IeMeHTOM G-box
(CACGTG), uro mpeanojaraeT CyllecTBOBaHUE
MPSIMBIX MEXaHMU3MOB, CBSI3BIBAIOIINX 3KCIIPECCUIO
reHa ¢ orocuHTeTUYECKOM dyHKIIMeEM [26, 31, 32].
CBeneHust 0 POTOUYBCTBUTEIbHBIX 3JIEMEHTaX MpPo-
MoTopa AOX 1 CBeTO3aBUCHUMOM XapaKTepe WHOYK-
o AOX mpuBeIeHEI Jajiee B pas3nelie O CUTHAJIBHBIX
My TSX.

IeHeTnMYecKMii  CKPUHWHT  BBISIBWJI  CAMTHI
(T/G)CGTGT n W-box ((a/t)TTGAC(a/c/t)) B mpo-
Motope AtAOX 1a, c KoTopbIiMHU cBsi3bIBatoTCst TD ce-
meiictBa NAC u WRKY coorBeTrctBeHHO [28, 33].
B A. thaliana ANACO017, ANACO013 u npyrue ANAC
SIBJISIFOTCSI  TIOJIOKUTEIBHBIMU  PETYIITOPAMU  DKC-
npeccun AtAOX1a [29, 34], a WRKY — kak Moyioxu-
TeJIbHBIE, TAK W OTPUIIATEIbHBIE PETYISATOPHI 2KC-
npeccuun AtAOX1a [33].

Ananus npomoTtopa mmHoi 1000 m.H. gpyroro re-
Ha AO — AtAOXIc, He MPOSBASIOIECTO MHAYKIINIO B
OTBET Ha OKUCJIUTENbHBIN cTpecc, BhisiBUI 9 CAREs
(A—I), B ocHOBHOM Haxonsuxcs B oomactu 500 m.H.
Beimie CCT [25]. CeMb 371eMEeHTOB M3 HUX IPUCYT-
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CTBOBAJI M B IPOMOTOpPHO# obyactn reHa AO con —
GmAOX2b, KOTOPHIH HE SIBIISIETCS CTPECC-UHIYLIPY-
eMbiM [27]. Jemenym Oombmnx ¢parMeHTOB W
CAREs nmpomotopoB AtAOX1c n1 GmAOX2b moka3any,
YTO 3JIEMEHThI (PYHKIIMOHUPOBAIN MTO-Pa3HOMY, ITPO-
SIBJISIST KAK HETATUBHYIO, TAK U IIO3UTUBHYIO PETYJISILIAIO
SKCIIPECCUU T€HOB B 3aBUCUMOCTU OT TECTUPYEMOIA
TKaHU ¥ cUTHaJI0B. Hampumep, Bce aJIeMEHThI IIPOMO-
topa AtAOXIc, kpome C (—342 11.H.), TIPOSIBJISUIN B JIN-
Hun AAt2g19080 (¢ HOBBILLIEHHBIM YPOBHEM TpaH-
ckpuntoB AOXIc n 6enka AO) IIOJIOXUTEIbHYIO pe-
TYJISIHUIO 9KCITPECCUHN, TOLIA KaK B CYCIIEH3UM KIIETOK
W JINCThIX pacteHuit A. thaliana sxotnma Col-0 Heko-
TopbIe 37eMeHThl, B yacTHOCTU E (—230 m.H.), dyHK-
OUOHUPOBAJIM KaK HETaTUBHBIC pPerylasITopbl [25].
IToaHOTeHOMHBIIT aHaIW3 Ha OCHOBE IIPOTPaMMBbI
Expression Angler u ACT BbeIstBUIT 001I1ie (PyHKIINO-
HaJIbHBIC 3JIeMEeHTHI B ipoMoTope AtAOXIc 1 TeHOB,
SKCIIpeCCHs] KOTOPBIX CBSI3aHAa C IpolleccaMu aeie-
HUS ¥ POCTa KJIETOK. DTO JaJI0 OCHOBAaHME I10J1araTh,
yto 3Kcnpeccus AtAOX Ic perynupyeTcs CHTHaJIaMU,
CBSI3aHHBIMM C POCTOM U pa3BUTHEM [25].

IIpoBeneHHBII HAMM aHAJIM3 IPOMOTOPOB BCEX
reHoB AtAOX BerstBUI BO Beex reHax oomume CAREs,
y4acTBYIOIIME B 00ecrieYeHUN YyBCTBUTEIILHOCTU K
cTpeccaM pasHoii ipuponsl [35, 36]. G-box (CACGTG)
TIIPUCYTCTBYET B IIPOMOTOpPE He TONbKO AOXIa, HO 1
AOX2 [36]. Teunt AOXIa, AOXIc u AOX1d oboranie-
HBI B I poMoTopax TakumMu CAREs, kak MYB4-BSM
(Binding Site Motif), SORLEP3, SORLIP2 u CCA1l-
BSM, 4gt0 yKa3pIBaeT Ha 3aBUCUMOCTD MX SKCIIPECCUN
oT m3MeHeHUit dyHkunonupoBanusa xiaDTL (BTL
xJjoporiacToB) Ha cBety. B A. thaliana CCA1-BSM
MOXET YJacTBOBAaTh B PEryIupyemMoii (UTOXpOMOM
skcnpeccuu reHoB LHCB, komupyronmx xiaopoduiut
a/b-cesa3piBarome Oenku [37]. IlomHas mociemoBa-
tesbHOCTE UVBoXMC3 (CCAAGG), y4acTBYIOLLIETO B
oOecrieueHUH BBICOKOI 4yBCTBUTEJNbHOCTU K YD-B
[38], ooHapyxeHa B reHax AOXIa u AOXIc [35]. I1pu
3TOM MPOMOTOPHI Bcex TeHOB AOX] conepkalin yKO-
poueHHYy10 Bepcuto 31oro ayneMeHTa (CCAAG), cBoii-
CTBEHHYIO TeHaM c 0oJjiee MO3AHUM (M0 CPaBHEHUIO C
reHaMM, MMEIOIIUMU TIOJHYI0 T10CIeI0BaTeIbHOCTD
UVBox*MC) xapaktepom Y®-B-uHIynmpyeMoii sKc-
npeccun [38]. CeerouyBctBuTenbHBIe CARES, Tak Ha-
spiBacMble MREC#S-like box n ACE®#5-like box,
HaiieHBl B IIPOMOTOpax Bcex reHoB AtAOX, 3a uc-
kimoueHueMm AOX1b [35], u B OOJIBIIIOM KOJUYECTBE
colepkarcsa B mpoMoropax Y®-uHIyLUupyeMbIX Te-
HOB, Takux Kak CHS (reH xajnkoH-cuHTa3bl) [38].
Hamuue o6mux CARES yka3biBaeT Ha KOMITJIEMEH-
TapHEI XapakTep B3auMoaeiicTBus reHoB AtAOX Ha
TPaHCKPUITIMOHHOM YPOBHE B OIpeIe/ICHHOM Ararna-
30HE OTBEeTa Ha cTpecc. Tak, mpu JeiCTBUM TTOBIIIIEH-
HOIT (hM3MOI0TUYECKI OITyCTUMOM 103kl YMD-B 1 yme-
PEHHOTO YPOBHA ocBeleHHOCTH (400 MKMOIIb/(M? C))
aHTucmpicioBeie 110 AOXIa pactenus A. thaliana
MPOSIBJISUIA KOMIICHCATOPHYIO MHAYKLIUIO SKCIIpec-

cuu apyrux reHoB AO [35, 36]. BMecTe ¢ TeM, aKTUB-
HOCTb TeHOB AQ, B YaCTHOCTHU, IMMPU J€UCTBUU MTOBbBI-
IIEHHOM OCBEIIEHHOCTH, CKOPEEe BCETO, PETYIUPOBa-
JJach II0 pa3HbIM CUTHAJIbHBIM IIyTssM. Ha 310
yKa3bIBaJl KJIACTEPHbIM aHaIu3, KOTOPbIU BbIACIWI
reHbl AO B pa3HbIe KJIaCTephbl B 3aBUCUMOCTH OT Xa-
pakTepa ux aKcrnpeccuu [36].

MexaHu3MBbl TTOCTTPAHCKPUITIIMOHHOTO KOHTPO-
JIs1 9KcIpeccuu reHoB AO, cBsI3aHHBIE C TIPOLIECCUH-
rom PHK, nzyuennl cia6o. [lepBbie cBemeHUs O pe-
ryasguuu reHoB AO Ha MOCTTPaHCKPUMLIMOHHOM
YPOBHE MOSIBUIMCH B pabOTe M0 U3YYEHUIO IKCIpec-
cunu SgAOX B mouarkax Sauromatum guttatum [39].
bbi1o 00Hapy:keHO MHOTIOKpaTHOE yCUJIeHUE 3KC-
MPECCUU FreHa MPU OTCYTCTBUU U3MEHEHUSI CKOPOCTH
TPAHCKPUIILIMU B U30JIMPOBaHHBIX siapax. [Tonarator,
YTO TIOMHUMO aJIbTEPHATUBHOIO MOJIMAACHUINPOBA-
HUSI, BBISIBJICHHOIO B HecKoJbKkMux reHax AO [14], B
npoueccuHre PHK AOX Benuka posib KaNMMpoBaHUs,
CBSI3aHHOTO C (pochoprInpoOBaHuEM 5'-KOHIIA TpaH-
CKpMIITA U TIpUCOEIMHEHNEM dyepe3 TpudochaTHBIM
MOCTUK 7-MeTWITyaHO3WHa (K3M-CcTpyKTyphl) [40].
B XMBOTHBIX KJIeTKaX KAIMMPOBAHUE YACTUUHO PETyJIH-
pyetcs muiieHbio panmamMuiinHa (TOR) — mporenHku-
Ha3bl CEpUH-TPEOHUHOBOH creruduuHoctu. TOR
ecTb y Bcex aykapuoT. TOR B cocraBe MynbTUMOJIE-
KYJIIPHBIX CUTHAJIbHBIX KOMILIEKCOB (Y JKUBOTHBIX U
JIPOXCKE MX IBa, Y paCTEHU TOJIBKO ONUH) PETyInupy-
€T KJIETOUHbBII POCT U BbDKMBaHUE, aKTUBUPYS ObICT-
pBIii cMHTE3 OeJIKa, YTO OCOOEHHO BaXKHO IPU CTpecce.
B pacrenusix A. thaliana TOR MOXeT CIIy>XUTh aKlIET-
TopoM TipotemHKrHa3bl KIN10, Bo3MoOXHO, yepes 1o-
CpeIHMKaA B sSApe — LIMKIWMH3aBUCUMOI KnHa3kl El
(CDKE1), unayumpyroneii akcripeccuto AOX1a [40].

ITATTEPHBI 5KCITPECCUH
N TPUITEPbI AKTUBALIU AOX

Dkcrpeccust reHoB AO craja MHTEHCUBHO U3Y-
qaThCs ITociie KiaoHupoBaHus nepsoii KIHK AOX n3
Sauromatum guttatum [41]. K HacTosilieMy BpeMeHU
MTOJTy4eHO MHOTO WHGOpPMAIIMA O XapaKTepe 2KC-
npeccun AOX y pasnuaHbix BugoB. Ilokaszano, 4To
akcrpeccuss AOX MoXeT ObITh KOHCTUTYTUBHOU B
MIpoIlecce POCcTa M pa3BUTHS, a B YCIOBHSIX CTpecca —
CWJILHO MeHSThCA [5, 14, 42]. OpTojoTUYHbBIC TEHHI,
KaK MpaBUJO, MPOSBISIOT OAWHAKOBBIN XapaKTep
9KcHIpeccuu, Harpumep, Aox2a n Aox2b con 1 BUTHBI
kutaiickoit [43]. OmHako ecTh U ITPOTUBOITOJIOXKHBIC
npumepbl. OptojiornuHble TeHbl AOXIa n AOXIc
MIIIICHUIIBI M pYICa TIPOSTBIISUIA PAa3HbBIi XapaKTep SKC-
IIpeCCHUU B IIpoLiecce 3ejieHeHus aucTa [44, 45].

Wunykuus skcnpeccuu AOX BBISIBIIEHA TTPU BO3-
JeHCTBUN aOUOTUYECKUX U OMOTUYECKUX (DAKTOPOB —
TeMnepaTypsl [46, 47], 3aconenus [48], 3acyxu [49], Tu-
rokcuu [50], BeIcOKO# ocBemenHocTH [31, 36, 51, 52],
Y®-B obayueHust [35], TsSoKeNbIX MeTauioB [52, 54],
o30Ha [55], medwuuura azora [56], matoreHoB [57] u
Ipyrux Bumax crpecca [52, 58]. Hekoropbsle nmero-
®UBNOJIOTUS PACTEHUN Ne 1
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Imuecs B JUTepaType cBeneHns 00 skcrpeccunn AOX
BBICIIIMX pacTeHUit 00001IeHbl B JOMOJHUTEIBHBIX
MaTepuanax (tadauua 1), u3 KoTopoit BUTHO, YTO Te-
HBI AO mposgBasgoT muddepeHINAILHBII XapaKTep
9KCIIPECCUU, TTAaTTEPHBI SKCIIPECCUM OTHOTO U TOT'O XKe
reHa AO MOTYT 3aBUCETh OT TUIIA TKAHU, YCJIOBUIA pO-
CTa, IIPOIODKUTEIFHOCTH IeCTBUS cTpecc-daKkTopa.

I'ennr moncemerictBa AOX1, Kak IpaBUIIO, CTPECC-
uHnyuupyemole. AOXIa A. thaliana Haubonee 4yB-
CTBUTEJIEH K CTPECCy, HO Y IPYTUX BUAOB pacTeHUit
STOT I'€H MOXET U He TPOSIBISATD MOJTOOHYIO peakiniio
(onmonHuUTEeNbHBIE MaTepuaibl, Tadauma 1). Okc-
npeccust AOX2 yaiiie peryaupyercs mpoleccaMmu po-
CTa U Pa3BUTHUS, YTO HE MCKIIOUYAET BOBJIEUCHUE
AOX2 B oTBETHI Ha JeiiCTBUE CTpeccopoB. B yacTHO-
CTH, IKCIIPECCHUS BCEX YEThIpeX TeHOB 0OOUX Mozice-
melictB AOX'y Daucus carota nmena nuddepeHInanb-
HBIN opraH- ¥ pocT-crienuduuHbii xapaktep [18]. I'en
DcAOX1a nposiBiisini 6oJiee BhIpak€HHBIN KOHCTUTY-
TMBHBIM XapaKTep 9KCIPECCUHU B JINCTE U B Mpoliecce
obpa3zoBaHUsI de novo BTOPUYHON (DPIOIMBI KOPHS
9KCIIaHTOB. M3BECTHBIMU TpUITEpaMU WHAYKIIUU
reHoB AOX sgBisTIOTCS TUCGHYHKIIMM MUTOXOHIPUIA,
BBI3BaHHBIE Kak JeiicTBueM mHIrnouropos OTLI [28,
51], Tak ¥ MyTallMsIMU T€HOB, KOAUPYIOIIAX MUTO-
XOHApHUaNbHble Oellku KomriuiekcoB DTLL [59, 60].
IMTonararot, yto nedexter DTLI BcaencTBue MyTauii
reHoB U uHruouTOpsl DTLL n LITK dhopmupytot pe-
JIOKC-CUTHAJIbI, KOTOPBIE TIepeaaloTcsl B SIAPO U UH-
IVLIHAPYIOT 3Kcnpeccruio AOX M apyrux, He TOJBKO
“mpIXaTelbHBIX, TeHOB [26, 28, 60]. Dkcrpeccust
AOX (1a npumepe AtAOX1a) — MUPOKO UCIIOIb3Yye-
Masi MOJieJib B U3YYEHUU MUTOXOHIIPUATIBHOTO pe-
TPOTPaIHOTO CUTHAJIMHTA.

Takum obpazom, nuddepeHInaTbHbINA XapaKTep
skcrapeccun reHoB AOX CBsI3aH C T€HOTUIIMYECKUM
1 PEHOTUITMUYECKUM pa3HOOOpa3reM KJIETOK, pery-
JIsileit akTHBHOCTU T'€HOB B 3aBUCHMOCTHU OT MOCTY-
MaIX CUTHAIOB, KOHTpoJieM akcnpeccun AOX Ha
pa3HbIX YPOBHSX peaju3aluyd HacaeACTBEHHON MH-
dopmanunu. DTo odecreynBaeT IJIaCTUYHOCTh MeTa-
0oJM3Ma pacTUTENIbHOM KJIETKM, B KOTOPYIO BOBJIE-
yeHa 2HEeproauccunupyomias (yHKIHS MHUTOXOH-
npuii [5, 8, 14, 34].

CUTHAJIBHBIE ITYTU PETYJIIALIUN
BKCITPECCHUUN AOX

TpaHcayKumsi curHajia, BbI3bIBAIOIIETO DKCIIPEC-
cuio AOX, MOXET IIPOUCXOIUTH IO aHTEPOTPaATHOMY
U perporpagHomy myTsiMm [11, 13, 30]. AHTeporpanHas
PETyJISILUST SKCIPECCUU TeHOB MpPeAcTaBsieT co0oii
HUCXondamui (top-down) ImyTh OT siapa K OpraHesie.
PetporpanHast perynsiiiysi HalpaBJjieHa 1O BOCXO/IsI-
memy (bottom-up) myTH OT OpraHeslI K ssapy [ 12, 61].
ITpuHATO cUMTaTh, YTO AaHTEPOrPaAAHbIA CUTHAIUHT
MPOTEKAeT Ha HECKOJIbKMX YPOBHSIX — OT TPAHCKPUII-
LIMOHHBIX 1O MOCTTPAHCISIIUOHHBIX; CUTHAIBI, KaK
MPaBuUJIO, CBSI3aHbl C MPOLIECCAMU POCTa U Pa3BUTHUS
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pacTeHuA, ¥ IeiCTBUEM BHEIIHUX (paKTOpOB. PeTpo-
rpagHasi peryjasums 9KCIIPECCUU T€HOB MPOUCXOAUT
B OTBET HA U3MEHEHME YCIOBUI BHYTPEHHEN CPEIBI U
[MO3BOJIIET OpraHejiylaM BIMATH Ha 3KCIIPECCHUIO
saaepHBIX TeHoB [12, 30, 61].

MHuUTOXOHAPUAIBLHAS PETPOrPAAHAS PETYJIAIUs IKC-
npeccun A0X. Haubosiee moaHoO onmrMcaHa MUTOXOH-
IpuanbHas perporpagHas peryiasauus (MPP-myts)
akcnpeccun AOX, TOATBEPXKIEHUWEM CYyIIECTBOBa-
HUSI KOTOPOTO SIBJISIOTCS HE TOJILKO HaHHBLIE 00 MH-
nykium 3kcrpeccun AOX unrunomropamm OTI,
HUTK u BciaencTBue gedekroB komriekco DT, HO
¥ Hajmuue B mpoMoTope AOX (Ha mpumMepe AtAOX 1a)
MPP-yuacTka, HeOOXOOMMOTO I MHAYKIWWA 3KC-
npeccuu rexa [28, 34]. MTHruouTopbl — aHTUMULIMH
1 MOHO(dTOpaleTaT — UMUTUPYIOT COOTBETCTBEHHO
A®DK -3aBucumblit 1 ADK-He3aBUCHUMBIi CUTHAJIBHBIE
IMyTU UHIYKIUK 9Kcripeccuu reHoB AO [11, 13, 28].

Huchynkumuu B OTL, cBsIzaHHBIE ¢ HapyIlLIEeHUEM
MOTOKa 3JIEKTPOHOB, MPUBOJIST K 00pa30BaHUIO U3-
opITouHOrO Koinyectsa APK — cyrmepokcua-pan-

kana (O) ) u nepekucu Bomopoaa (H,0,). Mectom

reHepaiu O; siBistiorcest Komruteke I, 1T u 111, a no-
HOPOM 3JIEKTPOHOB JIJIsl KUCI0pOoaa — YOMCEMUXUHO-

HOBbII MHTepMenuat [13]. O6pasyemuiii B DT O
HecTabwieH (BpeMs xusHu — 1012 ¢) u OBICTPO HEit-
tpanusyercs B H,O, nipu ydyactuu Mn-3aBucumoid
cynepokcuagucmyTassl (MnSOD), a Takke CITIOH-
tanHO. Iloka3zaHo, 4TO cBepxakcnpeccust MnSOD
cHikaia skcrpeccuto AOX1a n AOX1b ripu Bo3neit-
CTBUH XOJIOJIOBOTIO CTPECCa B paCTeHMIX puca [62], a
HokayTHas1 1o MnSOD nmnusi Arabidopsis thaliana
npostBisina ycuieHue skcnpeccnu AOX1a B oTBET Ha
00paboTky AICIl; 110 CpaBHEHHUIO C JIMHUEU TUKOTO
tuma [63]. DTu TaHHBIE CBUAETEILCTBYIOT O TOM, UTO
conepxxanre ADK B MUTOXOHIPUSIX, TECHO CBSI3aH-
HOe ¢ aKTUBHOCTBI0O MnSOD, MOXeT OBITH TIEPBUY-
HBIM CUTHAJIOM, UHAyLupyomuM MPP-3aBucumyro
uHaykuuio akcnpeccuu AOX. H,O, gBisieTcss BTO-
puyHbIM MecceHmkepoM ADPK-3aBucumoinr MPP-
skcnpeccun AOX [13].

Panee cuutanoch, uro H,0, mHmyuupyer sKc-
npeccuio AOX myTeM IPsSIMOTO OKMCJIEHUST WA MO-
IyIApoBaHUs mpoleccoB pochopummpoBanuss T,
KOHTPOJIMPYS MHULIMALIIO TpaHCKpuIiuuu [64]. Oxn-
HAKO CTaJI0 U3BECTHO, YTO AHTUMUILIMH — UHTUOUTOP
komrniekca 111 — BeI3bIBan 6osee OBICTPYIO MHIYKIIVIO
askcnpeccun AOXI B KieTKax Tabaka, YeM 3K30TeHHast
MEepPeKNCh, HAKAIUIMBAIOIIASICS BO BHYTPUKIIECTOYHOM
npocTpaHCTBe [65]. DTO na10 OCHOBaHME M0JIaraTh, YTO
A®K MUTOXOHIPUATIBLHOTO MPOMCXOXICHUST OoJjiee
addekTBHE B MHOYKIMKM 3Kcrpeccun AOXI, dem
A®K 1nuroruia3Mbl WIK XJI0poIluiacToB. B 3Toit padote
ObUIO TakXKe MOKa3aHO, YTO OOHTKPEKOBasi KUCJIOTA,
MHTIOUTOP MUTOXOHAPUAILHOI IOPhI IMPOHUIIAEMO-
ctu (PTP), yyacTByromieii B 3amycke amomnTros3a y
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Puc. 1. Cxema CUTHAJIbHBIX ITyTeil peryIsiliuu aKcIpeccun reHoB AOX. BHelllHUe ¥ BHYTpeHHUE (MUTOXOHIPUAIbHBIC U T11a-
CTUOHBIC) CUTHAJIBI IOCTYITAIOT B SIAPO IJisI akTuBaun AOX (Ha OCHOBe cXeM, IIpeICTaBIeHHBIX B paboTax [1, 5, 12]). I[1yts Mu-
TOXOHIIpUAJIBHON peTporpagHoil perymsiuuu skcrpeccun AOX (MPP-nyts) (Ha npumepe AOXIa Arabidopsis thaliana,
AtAOX1a) BKIIOYAET MOCTYIUICHUE CUTHAJIa U3 MUTOXOHAPUI (ADK, LiuTpat, pe1oKc-CUrHa) ¢ mocaeayoIM BEICBOOOX e -
HueM TpaHckpumnimoHHoro dakropa (Td) cemeiictBa NAC (NAC17) U3 sHIOIUIa3MaTUUECKOTO peTuKyayMa (DP), koTopsrit
(kak u apyrue TP NAC) sBiseTcs TOJOXUTEIBHBIM peryisiTopoM skcrnpeccun AtAOX1a. ABl4 — penpeccop AtAOXIa.
Td WRKY moryt 6biTh Kak rojoxurenbHbiMu (WRKY63), Tak u orpunareasHsiMu (WRKY15/40) perynsitopaMu 3KCIpec-
cuu AOX 1a. dpyroii myTh TpaHCIYKIIUU CUTHAJA BKJIIOYaeT akTuBaiuio nporenHkrHasbl (KIN 10), koTopas B3auMoaeiicTByeT
¢ MeauatopHbIM B siape Komruiekcom CDKE1, nanynmpytomum AOX1a. Aykcun u T® MYB29 — HeraTuBHBIC peryssiTOpbl

akcnpeccuu AOXIa.

KMBOTHBIX, OJokupoBana aHTumMuuuH-, H,O, u
CK-3aBucumyto umHaykiuio AOXI. TlosToMy BO3-
HUKJIA ajlbTEpHATUBHasI TUIIOTe3a, OOBSCHSIOIIAS
ADK-3aBUCUMYIO0 MHAYKIIMIO 9KcTipeccun AOX, Ko-
Topasi TTIOCTpO€Ha Ha aHAJIOTMU 3allycKa Ipolecca
nporpammupyemoii ruoenn kiaetku (I1I'K) y xxusor-
HBIX [65, 66]. ADK, B 4aCTHOCTH II€pEKMCh, HaKall-
JIMBAIOIIASICSl TIPU CTpecce BO BHYTPUKIECTOYHOM
MPOCTPAHCTBE 1 CITIOCOOHAS JIETKO TMTPOHUKATDh Yepes
KJIETOUHbIE MEMOPaHBI, MOXET BbI3bIBaTh NTUCOHYHK-
LIUM MUTOXOHJIPUN U OTKPBITHE MUTOXOHIPUATBHBIX
nop (PTP), uyro compoBoxmaeTcsl HUCCUIAIACH
MEMOpPaHHOTO TOTEHIIMAIa 1 SIBJISIETCS PellaiolnuM
3TaroM CUrHajvuHra nHaykuuu AO0X [65, 66]. INona-
raroT, 4To BpeMeHHoe OTKpbiThe PTP — BaXXHBIIT Me-
XaHU3M KJIETOUHOTO PEIOKC-CUTHAJIWHTa U CIOcob
KOMMYHMKALIU MUTOXOHIPUIA ¢ aapoM [65].

NAC-comepxamue T (ANACO017, ANACO013)
SBJISIIOTCS TIPSIMBIMU aKTUBAaTOpPaMU TPaHCKPUIILIMUA
AOX1a |29, 34] (puc. 1). ANACO17 — KOHCTUTYTUBHO
aKcripeccupyemblii T, CBsI3aHHBIN C dHAOILIa3Ma-
TUYECKUM peTukyaymom (OP) depes C-koHIIeBOIt
TpaHCMeMOpaHHBI ToMeH. B oTBeT Ha aHTUMUILIVH
WIY TP MUTOXOHIPUATBHBIX TUCHYHKIIUSIX TPOUC-
XOJIUT MPOTEOJIMTUYECKOE OTIIernaeHne C-KOHIIEBO-
ro 1oMeHa poMOOBUIHOM IpoTea30ii, a N-KOHILIeBOM
JIOMeH BbIcBOOOXAaeTcs 3 OP u Murpupyet B si1po,
CBA3BIBasICh ¢ TipoMoTopoM AOX1a. B ANACO017 obHa-
PY>XEH CalT pacllerieHus pOMOOBUIHOM TpOTea3oi
MEXIy IBYyMSl TOMEHaMU, a MHTUOUTOPBI POMOOBUII-
HOI MpoTeasbl CHUXKAIOT MHIYLIMPYEMYIO aHTUMULIU-

HoM aKcnipeccuto AOXIa [34]. Tlpennonaraercsi, 4To
pomOoBuaIHas nipoTea3a aktuBupyetcs H,O, murto-
XOHIPUATBHOTO MPOUCXOXIECHUS, TaK KaK MYTaHTbI
ANACO017, kak mpaBWJIO, HE MPOSIBIISIIOT 9KCHPECCUIO
AOXIa nipu obpabdotke 3k3oreHHoit H,O,. ANACO17
HEToCpeICTBEHHO cBs3biBaeTcs ¢ caiitoM (T/G)CGT-
GT mpomotopa AtAOXIa v MOXeT aKTUBUPOBATh
npyrue T cemeiicta NAC, Hanpumep, ANACO013,
SBJISIIOLIMMUCS.  TIOJIOXKUTEJIbHBIMU  PETYJISITOpaMU
akcrnipeccun AOXI1a. OnHako apyrue T® NAC He
MOTyT KOMIeHcrupoBaTh oTcyTcTBre ANACO17 [29].

IIpomoTop AtAOX1a HaxoguTCs 1OH KOHTPOJIEM
pasHbix T, HATIPSIMYIO B3aUMOIEHCTBYIOIINX C pe-
TYJISITOPHBIMU 3JIEMEHTAMU U BJIUSIIOLIMX Ha 9KCIpec-
cuio AtAOX1a [5]. BesineHo, uto WRKY cBsi3biBaroTcst
B Tpex caiitax W-box (—291, —373 u —412 11.H.) npoMo-
Topa AtAOX1a. WRKY15 u WRKY40 sBasitorcst pe-
npeccopaMu perporpagHoit akcrapeccun AOXIa n
JIBYX IPYTUX SIIEPHO-KOAUPYEMbBIX TEHOB MUTOXOH/IPH -
aJIbHBIX 0eJIKOB A.thaliana — NDB2 (reHa “BHeLIHel”
HA®D-H-gerunporenasel) u UPOX (UP-regulated by
OXidative stress), YyBCTBUTEJIbHBIX K OKUCIUTEILHOMY
crpeccy [33]. Ho eciim ABI4 — penpeccop AOXIa B
HopMmanbHBEIX ycnoBusix, To WRKY15 u WRKY40
OrpaHMYMBAIOT 3KcIIpeccuio AOX 1a B yCIOBUSIX TUC-
¢ynkimu DT, B yacTHOCTHU, MpU 00padbOTKEe aHTU-
munpHoM. [IpennonoxurenbHo, WRKY63 ¢yHkIM-
OHMpYeT KakK akTuBaTop 3Kkcnpeccun AOXI1a. Ycra-
HoBieHo, yTo WRKY63 yyacTByer B peakuunu Ha
BBICOKYIO OCBEIIEHHOCTh [33]. ABTOpBI ITIOJIaraiorT,
yro WRKY40 1 WRKY63 KOHKYpUPYIOT 3a CaiiTbl
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CBA3BIBAaHMSI C TTpoMoTopoM TeHa. [lokazaHo, 4YTO
aykcuH u TP MYB29 — 5710 HeraTuBHbIE PEryJISITO-
pbl 3kcnpeccuun AtAOX1a, GyHKIMOHUPYIOLIUE Ye-
pe3 TopMOHaTbHBIE CUTHAJIBHBIC TIYTH U B3aUMOIE -
creytoniue ¢ T® ERFs (Ethylene Response Factors)
n WRKY [30, 67].

TpaHcaykumsi curHajla U3 MUTOXOHIPUIA TakxKe
MOXET WMATU IO MyTU aKTUBALIMU MPOTEUHKUHA3bI
KIN10, kotopas Bzaumoneiictyer ¢ CDKEI, siBiisi-
IolIeICs B SIIpe YacTblo MEAMATOPHOTO KOMILIEKCa,
uHayuupytoiiero AOX1a [40]. B uccienoBaHusx Ha
raol mytaHTax BbIsiBieHO, uTo CDKEI] yyacTByeT B
BOCHPUATUN JIIOOBIX KJIETOYHBIX CUTHAJIOB, B TOM
qyyciie, aHTEPOrpaJHOTrO IMPOUCXOXIEHUsS (HaIpu-
Mep, BbI3biBaeMbIx HakorieHueMm H,0,, x0n010BbIM
BO3ICUCTBUEM) C ITOCAenyomeit nunykuueit AOXIa.

Paznenenue A®K-3aBucumoro n ADK-He3aBucH-
Moro mniyreii MPP-curHanmmura AOX yclloBHO, TMO-
ckosbky ADK gBisieTcst MOTEHIIMATBLHOM MOJIEKYJION B
TPaHCOYKIIMY CUTHAJIA, TIOJIy4aeMOI'0 M3 MUTOXOHAPHUIA
BCJIEICTBUE MHTMOMPOBAaHUS KaK aHTUMULIMHOM, TaK
u M®A [28]. I'enepanusa ADK oGHapy:keHa B KJIETKaX
CycIleH3nM Tabaka TpHW BO3NEHCTBMM Ha HuX 5 MM
M®A [68]. OnHaKo 3TO He UCKITI0YaeT BO3MOXHOCTh
repenayy CUrHaja K IpoMOTOpPHOI obiactu [13, 28].
Ha sTo yka3beiBaeT TOT (DakT, YTO pa3HbIe KOHIIEHTpA-
mun M®A, peryaupymoliye skcrpeccuio AOX, MoryT
MO-pa3HOMY BIIMSATL Ha obpazoBaHue ADK, BIIoTh
1o orcyrcTBus 3ddekra [28]. [TokazaHo TakKe, UYTO
Td WRKY yuacTByeT Kak B aHTUMUILIMH-, TaK U B
M®A -3aBucumoit nunnykunu AtrAOX1a mo MPP-my-
TH, OOHAKO MYTaHTBI B oOiactm W-0oKca cuibHee
pearupoBaiin 3Kcrpeccueiit AOXIa Ha aHTUMULIMH,
yeM Ha MDA.

ITomumo H,0O,, npyruMu CUTHAJILHBIMU MOJIEKY-
JIJaMH, YYaCTBYIOIIMMM B PEryJsSLUU DKCIIPECCUU
AOX, asrsmorcst NO, camuuminoBast kucioTra (CK),
>KaCMOHOBas KUCJIOTa, 3TWIeH, noHsl Ca?™ [12, 13].
Xopoiuo usBecteH a¢dexT HakoruieHus H,O,, NO u
CK, a Taxxke yBennmdyeHue skcrpeccun AOXIa v co-
nepxanus 6enka AO B mpoliecce pa3BUTHS peakliuu
cBepxuyBcTBUTEIbHOCTH (CBY) pacTeHmii B oTBET Ha
araky naroreHa [57]. Pazsutne CBY — xopoirasg Mo-
JIeJib U3yYCHUSI CUTHAJIBHBIX IMyTei, OMHAKO IO CUX
IIOp BCE 3TAIlbl 3TUX IyTel He pacimdpoBaHbl. [1o-
Ka3aHO, 4YTO TeHepalus CYIIepOKCUIHOTO B3PHIBA

(“O; burst”) B oTBeT Ha MHOKYsiUO Nicotiana ta-
bacum GaxTepusIMHU-TIaTOTeHAMM 3aBUCeEJIa OT HaJI-
ynst AOXIa B reHome pacteHus [57]. UmMeHHoO reHe-

pauus O, B MUTOXOHIPUSIX WHUIIMMPOBAJA peak-
muio CBY, xora apyrue ADK takke ydacTBOBaJIU B
ee paszButumn. OrcyrctBue AOXIa nmpuBOAWIIO K 3a-

nepxkke O) B3pbiBa, komokomu3anru NO, ONOO~

(TIepOKCUHUTPUTA — MPOIAYKTa B3auMoneicTBust O,
u NO) u paszsutus peakuuu CBY B orBeT Ha BHeApe-
HUe€ TaToTeHa TakK e, Kak U BJIMSHUE aHTUMUIIMHA,
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nHTrnoupyoomero komiuiekce 111. OopHako mosxke (1o
CpPaBHEHUIO C JUKHUM TUIIOM) IIPOUCXOIUJ PE3KUIA
cynepokcuaHbii B3peIB. ONOQO™ yyacTByeT B HUT-
pPOBaHUY TUPO3UHOBBIX OCTATKOB OEJIKOB, UTO BJIMSI-
eT Ha UX MOIM(pUKAILINIO, YyBCTBUTEIBHOCTh K IIPO-
teasam u passutue I1I'K. Ceepxakcnpeccust AOXIa,
HampoTuB, MpeaoTBpallajia pa3BUTUE CYTIEPOKCHUII-
HOTO B3PHIBa, BBI3BIBAEMOIO AECTBUEM aHTUMMIIY-
Ha. ChejlaHO MOpPeaNnojoXeHUEe, YTO DJIEKTPOHHBIA
TpaHCHOPT, OYEBUIHO Ha YpoBHE KomIuiekca 111, siB-
JISIETCST MUIIEHBIO peaKlIMK, BbI3BIBAIOIIEl CHUTIHAI
s paszsutusg CBY, a AOX — xmoueBast IeTepMu-
HaHTa MUTOXOHApUaabHOII nuHaMuku ADPK B oTBeT
Ha aTaky natoresa [57, 66]. [IpyuanHoii CyrepoKCUIHO-
IO B3pbIBa Ha paHHMX 3Tanax passutusg CBY ssisgercs
CKOOPAMHUPOBAHHOE COBMECTHOE IIOAABJICHUE 3KC-
npeccuu reHoB 1 akTuBHOCT AO 1 MnSOD.

Ycunenue skcrnpeccun AOX1a Xak 3alIMTHAS OT-
BETHas peakiivsl Ha OMOTUYECKMIA CTpecc, CKopee
Bcero, cBsi3aHo ¢ BiussHueM CK. B HU3K1X KOHIIeHTpa-
musix (MeHee 1 MM) CK Kak aHajor XMiHOHa B3aMMO-
neiictByeT ¢ KomruiekcoMm 1 u 11, Hapyirast TpaHcopt
a51eKTpoHOB B OTLI, 4YTO MHUIIUMpPYET CUTHAJILHBIC ITy-
TH, TIPUBOISILIME K 3KcIipeccuu reHoB AO [66]. BmecTe
¢ teM, CK nHnynupyet sakcrapeccuto AOX He HaIIpsI-
Myto yepe3 TD, cBa3bIBaOIIMECS C IIPOMOTOPOM Te-
Ha (CK-uyBCTBUTEIbHBINI 371eMEHT asl OTCYTCTBYET B
npomotope AtAOX1a), a ckopee Bcero IoCTTPaHCKPUII-
muoHHo [26]. TTonarator, yutro EDS1 (Enhanced De-
sease Susceptibility 1) 1 PAD4 (PhytoAlexin Defficien-
cy 4) — nunaszononoOHble OejKi, KOHTPOJIUPYIOLIe
CBY-otBet, HakoruieHue CK n CK-3aBUCHMMBII CUT-
HaJIMHT, HO (DYHKUIMOHUPYIOIIUE B upstream-4acTu
CK-curHanuHra, peryaupyloT skcmnpeccuio AOXIa
(noka3zaHo Ha npumepe AtAOXIa). BoaMoxHO, 4TO
EDS1/PADA4-curHaibHblii yTh SIBJISIETCSI YHUKAb-
HBIM B MHIYKIUM 3Kcripeccun AOX1a; 3To 0ObSICHSI-
€T, B YACTHOCTH, MPUYUHY OTCYTCTBUSI B HEKOTOPBIX
ciygasix koakcnpeccun AOXIa ¢ NDB2 npu neii-
crBun H,0, unm poTeHoHa — TPUITEPOB 3aIlyckKa
MPP-nytu [26].

benxu EDS1 u PAD4 kak nocpeqHUKHN y4acTBY-
o1 B TpaHcayknuu curHaia IIT'K, oOycioBieHHOro
aktuBalueil Toll-momoOHBIX peLeNTOPOB UMMYHHOTO
otBera [69]. U3BecTHO, 9TO AO y4acTBYeT B IIpOIIeC-
ce I[1T'’K. B MuTOXOHIpUaIEHOM ITyTH TIepeaadi CUTHA-
Jla, TI0 KOTOPOMY pean3yeTcsl OOJIBIITMHCTBO (hOopM
anornro3a, popmupoBanmio PTP u Beixomy mmroxpoma
¢ U DHIOHYKJIEa3 B MeXMeMOpaHHOE IIPOCTPAHCTBO
MUTOXOHIPUI, a 3aTeM B LIMTOIIa3My, TIPEAIIECTBYET
peskoe yBeamueHre ADK. Y KMBOTHBIX BBIXON LIMTH-
XpoMa ¢ — KJII0Ue€BOE COOBITHE, MHAYLUpPYIOIee 3a-
MyCK KackKala peakiuii akTUBaluy Kacria3 u peain-
3apuio TII'K. Peryasius MUTOXOHOPUATIBHOIO IIyTH
III'K BKm0o4aeT MeXaHWU3MbI, KOHTPOJIUPYIOIINE
ypoBeHb ADK. ITokazaHo, 4TO MepEeHOC IEKTPOHOB
o ATl npensitcTByer HakormeHuio ADK u nommep-
KBaeT MUTOXOHApHUaTbHOE abixanue, korna L IT orpa-
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HUYeH WHTHOMTOpaMu WM MHoynupyommMu T1I'K
coequHeHusIMHU [69]. Takum o6pazom, AO peryampyer
KJ1eTOUHEBI ypoBeHb ADK, KOTOPEIIA, B CBOIO OYepelib,
orpeaenasieT BOCIPUUMUYNBOCTD K PA3BUTHIO aIlONTO-
3a, moatomy AO Ha3BaH “6eJIKOM BbDKMBaHuUs” [69].

Ponb noHos Ca?* B MPP-3aBucuMoii MHAYKLUU
AOXIa menee sicHa. Hakorutenue Ca?t B kiieTke gBid-
€TCs1 MPU3HAKOM pa3BUBalollerocs crpecca. B XuBot-
HOIT KJIETKE MUTOXOHAPUHU SIBIISIIOTCS “XpaHWIMIIEM
noHoB Ca’" u obmeHmBarorcs umu ¢ DP, coszmasas
KaJIbLIEBbIE MUKPOIOMEHBI. B pacTuTenbHOIT KieT-
K€ OOMEH KaJIbliisl MEXAY KOMIIapTMEHTAMM OCY-
IIECTBJISIETCSI, CKOpee BCEro, KOHCEPBAaTUBHBLIMU
OenKaMu-TpaHcrioprepamu, B yactHoctu, Ca>"/H*-
antunoprepamu cemeiictrea LETM (Leucine zipper,
EF hand-containing Transmembrane Protein), nume-
IOIIMMUA  MUTOXOHApPUAbHYIO JoKaau3amuio [11].
IMoka3zaHo, 4yTO IpU cosieBoM cTpecce obMeH Ca?t
MeXAy MUTOXOHApUSIMU U DP B pactenusx A. thali-
ana ObII cBsI3aH ¢ mHAyKuuennr AOXIa. Ilpu sTtom
H,0,-ctumynupyemsiii cuate3 TO WRKY15 ykasbi-
Basl Ha yyactue MPP B peakiiuu Ha 3TOT cTpecc, U
Ba>XHYIO POJIb B 3TOM urpaeT MHayKumss AOX1a [70].
MN3BecTHO, yTO DP moceutaeT cUrHaibl B SIIPO B IIPO-
ecce MHAYKIMKA peaKuuyu Ha MUCHOIAUHT OEIKOB
(UPR, Unfolded Protein Response), mpencraBisiio-
1LIETO BOJIIOLIMOHHO KOHCEPBAaTHMBHBINA TPaAaHCKPUII-
LUOHHBIA OTBET IJIsI COXpaHEHUs Tromeocraza P
IIpY HAKOIUICHUH HEIIPaBMUJILHO CIIOXXEHHBIX OEJIKOB.
UPR moxer yuactBoBath B Ca?*-omocpenoBaHHOM
nHAyKIun AOX1a, peryIvpyss aKTUBHOCTb KaJIblIve -
BO oMbl DP, 4TO CBUIETENBCTBYET O TECHOM CBSI-
3u mexay OP, smpom u MPP [70].

AHTeporpaaHasi peryJisiusa 3kcnpeccun reHos A0X.
TpaHcayKuMIO CUTHAJIA, BBI3BIBAIOIIETO 3KCITPECCUIO
AOX, o aHTeporpagHOMY ITyTH MOTYT 3allyCKaTh
AD®K wim npyrue cCUrHajbHbIE MOJIEKYJIbl BHYTPU-
KJIETOYHOTO TIPOMCXOXICHMSI, a TakKe BHEIIHUE
curHajibl pa3Hoit npupogsl [11—13]. Cuuraercs, 4yTo
9KCHpPECCUs SIAePHO-KOAUPYEMbIX T€HOB MHUTOXOH-
JIpUaJIbHBIX OEJIKOB B 3HAYMTEJIbHOM CTEIIEHU Mpe-
CTaBJISIET COOOI aHTEPOTPaaHBIM KOHTPOJIb (DYHKIINI
muToxoHApui [12]. YcmiaeHue sKcnpeccHMn TEHOB
MUTOXOHAPUATBHBIX 0€JIKOB OOHAPYXEHO MpHU Mpo-
pacTaHUU CEMSIH U MPU IIPOXOXKIACHUU IPYTUX BaxXK-
HBIX a3 pa3BUTHS pacTeHUS. DTO yKa3bIBaeT Ha CKO-
OPAVHUPOBAHHBIN XapakKTep 3KCIPECCUU TeHOB C
IpoLeccaMy pocTa U pa3BUTHS, a TAaKXKe Ha MX BO-
BJICYEHHOCTb B TOPMOHAJIBHBIN CUTHAJIWHI 1IEJIOCT-
Horo pacteHus [12].

Dkcnpeccust reHoB AO A. thaliana obHapyxeHa,
IJIaBHBIM 00pa3oM, B OpraHax ¢ IOTEHIIMAJIbHO BBI-
COKOI CKOpocThblo MeTabonuzMma [42]. YcuiieHHas
skcnpeccus AtAOX2 BoisiBieHa B ceMeHax, AtAOX1b —
B MOJIOABIX COLIBETHUSX; 3KcIIpeccust AtAOX1d pyHK-
LIMOHAJIbHO MPUYpOYEHa K MPOoILIecCy CTapeHUsl. DKC-
npeccus Bcex reHoB AtAOX 3aBucena Takxke oT (pa3bl
pocta u pa3putus [42]. IIpomoTop rerna At AOXIc co-

nepxut om3ko K CCT snements! caira Il [25], B3a-
umopeiicteytoniue ¢ T® cemeiictea TCP (Teosinte
branched 1 Cycloidea Proliferating cell factor) kiac-
ca Il — HeraTuBHBIX (paKTOPOB KJIIETOYHOIO JIEICHUS
[67]. TCP xitacca I cuuTarorcst TO3UTUBHBIMU PETY-
JIITOpaMM pocTa U npojmdepaunn KiieTok. OmHako
crieunpUIHOCTD ITOCIEA0BATEILHOCTU CaiiTa CBSI3bI-
BaHusg TCP obGoux Kj1acCcoB He SIBJISIETCSI aOCOIIOTHO
KOHCEPBAaTUBHOM, YTO OCTaBJISIET BO3MOXHOCTh KOH-
KypeHIINHU 3a canThl cBsI3biBaHMsI Mexxny TCP xknacca |
u I1. TCP yyacTByIOT B TpaHCOYKIIMM CUTHAJIOB TOPMO-
HaAJILHOTO ITPOUCXOXIECHUS U SIBIISIIOTCSI PEIOKC-UyB-
CTBUTEJILHBIMUA PETYJISITOPAMU  SIAEPHO-KOIUPYEMBIX
MUTOXOHAPUAIBHBIX OeIKOB KOMITOHeHTOB OTII,
HUTpasi BAXKHYIO pOJIb B MUTOXOHAPUAJIbHOM OMOTreHe -
3e [67].

Akcrpeccnss AOX He TOTBKO HAXOIUTCS IO TOPMO-
HaJIbHBIM KOHTPOJIEM PEryJISILMU, HO M CUTHaJIbHbIE
nyty aktuBauyuu AOX BOBJICUEHBI 1 TIEPECEKalOTCs C
CUTHAJIMHTOM TOPMOHOB. MyTaHTHI A. thaliana ¢ Hapy-
IIEHWEM IIOJIIPHOIO TpaHcHopTa aykKcuHa (raol/big,
rao4/pin-formed 1, raoS/multidrug-resistance 1/abcb 19)
MpOABIsLUIN ycuiieHue akcrpeccunt AOX1a [67]. UH-
JYKIIWS 9KCIIPECCUM PENOPTEPHOro reHa Jronudepasbl
CBETJISIUKa, KOHTPOJIMpyemMoro rmpomoropom AOXa,
MoJaB/IsUIach aHajJoraMM ayKCMHAa W YCWJIMBAajlach
OJIOKMpOBaHMEM TpaHcITopTa TopmMoHa. Kpome Toro,
aHTUMULIMH MHTMOUPOBAJI Iiepenadyy CUTHAJIOB ayK-
CHMHa W WHOyLIMpoBas 3Kcnpeccruio A0X1a, a obpa-
00TKa ayKCMHOM YaCTHMYHO CHUMaJja 3TOT 3(P(PeKT.
DTO CBUACTEIIBCTBYET 00 aHTAarOHMCTUYECKOI B3au-
MOCBSI3U MexXny MPP-CUrHaJiMHIoM M KUHETUKOM
KJIETOYHOTIO OTBeTa Ha ayKcuH. [TlokazaHo, 4TO OTBET
KJIETKU Ha ayKCUH MOXET ITOJIOKUTEIBHO PETryJIrpO-
BaThCsl MUTOXOHIpHanbHOU (pyHK1Meir yepe3 TCP.
CraenaHo IIpenriojioXkeHue, 4To Iiepegada CUrHajia
MUTOXOHAPHUAJIBHOTO CTpecca ¥ TPAaHCAYKIIVSI CUTHA-
JIOB ayKCHHAa PEryJIMpYIOTCS PELUIIPOKHO, YPaBHO-
BeIlIMBasi POCTOBYIO M CTPECCOBYIO peaklIMio opra-
Hu3Ma [67].

CBeT sBisSIeTCSI UICTOUHUKOM 3HEPIuU ISl BCeX
pacteHuii. BocrpusitTie cBETOBOro curHaja KJIETKOM
OCYIIIECTBIIsIETCS Yepe3 poToperienTophl ((GUTOXPOMBI,
(OTOTPOIMHBI, KPUTITOXPOMBI U Ap.) [71]. CurHaib-
HbIC aHTepOIpagHble KacKaabl, IPUBOMIIINE K NU3Me-
HEHMSIM DKCIIPECCUH PETYIUPYEMbIX CBETOM IeHOB, Ha-
YMHAIOTCS C aKTUBUPOBaHMS (HPOTOPELEIITOpa U €ro
MuUrpauuu B sapo (y ¢puroxpomoB). B sape akTuBu-
pOBaHHBIN doTopeuenTop B3anMmoneiicTryer ¢ E3-
YOUKBUTUH-TIUTa3HbIM KoMIiekcom COP1/SPAI,
BeicBoOOXmatomuM TA HY5, KoTophlit THULIUKPYET
TPAHCKPUIILIVIO LIEJEBBIX TeHOB. DUTOXPOMBI HETIO-
CPEICTBEHHO MOTYT B3aMMOACUCTBOBAaThH C (PUTO-
XPOM-MHAKTUBUPYIOIINMU (aKToOpaMU, HallpuMeEp,
PIF3, conmepxammmu nomeH cBsa3biBaHusg HHK,
CBOICTBEHHLII (paKTOpaM TpaHCKpunuuu. B TpaHc-
IYKIIUY BOCIIPUHMMAEMOTO (poTopelenTopaMu CBe-
TOBOTO CUTHaJIa MOTYT y4aCTBOBAaTh BTOPUYHBIE MEC-
ceHmxepbl — Ca?", cAMP, cGMP, G-6e1ku 1 npyrue
®U3UOJIOTUS PACTEHUN Ne 1
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KoMITOHEeHTBI. CuynTaeTrcs, 9Tto (putoxpoM A mUTpaer
KJIIOYEBYIO POJIb B IPOILIECCE AEITUOSLIUU U (HOTO-
MopdoreHe3a, 0COOCHHO B yCJIOBUSIX ClIab0ii ocBe-
IIEHHOCTH, a pUTOXpOM B — B peaKIIuy pacTeHU HA
MOBBIIIIEHHYIO OCBEILIEHHOCTh, XOTs 00a puroxpoma
BaxkHbI B TIpoliecce poToMopdoreHesa [71].

I[IpoGnema CBETOBOII peryisiiuM 3SKCIIPECCUM
AOX B HacTos11Iee BpeMsi MTHTEHCUBHO MCCIIEAYeTCS,
B TOM 4YHCJIe U B Hammx pabdorax [7, 32, 36, 44, 72].
Cunraercs, uto AO y4acTBYeT B OKMCIICHUM N30bITKA
HAJ®-H xjopoIutacTHOrO HPOUCXOXIEHUS, CIIO-
CcoOCTBYsI TeM caMbIiM “pasrpyske” xinOTL [73, 74].
IToxazaHo, 4YTO B CBETOBOI PETYJISIIMUA KCIIPECCUN
AOXIa A. thaliana MoryT yaacTBOBaTh (PUTOXPOMBEI A,
B, xpunroxpowmsl 1, 2 u pororponuns 1, 2 [31, 75].
IMomaraioT, 4To curHaj oT (OTOPELEIITOPOB 10 ATana
TpaHckputnu AOX TiepenaeTcs 110 N3BECTHBIM Me-
XaHU3MaM (OTOTPAHCAYKIIMU (OTOPETYIUPYEMBIX, B
MepBylo0 ouepenb, (POTOCUHTETUYECKUX TeHOB [76].
CseTo3aBUCHMEBIT xapakTtep mHIyKOUU AOXIa BBI-
SBJIEH B IUCThAX A. thaliana [36, 51, 75], Triticum aes-
tivum [32], AOX2a — cemsinonsx Glycine max [77],
AOXIc — nuctesix Oryza sativa [44].

Anamm3 nipomotopa AtAOXI1a nnuuoit 1000 1m.H.
Boille CCT BoisiBua 27 cBeto3aBucuMbix CARE, us
HUX 9 ObUIM CTPOTO MHAYLIMPYeMbIMU cBeTOoM [31]. B
npoMotope reHa AOXIa A. thaliana Taxxke HalineH
yacTto Bcrpeyvawliuiicss motuB G-box (CACGTG)
[78] u CARE 11 (ACGTG, —93 n.H. ot CCT), nepe-
KkpbiBaroiuiicsa ¢ G-box [26]. M3BecTHO, yTOo G-bOX —
9TO HNaJuHAPOMHBIN KoHcepBaTuBHBINN CARE mpo-
MOTOPOB OOJIBIIMHCTBA (POTOPEryIMPYEMBIX T€HOB,
SIBJISIETCSI CAaliTOM CBSI3bIBAHMSI TPAHCKPUIILIMOHHBIX
dakTopoB GBFs (G-box-Binding Factors) cemeii-
ctBa bZIP [79]. ®oTouHayIUPYEMbIIf TpPaHCIIOPT
GBFs (B yactHoctu, GBF-1) u3 nuromnia3Mel B SIpo
SIBJISIETCS BaXKHBIM BTAallOM TPaHCIYKLIMW CUTHAaja
Mexay ¢oTopeuenuueii U CBETO3aBUCHUMOII 3KC-
npeccueit reHoB. G-box TakKe HaiieH B IPOMOTOpE
AOXIa Triticum urartu (GenBank: KD149474.1, —221
n —340 m.H. or CCT), IUIUIOMIHOTO IIPapOIUTEIIS
rekcoayutorionna Triticum aestivum |[32]. AHanm3
MMEIOIIMNXCS TaHHBIX JaeT OCHOBaHME TIpeaIoaraThb
HaJIM4YKe MeXaHU3Ma, ITocpeacTBoM KoToporo AOX1a
(o xpaiineit Mepe, B A. thaliana n Triticum aestivum)
CBsi3aH C (POTOCHMHTETUYECKOU dyHKIMei. Takum
obOpa3om, uzydeHue npomoropa AtAOX 1a 103BOIIIO
BEISIBUTH cBeTomHmynnpyembele CARE, ympasisie-
MbIe TToKa Heu3BecTHBIMU T®, a Takke ajieMeHT 11,
BO3MOXHO OTBedamInuii 3a cBsi3b AOX ¢ (poTocuH-
te3oM. Pois pasaeix CAREs B mpomoTope AOXIa n
pacnosHaromux ux TP B (oTo3aBUCUMOIN peTysi-
mumn akcrnpeccun AOXIa octaeTcs HMpeaMETOM MC-
cJIeDOBaHUMA.

Ha ocHoBe ycpemHEHHBIX BEJIWYUH 3KCIPEeCCUU
T€HOB B IpOLIecce 3eJ€HEHUs] OTHOCUTEILHO BEJIU-
YUH 3KCIPECCUM FeHOB B 3TUOJMPOBAHHOM JIUCTE
MNIIEeHWIBI, HAMU MpemIokeHa cxeMa MHIyKIum AOX
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¥ TEHOB APYTUX IbIXaTeJIbHBIX KOMIIOHEHTOB 3HEPTO-
nuccunupytommx cucteM DT B mpoliecce 3eyeHe-
HUS JIUCTa NieHuusl [7]. “BHemrHue” u “BHYTpeH-
Hue” anbrepHaTuBHBIE (HA(®)-H-mernmporeHassl
Y4aCTBYIOT B TPAHCIIOPTE 3JIEKTPOHOB K YOUXUHOHY B
obxon komruiekca I. K cucremam, paccerBaromnum
TIPOTOHHBIN TPaINEHT, 00pa3yeMEBIil B XOIIe peaKIInit
B OTL, otHocsaTcs pazo6uiawinue oenku (UCP),
nmonooHsle UCP xuBoTHbIX. CBeT Mo (UTOXPOM-
OMNOCPEIOBAHHOMY IIyTU WHAYLUPYET 3KCIIPECCUIO
AOXIa, 3aTeM BoBiieueHre AO B apixaHue. B miepuon,
OBICTPOrO pa3BUTHUS TUJIAKOUIHOI CHUCTEMBI 3TO
CIIOCOOCTBOBAJIO CMHTE3aM de novo W IpeaoTBpaille-
HUIO OKUCIUTEIBbHOTO cTpecca [32]. IMocie 6 4 3eme-
HeHMs cHikeHre All M3MeHsI10 peoKC-COCTOSTHIE
AT n dopmupoBaio pemoKc-CUTHAI, Iepenaro-
LIMICS OT MUTOXOHIPUH K SIIPY MO PETPOrPATHOMY
IyTH, YTO THUIITMUPOBAJIO SKCIIPECCUIO T€HOB APYTUX
IBIXaTeIbHBIX He(OCHOPMINPYIOLINX MyTeiA U aHTU-
OKCHUJIQaHTHBIX (DEPMEHTOB, YUYaCTBYIOIIMX B IOAAEP-
KaHUU pemoKc-0anaHca kKiueTku. [lociie 24 4 curHa-
JIBI M3 3penbix xJtoporuracToB [80] mocTyrmamu B Sapo,
PEryIUpysl SKCIIPECCHUIO COOTBETCTBYIOIINX I'eHOB [32].
Bo3MoxHO, 3TO ObUIM OMOr€HHbIE CUTHAJBI, IJIaB-
HBIM y4JacTHHUKOM KoTopbIx sBisgercss GUNI1 (Ge-
nome UNcopledl) — nokaqn3oBaHHBINA B XJIOPOIIIa-
cTax OeJI0K, YYaCTBYIOIINIT B TOMEOCTa3€e TUIACTUIHBIX
oenkoB. Ilpemmonaraercst, yto GUNI1 reHepupyer u
repenaeT HEM3BECTHBIM CUTHAJ, aKTUBUpyoluii Td
ABI4, kotopblii gajee GJIOKUPYET SKCIPECCUIO siAep-
HBIX (poTOCMHTETMYeCKUX reHoB [81, 82]. Cunuraercs,
yro GUNI1 wuHTEerpuMpyeT MHOTI'OYHCJIEHHBIC IIjIa-
CTUIHBIC CUTHAJIBI, CBSI3aHHBIC C COCTOSIHUEM TeTpa-
nuppooB, x1OTL 1, B 11e10M, peIOKC-COCTOSTHUEM
wractuna. Yyactue GUN1/ABI4-curHaabHOro myTu
B peryJsiium akcnpeccun AOXIa v Apyrux “mbixa-
TeJILHBIX T€HOB B IIpPOliecCe CTAaHOBICHUS (POTOCUH-
TEeTUYECKOro armnapaTa — abCOJIIOTHO He M3yYeHHBII
BOIIPOC.

I1pu sTOM He UckiIOYeHa u poab MPP-3aBucu-
Moro myty nHayKInuu AOX 1a B mponiecce 3eJIeHeHUS,
B YaCTHOCTH, Yyepe3 U3MEHEHMUE COAep>KaHUsI opra-
Hnyeckux kuciaoT LITK [7]. Hamu oOHapyXeHO ycH-
JIECHUE ObIXaHUS MUTOXOHAPUNA M ITOTCHUMWAIbHOM
aktuBHOCTHU All B IpHCYTCTBUY MajiaTa B IIepBhIC 6 4
JIEe3TUOSIUM, 4YTO MOIJIO CBHMACTEILCTBOBATH HE
TONBKO 00 MHTeHCHU(UKAINKU (PYHKIMOHUPOBAHUS
komruiekca [ OTII B aTOT niepuon, HO 1 YBEJIUYEHUN
akKTMBHOCTU ManataeruaporeHassl LITK [7]. U3-
BectHO, yTo LITK Ha cBety mpomomkaeT (PyHKIIMO-
HUpPOBAThb C HEKOTOPhIMM Moaudukauusamu [83].
IToxazaHo, YTO M3MEHEHUSI B COOEepXKaHUU OPTraHMU-
yeckux kucjotr LUTK (murpara, manara, 2-okcoriya-
TapaTta) BJIMSIOT Ha 3Kcrpeccuio reHoB AO [68]. B
YacTHOCTU, B curHanuHre AtAOX1a ipu MHIMOMpPOBa-
Hum LITK moxer 6b1Th (Kak 1 B ADK -3aBrCMOM ITy-
™M) 3aneiictBoBaH M PP-ydacTok mpomoTtopa reHa. Co-
o6uanock o poii WRKY B otBete AtAOXla Ha M®DA,
Kotopblii mAHTNONpyeT akoHnTasy LITK u mpuBomur
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K HakoruieHnIo nutpata [28]. OTMeTnM Tak:Ke, 4TO
yuactue ADPK-3aBucumoro MPP-1iytu curHaiauHra
AOXIa ipy 3eIeHEHUM JIMCTA MIICHUIIEI MEHEE Ode-
BUIHO. M3BECTHO, YTO 3TUOIMPOBAHHBIE KJIETKU
3allUIIeHBl OT 4Ype3MepHoro obpasoBaHuss ADK
¢dyHKUIMOHUpOBaHUEeM cBeTo3aBrucumoin HAID -H-
nporoxiaopodmumnokcunopenykrassl (LPOR); 06-
pasyeMble TpOHHBIE KOMILJIEKCHl XJIOPOMULINI-
LPOR-HA®-H gBastioTCs MOIIHBIMU TaCUTEISIMU
sHeprum [84]. B HarreM nccnemoBaHny o0pa3oBaHue
ADK B TUCTBSIX MILIEHULIBI JaXKe CHMXKAJI0Ch Ha paH-
HUX CTaausix OMoreHe3a xJioporacTtos [32].

IMomyyeHHble HAMM JAaHHBIE TO3BOJWIN 3aKJIIO-
YUTh, YTO aJIbTEPHATUBHEINA ITyTh AbIxaHus 4yepe3 AO
JIeHCTBYeT KaK MOIYJIITOP MUTOXOHIPUAIIBHON (DYHK-
LIM1 BO BPEMSI JI€3TUOJISILIAU U TIPEATIOIOXUTH posib AQ
B KOOpAWHALIMM BOBJICYCHUS APYTUX IbIXaTeJIbHBIX
Hedochopummpywommx nyreit (HP®IT) st yennenus
CTpecc-0TBeTa U cTpecc-curHana. Maest o poiu AO B
KOOpIVHAIINY BOBJIEYCHUS IPYTUX AbIXaTeIbHBIX ITy-
TeiA M KJIETOUHBIX 3alllUTHBIX CUCTEM BBICKa3aHa U
npyrumu aBropamu |1, 60]. MccnenoBanus ¢ AOXIa-
MyTaHTaMu A. thaliana NMoKa3bIBalOT, YTO Ae(MUIIAT
(pKcrpeccuu reHa win Kojmdectna 6enka) AO, B OT-
Jnyre oT KoMnoHeHToB npyrux H®II, BeI3biBaI MO-
InduKaLuno npoduiieil 3KCIpecCu MHOTUX T€HOB
U 1esioro TpaHckpunroma [1, 11, 36, 85]. CyiecTBy-
10T TaKXe JaHHbIE, KOTopbie moarBepxaaT AO0X1a-
3aBUCUMYIO 3KCIIpeccHio reHoB apyrux H®PIT [51,
56], HO TIOKa3BLIBAIOT OTCYTCTBUE 3aBUCUMOCTU
AOXIa ot »tux reHoB [86]. Pacrenus A. thaliana c
OOHOBpPEMEHHOM cBepxakcipeccueiit AOXIau NDB2
JIETKO IIePEHOCHJIM BO3ACUCTBUE 3aCyXW U BBICOKOM
OCBCIIIEHHOCTHY, KaK U PacTeHUSI CO CBEPXIKCIIpec-
cHell TONBKO omHOTO reHa — AOXIa, B oTIM4ME OT
pacTeHmii co cBepxakcnpeccueit NDB2[87]. [Ipomo-
TOpbl 6onblIMHCTBA TeHOB HDII A. thaliana nmeror
obmue ¢ AOXIa crpecc-uyBcTtBuTenbHble CARESs
[26, 35, 36]. OgHako HaJIMYMeE M KOJIMYECTBO OOIINX
MOTUBOB B IIPOMOTOpaxX He BCeraa KOppeaupoBaio C
SKCIIPECCHUEll TeHOB, YTO YKa3bIBaeT JIMIIIb Ha OTCH-
aJIbHYIO0 CIIOCOOHOCTh T€HOB B3aMMOJEIICTBOBATh
Ha TpaHCKPUIILIMOHHOM ypoBHe [35, 36, 51].

XoponmiacT-3aBUCHMMbIe CUTHAJIbHbIE MYTH 3KC-
npeccun AOX. X10poIiacTel U MUTOXOHAPUU TECHO
CBSI3aHbI HE TOJIbKO METabOJIMYECKMMU peaKkIsiMU,
HO Y B3aUMOJEUCTBUSIMU HA yPOBHE PETPOTPAIHBIX U
aHTeporpagHbix curHaioB [1, 13, 30]. Dta B3aumo-
CBSI3b ITO3BOJISIET U30€XKaTh OKMCIUTEIBHOTO CTpecca
B XJIOpOTLJIacTax U, B LIEJIOM, B (DOTOCUHTE3UPYIOLIEH
kietke. Cyuraercsi, 4To AO COBMECTHO C APYyTUMU
koMnoHeHTamu DTLI yyacTByeT B OKUCIIEHUN N30BITKA
BOCCTaHOBUTEJIEN, TPAHCIIOPTUPYEMBIX MOCPEICTBOM
Pa3HBIX YETHOYHBIX MEXaHW3MOB M3 XJIOPOILUIACTOB B
mutoxoHapun [73, 74]. ADK, penokc-craTyc KOMIIO-
HeHToB OTILl (m1aBHBIM 00pa3oM, ILIACTOXMHOHOB
(PQ)), penokc-akKTUBHBIE MOJIEKYJIbI CTPOMBI TIJTACTU/T
(TMOpPEeIOKCHH, TIyTaTUOH), a TakKXkKe WHTepMeauaThbl
OMOCHHTE3a TETPANMPPOJIOB BBIMOIHSIOT POJIb CUT-

HAaJIbHBIX MOJIEKYJT INIACTUIHBIX PETPOTPAIHBIX ITyTEH,
KOHTPOJIMPYIOIINX 3KCIIPECCUIO LEJIEeBbIX SIIePHBIX
TCHOB, B TOM YHCJIe KOMIIOHEHTOB MUTOXOHIPHAJIb-
Horo naprxanus [81, 82, 88].

Oxkcnpeccuss AOX TecHO CBsI3aHa CO CTaTyCOM
XJIOpOIJIacTOB. B 3ejeHeronux npu moBBILIEHHOM
ocsewieHnu (500 Mmxmonb/(M 2 ¢)) nmuctesax A. thali-
ana ¢ HokayToM AOXIa (aoxla) n pacTeHUIl TUKOIO
9KOTHIIA, OO0padOTaHHBIX CATULIITUIPOKCAMOBOM
KHUCJIOTOM, mHruoutopoM AOX, yMEHBIIEHUE COOT-
Homenns HAJID"/HAID-H conpoBoxaanoch CHU-
XeHreM 3(p(peKTUBHOCTU UMITOPTA IUIACTUIHOTO OeII-
ka [89]. Cepxakcnpeccusd AOXIa, HAPOTUB, UHAY-
LIMpoOBajia HaKOIUIEHWEe XJopodwlia U YycuauBaja
UMMOOPT ractuaHoro o6enka. [Tyn youxuHona (UQ)
u PQ B aoxla myTaHTax yxXe IIpU YMEPEHHOM OCBE-
meHnu (350 MkMoib/ (M2 ¢)) UMes 60J1e€ BOCCTAHOB-
JeHHbIid cratyc [90], a BeanumHa MaKCHUMAaIbHOTO
KBaHTOBOTO BbIxona dotocucremsl 11 (F,/F,) — 60-
Jiee HU3KME 3HAYCHUS, YeM Y PAaCTCHUI JUKOTO TUIIA
[91]. Ha myranTax Nicotiana tabacum L. ¢ pa3HbIM
ypoBHeM 3kcnpeccun AOX1a noka3aHo, YTO aKKJIMMa-
TH3alIMsI pACTEHUI B YCIIOBUSIX IOBBILIIEHHOTO OCBEIIIE-
HUYS M 3aCyXu ObLIa HaIlpaBjieHAa Ha M30eXKaHUe Iepe-
BOCCTaHOBJIEHMS nyjia PQ 1myTeM CHMZKEHUS KOJiM4ue-
cTBa 6eJiKa cBeTocobupartoiiero komruiekca I LHCB2
n yBemmdeHus: KoiamdectBa AO [92]. ABTopsl mpenmno-
JIOXKWIM, 4TO ucxomsaiuit u3 xaOTL curHan peryau-
POBaJI KOJIMYECTBO 000X OEJIKOB, CIIOCOOCTBYSI IO -
JIepKaHMIO DHEPreTUIECKOTo OajJaHca XJI0POILJIaCTOB
npu ctpecce. IlonyyeHHbIe JaHHBIC MOATBEPXKIAIOT,
YTO peIOKC-CUTHAJI, BeIYIINil K ObICTPO MHAYKIINU
skcripeccun AOX, HaTpaBJieH HEITOCPEICTBEHHO M3
XJIOPOILJIACTOB, a PEIOKC-CEHCOPOM SIBJISIETCSI YpO-
BEHb BOCCTaHOBJIEeHHOCTH Tiysia PQ [1, 88].

CoBpeMeHHbIC TaHHbIE TO3BOJISIIOT I0JIaraTh, YTO
MUTOXOHAPUAJIbHBIE PETPOrPaTHbIE CUTHAJIBHBIE ITy-
TH CBSI3aHBI C CEThIO TPAHCAYKILIMU KJIETOUHBIX CHUT-
HAJIOB U CIIOCOOHBI MHTETPUPOBATh MH(MOOPMAIINIO U3
HECKOJIbKMX HMCTOYHMKOB, BKJIIOUAsI XJIOPOILIACT, a
AO sBrsieTcsl aKTUBHBIM YYaCTHUKOM B TOIepXKa-
HUU KJIETOYHOTO CUTHAJIMHTA 1 B3aMOCBSI3U XJIOPO-
1acToB 1 MutoxoHapuii. KimroueBbie T® peryagium
skcrnpeccun AtAOX1a (ABI4, ANACO013, ANACO017,
WRKY40, WRKY63) sIBASIIOTCS KOMITOHEHTAMM ITJ1a-
CTMIHOTO peTporpamHoro curHammara [12, 34, 82].
Caepxakcnpeccust ANACO17 yBenuuuBaja KCIpec-
cuto AOX, HO cHIZXana SKCIPECCUIO TeHOB, KOIUPY-
foImx 6eJIK1 xyoporutacToB, Bkirodass LHCB [34]. B
TEMHOTE MUTOXOHIpUaAJbHbIC AUCHYHKUUU B JIU-
cThsIX Nicotiana tabacum L., BBI3BaHHbBIE OeiiCTBUEM
pa3HBIX MHIUMOUTOPOB, YCHJIMBAIU 3KCIIPECCUIO
MDS-reHos, Bkiitouast reHbl AOX1 [93]. OgHako Ha
CcBeTy aKcrpeccust reHoB AOXI npu neiiCTBUM aHTU-
MUIIMHA CHIKAlIach, B OTJIMYME OT MUKCOTHA30J1a, B
MPUCYTCTBUU KOTOPOTO 3KCIPECCHUsl TEHOB OCTaBa-
JIach ITOBBIIIIEHHON. AHTUMMIIMH, KaK 1 MUKCOTHA-
30JI, sBasgeTcsd mHrnonTOopoM Komrrekca 111 OTII,
®U3UOJIOTUS PACTEHUN Ne 1
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HO OJHOBPEMEHHO M WHTUMOUTOPOM (heppenoKCUuH-
XWHOH-PEIYKTa3bl, y4acTBYIOIICH B MepeHoce dJIeK-
TpoHOB OT akuentopHoro ydyactka ®C I x PQ npu
LIMKJIMYeCKOM TpaHchopTe 351eKTpoHoB (LITD) B DC 1
xn1OTL. ITomaraioT, 4To OorpaHMYEHUE C aKIIEIITOP-
Hoii ctopoHbl LITD B @C I siBiIsieTCSI UICTOYHUKOM pe-
TPOrpaJHbIX CUTHAJIOB U3 xJjioporuiactoB. [Ipu 3Tom
MUKcoTraszon yeeanmyuBaia NPQ, a aHTUMULIMH —
CHUXaJl BEJUYUHY 3Toro KoadduuueHTta [93]. Ta-
KM o0pa3oM, CHIXeHue 3Kcrpeccun AOXI nipm
NeUCTBUM aHTUMMIIMHA HA CBETY ObLJIO PEe3yJbTaTOM
B3aMMOIEUCTBUSI CUTHAJIOB, HUCXOASIINX U3 O0eux
opraHesu1. [1pu 5TOM B pacTeHUsIX CO CBEPXIKCITPEC-
cueit AOX Ia narnouposanue LITD npu neficrBum aH-
TUMUILIMHA HEe BJIUSUIO Ha 3KcIpeccuto apyrux MDS-
TeHOB Ha cBeTy. JIpyruMu cioBaMM, peIoKC-COCTOSTHIE
XJIopoIulacTa IeMCTBUTENBHO BIIUSET HA 3KCIIPECCUIO
AOX u npyrux MDS-TeHOB, HO MUTOXOHIpUaJbHas
IuchyHKIUS, COMPOBOXIAIONIASACS HapylleHUeM
MOTOKA BJIEKTPOHOB K KHUCJIOPOMY, SIBJISIETCS MIEPBUY-
HBbIM YCJIOBMEM WHIYKIIMU 3KCIIpecCUu reHoB. B 1ie-
JIOM, WHTErpaius CUTHAJIOB SBJSIETCS OIHUM U3
CpENCTB KOOPAMHAIIUM META00IUYECKUX B3auMOIei-
CTBUi1 MEXy OpraHeJlJlaMU, ONpeaessioIIMU SHEP-
reTuueckuii cratyc kjeTtku. KiioueBbIM CUTHAJIOM
3TOIl MHTErpaluu, ckopee Bcero, sBisgiorcs ADK,
reHepupyeMble oderMmu opraHeiamu [1, 13].

[Ipenmomaraercst, 4to B (DOTOCHMHTE3UPYIONIEit
KJIETKE, 0COOEHHO B YCJIOBUSIX BBICOKOI OCBEIIIEHHO-
cTu, nepeBocctaHoBieHUEe mysa UQ MoXeT ObITh
TaK:Ke Pe3yJIbTaTOM yBEeIMUEeHUS (POTOIBIXaTEILHOTO
HAJI-H, u MmoxXeT IIipuBeCcTH K YCUIJIEHUIO 00pa3oBa-
Hust ADK 1, coorBeTcTBeHHO, OTKphITHs PTP ¢ mmoce-
mytoreid mHaykimeit AOX [66, 88]. dorocuHTeTHYE-
CKasl aKTMBHOCTb BBI3BIBACT M3MEHEHHE COACPXKaHMS
OCHOBHBIX YIJIEPOIHBIX METabOUTOB (CaxapoB, aMU-
HokucnoT, narepmenuarToB 1ITK), BoccranoBuTelb-
HOro IIOTeHIIMaja MUPUANHHYKIEOTUIOB U THUOJIO-
BbIX rpynmn O6enkoB. Bce 3To0, mMpeamnoaoXuTeNbHO,
MOXKET BJIMSATH Ha 9KCIIPECCHUIO T€HOB U aKTUBHOCTh
MUTOXOHIPHAIBHBEIX OCIKOB, B TOM uywnciic Ha AO
[88]. IToka3zaHO, YTO CYTOUHbIE U3MEHEHUSI YPOBHS
caxapoB (CHIDKEHUE — K KOHILy HOYM, YBEIMUYCHUE —
K CEpeIrHe ITHS), COMPOBOXIAIOIINECST U3MEHEHMUSI -
MU YPOBHSI pa3InYHbIX TOPMOHOB (ayKCHUHA U LIUTO-
KMHMHA — K KoH11y Houn, ABK — K cepenuHe nHs),
KOHTPOJIUPYIOT IKCIIPECCUI0O MHOIMX I'€HOB, BKJIIO-
yag nepeHocuukoB OTILI [76]. Dro mpenmosiaraer
TOPMOH-3aBUCUMYIO IIPUPOAY TPAHCAYKIIMKA CUTHA-
JIOB, PETYJIUPYIOLIMX SKCIPECCUIO TEeHOB B TeUYEHUE
CcyTOK. Bo3aMOXHO, 3TOT MexaHU3M (PyHKIIOHUPYET
U B CBETOBOM peryisiiuu 3kcrnpeccun AOX, yauThi-
Bas1, 9To IIpoMoTop reHa AtAOX 1a conep>XUT MOTUBEI
ABRE [26]. BeIsgBI€HO, YTO aKTUBHOCTD IIUTOXPOM-
HOTO Y aJIbTepHATUBHOTO ITyTH in Vivo B ABOMHBIX cyic
(cytc 1b2a i cyt c1b2b) myTtanTax A. thaliana 3aBucena
OT yCJIOBUIA (hoTOoNEeproaa, Oonpeaeisonero GyHk-
LHUOHMpPOBaHUE M cocTaB wuHTepMeauatoB IITK,
aMMHOKMCJIOT U APYTruxX MeTadbonutoB [94]. U3meHe-
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HHUS B MeTabosoMe “CUTHaIM3MpPOBaIN” O CTpecce,
y4acTBYsI B 3allyCKe peaklMii M0 IMyTU U3MEHEHUS
IIEPBUYHOTO MeTaboIM3Ma TSI afanTalluy K pa3Ho-
My poTonepuoay. B yacTHOCTH, B yCIOBUSIX IIMHHO-
ro IHS cyfc UMEIU TIOBBIIIEHHYI0 KOHIIEHTPAILIUIO
raMma-amuHomacsisiHoi kuciaoTel (FTAMK) 1 akTuB-
Hocth AO. TAMK MoxeT neiicTBOBaTh B KaYeCTBE
BHYTPEHHEIO CTPECC-CUTHAJIa B PACTEHUSIX, U3MEHSIS
aKTUBHOCTbh MOHHEBIX TpaHCIIOpTepoB. [loMuMo Me-
mmatopHoro »ddekra, AMK HemocpeacTBeHHO
y4acTBYyeT B MeTaboJiu3Me, IpeBpalllasich B SIHTap-
HYIO KHCJIOTY (CYKILIMHAT) C IIOCISAYIONIUM BKIIIOUE-
areM B LITK. Tak HaseiBaeMsbrit TAMK-1ryHT 06ec-
MeYMBaeT ajbTePHATUBHYIO IMOCTAaBKYy YIJIEpoja B
LUTK B Buae cykuuHaTa B 00x0n CyKUMHWI-KOA-
CHUHTETa3bl U CHIXXAET BO3MOXHOCTh HUKIMYSCKOM
pa6otsl LITK, a BoBieyeHue AO mo3BOJISIET MOAACP-
XuBaTh pegokc-craryc OTL npu auchyHKIUM Oc-
HOBHOTO LIUTOXpoMHOro nytu. [lomaraior, 4To IuTO-
XpOM ¢ Kak KiatoueBoii KomrmoHeHT LIIT urpaer Bax-
HYIO pPOJIb B IpOLIeccax pocTa M pa3BUTUSL PACTCHUIA.
MyTaHTHI cytc UM HU3KUIA YpOBEHb TH00Epe/UIMHOB
U XapaKTepU30BAJIMCh TMOBBIIIEHHBIM COAEPXXaHUEM
oenkoB DELLA — pernpeccopoB TudGOGEpEIMHOBOTO
curHanuHTa. [TosTtoMy MeTadommyeckast cBsi3b TAMK -
myHTa 1 aktuBauu AO, ckopee BCero, Takxke MHTe-
rPUPOBaHa B CETh TOPMOHAJILHOI'O CUTHAJIMHTA [94].

BEJIOK AO 1 ITOCTTPAHCIIALIMOHHAA
PEI'YJIALUMA ETO AKTUBHOCTU

[IposiBreHMeM dKCIpecCcur reHa SIBJIsIeTCsS TpaH-
ckpunuus nuandopmaiu ¢ IHK na MPHK ¢ mocie-
IYIOLICH TpaHCISLUEH B IIOCJIEAOBAaTEIBHOCTh OCI-
KOBOII MOJEKYJbl. AJIbTepHAaTUBHAs OKcHIa3a
(EC. 1.10.3.11) — yOMXUHOJ: KUCJIOPOI-OKCUIOpEe-
JIyKTaza — OeJIoK-TomoguMep (Macca OOHOIO ITOJIM-
nentuaa okoiio 32 xJla). benok 3akperuieH B OMTHOM
cJIoe BHYTPEHHEN MUTOXOHAPHUAIBHOI MeMOpaHHBI C
MaTPUKCHOI CTOPOHBI OOJbIION THApOoGOOHOI Ya-
CThIO, 0Opa3zoBaHHOM crimpansamu [95]. AO conepXuT
CBSI3aHHBI THUAPOKCO-MOCTUKAMU OBYXbSIACPHBIA
LICHTP 13 ABYX aTOMOB XeJjie3a CMEIIaHHOI BaJeHT-
"Hoctu (Fe(I1l)/Fe(111)). Kaxnprit 13 XKene3HbIX LIEH-
TPOB HAXOAMUTCSI B Mpeneiax 4eTblpeX-CHUpabHOK
CBSI3KM MOHOMEpa, KOHCEPBAaTUBEH IS BCEX M30-
dopm AO U IBJISIETCSI aKTUBHBIM CaliTOM BOCCTAHOBJIC-
HUS KMcJiopoa 10 Boabl. JlomeHbl N-KOHIIOB MOHOME-
poB AO B3aMMOIEICTBYIOT KOBaJICHTHOM AUCYIb(MUI-
HOII CBSI3BIO IIyTeM OOpa30BaHUSI MOCTHKA MEXIY
ocTaTKaMy 1LIMCTEWHA, YTO U SIBJISIETCSI OCHOBHBIM B
¢dbopMHpOBaHUM CTPYKTYPHI AuMepa [95].

AO cuHTE3upyeTcs Ha IIMTOpHMOOCOMax B BUIE
Oenka-mpeniiecTBeHHUKAa C COOTBETCTBYMOIEil Ha
N-KOHIIe CUTHAJIBHOI IOCIeI0BaTEILHOCTRIO (TIpe-
cukBeHCOM) [96]. UmriopT Oelka-npeaiecTBe HHUKA
AO B MUTOXOHAPUU MPOMCXOOUT Yepe3 creluduyie-
CKHe OEJIKOBBIC ITOPBI-TPAHCIOKATOPHI IIPY Y4aCTUU
mariepoHoB. Tlocne BxoxkneHMsT OeKa-IpenIIecTBeH-
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HUKa B MUTOXOHIIPUIO MTPECUKBEHC YIASIETCS aCCOLIU-
MpoBaHHOU c KomiwiekcoM III mMuTOXOHApPHMATHHOM
MenTuaa3oi npoueccuHra [96].

BoccranoBnenune nucynbOUIHONM CBSI3U B CYIb(d-
TUAPUIBHYIO PUBOIUT K aKTUBaMU AO. AKTUBHOCTh
AO in vitro (B 130 IMpOBAaHHBIX MUTOXOHIIPHSIX) 3aBU-
CUT OT PEIOKC COCTOSTHUS (hbepMeHTa, HaJIU4Ms CyO-
crpata (ypoBHsI BoccTaHOBJIEHHOCTH UQ), KITIOUEBBIX
MeTa0O0JUTOB (O-KETOKKMCIIOT), a TAKXKE OINpeesieTcs
KOJIMYECTBOM CUHTE3UMPOBAHHOTO Oenka. MexaHus-
Mbl akTuBauuu AQ in vifro U3ydeHbl HOCTATOYHO
nonHo [3—5]. Cucrema tuopenokcuHa (Trx) oTBeT-
CTBEHHa 3a BoccTaHoBlIeHHe O0enka AQ, B CBOIO ode-
pelb, OHAa 3aBUCHUT OT OKHCJIMTEIbHO-BOCCTAHOBHU-
tenbHOro coctostHust mmyiaa HAJI(®D)-H. Benok Trx,
UMEIOLINNA JUCYTb(MUIHYIO CBSI3b, UCTHONB3YET IS
CBOEro BOCCTAHOBJICHUS 3JIEKTPOHBI U MTPOTOHBI OT
HAJI(®)-H, BoccranasmuBas AQO. Ilpu sTtoM pe-
nokc-coctostHue nyjia HAJI(®)-H 3aBucut ot yHK-
unoHuposanusa HAJD*-3aBucumoii usouurpartie-
ruaporeHassl [5].

AXTHMBHOCTB BOCCTaHOBJIEHHOU (popMbI AO ocTa-
€TCS HU3KOM M MOBBIIIAETCS B YCIOBUSIX BBICOKOM
BoccTaHoBJIeHHOCTH UQ M/MiIn B IpUCYTCTBUU Op-
raHMYeCKNX KHUCIOT. OCHOBHBIMU METa0OIUTaAMU,
aKTUBUPYIOIIMMHU BOCCTAHOBJICHHBIN nuMep AO, IB-
JISTIOTCST O(-KETOKMCJIOTHI — IMpYyBaT U DIMOKCHJIAT.
[NosmaraioT, 4T0 B3aMMOAECTBHE OCTATKOB IIMCTEMHA
C O(-KETOKMCJIOTOM IPUBOIUT K 0Opa30BaHUIO THO-
noJjiyalieTalsl — IMOJHOCTbIO aKTUBUPOBAHHOI op-
MeI AO [5].

B 3aBucuMoctu ot Komupytommx AO reHoB, Cy-
IIECTBYIOT U pa3Hble 130 opmbl AO. bonbmmHCTBO
130(opM UMEIOT JIBa OCTAaTKa IIUCTEUHA, HO €CTh MC-
kmoueHust. M3odopmbl AOX1A u AOX1B A. thaliana
u n3odopMbl AO HEKOTOPBIX BUIOB, HAIIPUMED, TOMa-
Ta U JIOTOCA, UMEIOT TPETHI OCTAaTOK LIMCTEMHA OKO-
JIO KaTaJUTUYECKOTO LIEHTpa, COIepxKallero aTtom
Xejesa [5]. AHaau3 IIOCTTPAHCISIIIMOHHOM aKTHUBA-
uuu AO BBISIBUII crieOU(PUIHOCTL M30PopM Oenka
MO0 OTHOIIIEHMIO K MeTabonuTaMm-akTuBaropam AQO.
AOXI1A OoJiee 4yBCTBUTEJbHA K O-KETOKUCIOTaM,
yeM AOX1C u AOX1D [97]. Kucnorer HTK Takske
akTuBUpyoT AO B n3odopm-crienruduyeckoit Ma-
Hepe. AOXI1A ctumynupyercs OA MM 2-0KCOrnyTa-
parom (2-OI'), AOX1D — Ttonbko 2-OT, a AOX1C
HeuyBCcTBUTeNIbHA K wuHTepMmenuaram LITK. Ilpu
3TOM He Bce u3odopmbl AO B MO3UILIMU IIEPBOTO
ocTaTKa IMCTEMHA CcolepXaT BTy aMWUHOKMCIIOTY.
N3odpopmbl AOX1B tomara, noroca, puca u AOX3
NCS-MyTaHTOB KYKypy3bl B 3TOi MO3ULIMU COAEP-
2KaT CEpUH U HEYYBCTBUTEIbHBI K Ol-KETOKUCIIOTaM,
HO aKTUBUPYIOTCS CYKLIMHATOM 4epe3 00pa3oBaHUE
acdupHoit cBs3u [59, 97]. Uzodpopmbl AOX2 meHee
M3Yy4YEHbI B OTHOIIEHWU UX aKTUBallUU MeTaboiuTa-
MU, OJHAKO MUMeEIOIIMecs B JIUTepaType JaHHbBIE MO-
Ka3bIBalOT, YTO OCHOBHBIM akTUBaTopoM AOX2 sB-
JIsIeTcs mupyBar [5].

VYpoBens akcnipeccnn reHoB AO He Bcerzma cooT-
BETCTBYEeT KoJimuyecTBy Oeinka AQ, a mocienHee —
CITOCOOHOCTM WJIM aKTUBHOCTU epMeHTa in vivo
(JloroHUTENIbHBIE MaTepualibl, Tabnuna 1, [6]). bo-
Jiee Toro, akTuBHOCTh AO in vivo 4acTo HUXKE, YeM
€ro CnoCOOHOCThD (I MaKCUMajIbHasl aKTUBHOCTD),
YTO CBSI3aHO C OTPaHUYECHUEM JOCTYITHOCTH CyOCTpa-
Ta, AJUIOCTEPUUYECKUX aKTUBATOPOB (O-KETOKMCJIOT),
JIPYTUMM MeXaHU3MaMHU ITOCTTPAHCIISILIMOHHOI aKTH-
Barmu (pepmenTa [6]. AktuBHoCTb All in vivo (v,,) MO-

KeT OBbITh UCCIIEA0BaHA METOIOM U30TomHoIi (10 /1°0)
JuckpuMuHaunu [6]. CriocoGHOCTh M MaKCUMAJTb-
Hasg akTUBHOCTb AO (V,,) onpenensiercss MeTOAOM
cnelUUYECKNX WHIMOUTOPOB, KOTOPBIA IIMPOKO
KCIIONIb3YETCSl B HacTosiiee Bpems [3, 6]. MUHru6uro-
paMu AQO SBISIOTCSI TUAPOKCAMOBBIE KHUCIOTBHI U
n-nponwirauiat. Benuuuny V,;, nomyyaror no crene-
HU YyBCTBUTEIbHOCTH IObIXaHUs K MHIuouropy AO u
WHTUOUTOPY LUTOXpoMOKcuaasbl — muanuaa (CN7)
3a BBIYETOM OCTAaTOYHOTO AbIXaHUS (B IPUCYTCTBUU
00oux MHTMOMTOPOB). ONTUMAaTbHBIE KOHLIEHTPALIUMU
MHTIOMTOPOB MOIYYaloT IIyTeM TUTPOBaHMs oOpasiia
BO3PaCTAIONIMMU KOHIIEHTPAIUSIMUA MHTMOUTOPOB 10
HacellleHus ckopocty nomtomeHus O, [3]. MHorna
IS 0003HaYeHUsI AbixaHus 1o AIl MCIOIb3yIOT BEIU-
YMHY LMaHUI-pe3nucTeHTHOTo Abixanus (LIPI) — nbI-
XaHUsl B IMIPUCYTCTBUU ToJIbKO MHTrMOUTOpa LII1. ILIP/I
HE OTPaxKaeT KOPPEKTHO BEJINYUHY V.

B niccnemoBaHMsIX 4acTO HaOJII0AAIOT O0JIee BBICO-
Kyto crmocooHocTh AO MO cCpaBHEHHWIO C aKTUBHO-
ctbio AO in vivo, a TakKXe OTCYTCTBHE W3MEHEHUS
ypoBHs 0enka AO npu geiicTBum cTpecc-¢pakTopoB,
YTO, ITO-BUAMMOMY, CBSI3aHO C IIOANEPXKAaHUEM CIIO-
COOHOCTM OBICTPON akTuUBaLMU (PepMeHTa B 00XOmH
BBICOKO DHEpPro3aTpaTHBIX IIPOLIECCOB CUHTE3a OeIKa
de novo [6, 76]. DTo mpuaaeT AbIXxaTeJIbHOMY MeTa00-
JIM3MY TUIACTUYHOCTh M adalTUBHOCTh, IO3BOJISIET
KJIeTKe OBICTPO pearMpoBaTh HAa M3MEHEHUS BHYT-
peHHell u BHellHel cpeapbl.

Bwmecre ¢ Tem, moka Majio cBeaeHUi1, HOATBEPKIa-
IOIIIMX CYIIIECTBOBAaHNE MEXaHU3MOB MOCTTPAHCIISILIN -
oHHoli peryisauuun AO in vivo. C UCTIOJIb30BaAaHUEM Te-
HETUYECKN MOIM(PUIINPOBAHHBIX 1T0 AOX pacTeHmit
MoKa3aHo, UTO YpoBeHb 0eka AO He sIBIsICTCS IJ1aB-
HBEIM (DAKTOPOM PEryJISIINKA aKTUBHOCTU (hepMeHTa
in vivo, HO MOXET BJIUATh Ha aKTUBHOCTH AO in vivo
npu ctpecce. B yacTHOCTH, B HOPMaJTbHBIX KOHTPOJIU -
PYEMBIX YCIIOBHSIX POCTa JIMCThSI PacTeHMUiI Tabaka C
MOBBIIIIEHHBIM conepxkaHueM oenka AO (muaus S24)
nMeJin 6oJiee BhICOKYI0 BeanurHy LIPII B oTinuue ot
AHTUCEHCOBOM TUHMU AS8 CO CHIZKEHHBIM COZIepKa-
Huem 6enka AO [98]. I1pu aToM BCce TMHMM, BKIIIOYast
WKW TUTT, HE OTIIMYAIUCh o akTUBHOCTU Al in vivo.
OnHako npu AeiiCTBUM pa3HBIX BUOOB cTpecca (3acy-
xa, (OTOMHTUOMPOBAHME) JUCThS TUHUU S24, B OT-
JIn4re OT JAUKOIrO THUMa, TIPOSIBJISUIM MOBBIIIEHHYIO
akTuBHOCTH All in vivo. B npyroii pabore, IIpu KpaT-
KOBPEMEHHOM JIEMCTBUM BBICOKOTO YPOBHSI OCBE-
®UBNOJIOTUS PACTEHUN Ne 1
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mieHHocty (800 MkMonb/ (M2 ¢)) aktuBHOCTB AO in vivo
YCUTUBAJACh B JINCTHAX JIMHUU XX-2 C TTOBBIIIEH-
HBIM coaepkaHueM o0einka AO 1 He U3MEHSJIach B aH-
TUCEHCOBBIX 110 AOX1a pactenusx A. thaliana (nu-
Hus AS-12) [99]. OTMeTuM, 4TO HECITIOCOOHOCTh K
yBenumueHuto neixaHus 1mo All B mucthsax AS-12 kom-
MEeHCUpOBajlaCh B JaHHBIX YCJIOBUSIX aKTUBalMeit
nerxaaus o LIT1. DTo maeT ocHOBaHMe Moyarath, 4YTo
U3MEeHeHHe MeTaboIMYeCKUX ITPOLECCOB U/ M OMO-
XUMUUYECKUX MEXaHU3MOB PEryJiSiliMU aKTUBHOCTU
oenka AO SIBIISIIOTCS pelIaIONIMMU IIPU pacIipenciie-
HWUU 3JIEKTPOHOB 110 All.

Ponp AO B crabmiamzanuu Iryjia yOMXMHOHA 00-
CyXmaeTcsl JaBHO, HO SIBHBIX 3KCIIEPHMMEHTATbHBIX
JI0Ka3aTeIbCTB TOMY, UTO ITyJ1 YOUXUHOHA, 2 UMEHHO
COOTHOIIICHNE BOCCTAHOBJICHHOIO YOMXMHOHA K O0IIIe-
My myiy youxuHoHa (Q,/Q,), siBisieTcs: (pakTopom, pe-
ryavpyooimmnM aktTuBHOcTb AQO in vivo, noka HeT [4]. Cy-
IIECTBYIOT JIMIIIb CBEACHUSI, KOCBEHHO MOITBEPXKIAI0-
Imue 3Ty uaew. B yacTHoCcTH, Tpu KpaTKOBPEMEHHOM
(GOTOMHTMOMPOBAHUM  JIUCThbs AHTUCEHCOBOIM IO
AOXIa nuaun A. thaliana MoKa3bIBaJI MOBBIIIIEHHBIN
ypoBeHb Q,/Q, ipu oTcyTcTBUU BoBIeueHus AO in vivo
u HacbeimeHus IIIT omnoBpemenHo [99]. M3BecTHO
TakKe, YTO YpOBEHb BOCCTAaHOBJICHHOCTH IyJia yOou-
XWHOHA 4YacTuuHo perynupyercas HA(®D)-H-ne-
TUAPOreHa30i, Ipy 3TOM HEKOTOpPbIC T€HBI, KOIM-
pytomiie HAI(®D)-H-pernaporeHasbl, KOIKCIIpPEC-
cupytorcst ¢ renamu AO [35, 36, 51, 76, 78]. Bce atn
MOKa HEMHOTOUYMCICHHbBIE TaHHbIE TTO3BOJISTIOT IT0J1a-
raTh, 4YTO yPOBEHb BOCCTAHOBJICHHOCTH ITyJ1a yOUXUHO-
Ha, 3aBUCsIIUI oT KoHneHTpauuu HAJI-H B muro3omne
Y MUTOXOHAPUSIX, BIUSET Ha akTuBHOCTB AQO in vivo [6].
BrickazaHo MHeHUe, uyTo 111 akTuBauuu AQ in vivo no-
CTaTOYHBI OYEHb MaJible UBMEHEeHUs BeIMYrHbI Q. /Q,
[4]. CymiecTBOBaHME MEXaHU3MOB ITOCTTPAHCISIIIMOH-
Hoit peryysitiuu AO in vivo O-KETOKMCIIOTaMU M CUCTe-
moii Trx, perynupyiolieii peIoKc-cocTosiHIe (hepMeH-
Ta, MOKa €Ille He HaIUIO 3KCIIEPUMEHTAIbHBIX MO -
TBEPXACHUI U TpeOyeT JaJIbHEUIIINX UCCIIETOBaHUIA.

SAKJIIOYEHHME

AJlbTepHaTUBHAasI OKCUIa3a MUTOXOHAPUM SIBJISI-
€TCsI KIIIOYeBBIM (DEPMEHTOM, HAaPSIMYIO Y4aCTBYIO-
M B PEryJISIIUU S9HEPTeTUIECKOTO U OKMCIINTEIIb-
HO-BOCCTaHOBUTEJBHOIO OajlaHCa MMTOXOHAPUMN U
LEJIOCTHOM KJIETKM. AHAJIN3 UMEIOLINXCS B JIATEpa-
Typ€ IOaHHBIX CBUACTEIBCTBYET O CYIIECTBOBAaHUU
pPa3HBIX MEXaHU3MOB U CJIOKHBIX KOMOWHALIMIA CUT-
HaJIBHBIX ITyTEM, PETYIUPYIOIINAX IKCITPECCUIO TEHOB
AO. AO MoXeT HAIIPSIMYIO BJIMSITH Ha CUTHATN3AIINIO
cTpecca, cHmxas reHepauuio APK, 1 KOCBEHHO —
yepe3 U3MEHEeHME SHEPIreTUISCKOIO CTaTyca KJIETKM,
WHULIMUPYS OIMpeaeIeHHblE CUTHAJbHbIE KacKalbl.
O6pamaet Ha ce6s1 BHUMaHUE (PyHKIIMOHUPOBAHME B
KJIETKE MHOXECTBAa MEXaHM3MOB TPaHCKPUIIIINOH-
HOTO Y MOCTTPAHCKPUMIIMOHHOTO KOHTPOJIS KaK To-
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JaBJeHUs aKcrpeccnu reHoB AO B HOpPMAaJbHBIX
YCJOBMSIX, TaK U OBICTPOM MHAYKIIMU X KCIIPECCUU
npu cTpecce (Ha npumepe AtAOX1a). AO Koaupyercst
HECKOJIBKMMU TeHaMU, YTO MO3BOJISIET CHHTE3UPO-
BaTh pa3Hble (POpMBI OejIKa, MMEIONINe pa3jInyHbIC
MEXaHU3MBbI ITOCTTPAHCIISIHIMOHHONM aKTUBAlIMU. DTO
MOBBIIIAET 3aIUTY BBITIOIHIEMOI 6eJTKOM (YHKIIUU
B pacTUTEIbHOM KieTKe. B HacTrosiee BpeMs y pac-
TEHUI1 HanboJiee XOPOIIo N3ydeHa MUTOXOHIPUAIIb-
Hasl peTporpagHas peryiasauns sxkcrpeccut AOX. He-
YeTKUE Pa3IMYUs MeXAY MUTOXOHIPHUAIbHBIMU U
IUIACTUIHBIMU PETPOrPAIHBIMU CUTHAJIbHBIMU ITYTSI-
MU TTOAYEPKUBAIOT TECHYIO B3aUMOCBSI3b MEXIY Op-
raHe/slaMM, HO YCJIOXHSIIOT HCCIEIOBaHUS POJIU
curHanuHra AO B yIpaBJICHUM SHEPTETUYCCKUM Me-
Tabonmm3MoM (OTOCHHTE3MpYyomeit KiaeTkn. Crano
SICHO, YTO CUTHAJIbHBIC TTYTU PETYISLINU dKCITPECCUU
AOX niepeceKaroTcsl ¢ TOPMOHAJIBHOM CUCTEMOIM CUTHA-
JmHra. [losIBUnMch moka HEMHOTOYMCIICHHEIE CBelle-
HUS 0 TOM, 4TO AO SBJIIETCSI HE TOJIBKO MUIIIEHBIO, HO
W PETYISITOPOM CTpECC-CUTHAJIA, KOOPAUHUPYS SKC-
npeccuto apyrux reHoB DT, bopmupys u/mnu ycu-
JIUBasi CTpecc-CUrHal. Bce 3Th BOIPOCH! HyXXKIal0TCs
B JAJIbHEUIIMX UCCIIENOBAaHUSIX. YIIIyOJIeHUEe 3HAaHUIA
o curHamHTe AO TIpenomnpeacisieT X MpakTUIecKoe
KCITOJIb30BaHUE B 3KOJOTMYECKUX, MEIULIUHCKUX U
CEJIbCKOXO3SIMICTBEHHBIX 1IE/ISIX VK¢ B HEOTTAJICHHOM
MepPCIeKTUBE.

AsTtop OmaromapHa mnpod., 1.6.H. T.K. TonoBko,
K.0.H. N1.0. BejerkaHMHOBY 1 aHOHMMHBIM peLeH-
3eHTaM 3a IIEHHBbIC 3aMeYaHUsT ¥ COBETHI ITPU TMTOIATO-
TOBKE CTaThbM K ITyOJIMKAIINH.

Pabora nmonaep:xana rpantom Poccuiickoro ¢poHma
¢dyHIaMeHTaIbHbIX UccienoBaHuii (mpoekT Ne 20-14-
50366 DxcnaHcus).

ABTOD 3ag9BisgeT 00 OTCYTCTBUN KOH(PINKTA MHTE-
pecoB. Hacrosiuit 0630p He cCOaep>KUT KaKUX-JI100
KCCJIEOBAHUI C y4aCTUEM JIIOACH U XKUBOTHBIX B Ka-
YeCcTBEe 00BEKTOB UCCIACAOBAHUSI.
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IMosasnenue sn-1,2-muanun-3-amunrpancdepas (DGAT, HATAT) — xkintoueBbIX (pepMeHTOB OMOCUMHTE3a
TpuanuarmuiepuHoB (TAI) — MoXHO paccMaTpuBaTh KaK BaxKHbII apoMopd03 B 3BOIIOLIMU U OpraHUuYe-
CKOTO MUpa B 1I€JIOM, M paCTeHWI B YaCTHOCTH, TaK KaK BOSHUKHOBEHME CITOCOOHOCTHU 3aracaTh YIJIepo/,
SHEPIuIo, BOAY U “CTpOUTENbHbIE 0J0KM” B BUIEe TMAPOGOOHBIX COENMHEHNI TO3BOJIMIIO IOBBICUTD “eM-
KOCTh” 3aIlaCHbBIX BEIIECTB B KJIETKAaX M OMHOBPEMEHHO YMEHbIIUTL 00beM opraHoB 3anaca. DGAT ectb
MPAKTUYECKH Y BCEX XXKUBBIX OPTaHM3MOB OT CJIM3€BUKOB, MXOB, TPMOOB, BOJOPOCIIEH 10 MIEKOTTUTAIOIINX
u yesnoBeKa. HecMoTpst Ha Takylo pacnipoCTpaHEHHOCTh B MUPE KMBOI MaTepUM, IPOCIEIUTb 3aKOHOMEP-
HOCTU B OpraHM3alliM, SBOTIOLMU U (GYHKIIMOHUPOBAHUY 3TUX (DEPMEHTOB OYEHb HEITPOCTO — Y OPTaHU3-
Ma MOXeT ObITh HecKoJIbKo DGAT, npruHaaiexalmx K pa3HbIM TUTAM, UMEIOIINX Pa3HYIO JOKaIU3alUIo
B KJIETKE, CIIOCOOHBIX MCITOJb30BaTh Pa3Hble CyOCTpaThl MJIM KOHKYPUPOBATh 3a OAWH. MIX pOIHUT TOJILKO
BBITIOTHsIEMast PyHKIIMsT — riepeHoc oT aimi- KoA ocrarka xupHoit kucnotsl (KK) Ha sn-1,2-nuanun-riumie-
puH (a B HeKOTOPbIX ciydassx DGAT MoryT aliipoBaTh CTEPUHBL, BBICIIME XXPHBIE CIIAPTHI U APYTUe cyocTpa-
ThI), YTOOBI cchopMupoBaTh Mosiekyny TAI. AKTMBHBIE UCCIEIOBaHMS 3TUX (DEPMEHTOB, MPOIOKAIOIINECS 10~
caennue 50 JieT, 1oka 3agaioT 00JIbIle BOIIPOCOB, YeM OTBETOB; BMECTE C TeM, SICHOE IOHUMaH1e OCOOEHHOCTE!
opranm3aumu 1 ¢pyHKimoHupoBaHust DGAT oTKpbIBacT HEBEPOSITHBIE BO3MOXKHOCTH B 001aCTH OMOTEXHOJIO-
TMU U TeHHOI MHXXeHepUU QYHKIIMOHAJBHBIX JIMTIUIOB ISl TMIIEBOM, (papMalieBTUUECKON U CeTbCKOX0-
39MACTBEHHOI MHIYCTPUU U T. 1. B HalieM 0630pe Mbl MPENNPUHSIIN MOIBITKY CYMMUPOBATh Pe3yIbTaThl
HCCJIENOBAHUI MOCAEIHUX JIET O CTPYKTYPHBIX U (PYHKIIMOHAIBLHBIX 0co0eHHOCTIX DGAT, BIusiHUM 3H-
JIOTEHHBIX U BK30T€HHBIX (h)aKTOPOB Ha YPOBEHb 3KCIIPECCUM MX T€HOB, M aJaliTUBHOIN POJIM TEHOB 3TUX
OEJIKOB B DBOJIIOIIUY KM BBIX OPTAaHU3MOB.

KitoueBble cjioBa: nuanuaniMuepuH anuiaTpadcdepasza, DGAT, TpruauuiarivuepyuH, MeTad0u3M JIUITHMI0B
DOI: 10.31857/S001533032201016X

BBEAEHHE

3a nnocnenHue 20 JeT MUPOBOE NOTpeOIeHUE pac-
TUTEJIbHBIX Macel Pe3KOo BO3pPOCIO U COCTaBJISIET
okoJ10 200 MJTH TOHH B Irofl, BEpOSITHO, 3Ta TMHAMHUKA
COXpaHUTCS U B oimvkaiiue necsatuwieTtus [1]. Ipu-
YMHA TaKOro POCTa COCTOMUT B TOM, UTO PaCTUTEb-
HblE Macja cilyXaT BaXHEWIIUM NPOAYKTOM TUTa-
HUS ToAei (Ha UX JOII0 MPUXOIUTCS 10 25% Kaio-
PUMIAHOCTH THEBHOTO pallMOHA), a CoaepKalllrlecs BO
MHOTUX W3 HUX 3HAYWTEJbHbIE KOJUYECTBA TaKMX
xupHbIX kucioT (ZKK), Kak JuHojeBast U O-JTMHOJIe-
HOBasi, MPEACTABISIOT CO0OM He3aMEeHUMBbIE KOMIIO-
HEHTbI MUTaHus miekonuramiux. Kpome Toro, pac-
TUTEIbHBIE Macjia IIMPOKO KUCIONB3YIOTCS B KaUeCTBE
CBIPBSI LIS TIOJY4eHUSI CMa30K, OJIU(bl, TEXHUYECKUX
MaceJs U JIp., a TAKXKE B KAaUeCTBE KOpMa JIJIs1 )KUBOTHBIX.

20

Hauunas ¢ 2000-x romoB, CTPEMUTEIBHO PacTeT
nmpou3BoacTBo CO-HelTpaJbHOTO OHOTOIJIMBA, B
TOM YHCJIe U3 PACTUTEIBHBIX Macel — 3THJIOBBIX U
METWJIOBBIX 3(PUPOB KUPHBIX KUCJIOT (OMOAU3EIDb).
Taxk, Tonbpko B CIIIA mpon3BoncTBo OnMoau3es B Iie-
puon ¢ 2010 mo 2019 ronsl BeIpocio 6ojiee ueM B 8 pa3
U COCTaBJISIET HA JaHHBII MOMEHT 9.8 MJIH M3 B rox
[2]. HecmoTps HaA TO, 9TO J0JIsT OMOoOM3elIsI, BeIpabda-
TBIBA€MOTO U3 PACTUTEIbHBIX Macel, He IPEBHIIIAeT
20% (ocTajqbHOE MPUXOIUTCS Ha OMO3TAHOJ, IIPOU3-
BOIMUMBII U3 MIIIEHUIIBI, KapTO(deJIsi, caxapHOii CBEK-
JIbI 1 KYKYpy3bl), €r0 IPOU3BOACTBO PACTET CHUH-
XPOHHO C OOIIMM CIIPOCOM Ha BO30OHOBIISIEMbIC HC-
TOogyHUKM 3Hepruum [3, 4]. He meHblnee 3HadyeHUE
CEeroJHs UMEIOT Macia ¢ HeoObIYHBIM cocTaBoM KK,
KOTOPBIE HCIONB3YIOTCS B KA4eCTBE ITPOMBIILICH-
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HBIX TJYOPUKAHTOB U B MEIUILIMHCKUX 11es1X. Bece aTo
00yCJIOBIMBAaeT MHTEHCUBHBIE MCCIIEIOBaHUSI B 001a-
ctu 6uocuHTe3da KK m mMacen (3amacHbIX JTUMUAOOB) B
pacTeHusX, MoKucKa UCTOYHUKOB HOBBIX HEOOBIYHBIX
Macesl, u3y4eHus: (pepMeHTOB, OTBETCTBEHHBIX 3a MX
OMOCHHTE3 Y TEHOB, UX KOAUPYIOLIUX, HA IPOTKEHUU
MOCJIETHUX HECKOJIbKUX IECITUIIETUIA.

OCHOBOI1 MpakTUYECKU BCEX PACTUTEbHBIX Ma-
cen gapiasitores Tpuanuiarauuepunsl (TAI) — ciox-
Hble adupsl ruuepuHa u 2KK. ITpuurHa Takoii pac-
npoctpaHeHHocTu TAI' cpenu pacTeHUll COCTOUT B
TOM, YTO OHH, 00JIagast OTHOCUTEIBHO HEOOJIBIION
MOJICKYJISIPHOM MaccCoi, MO3BOJISIIOT 3aracarhb 00J1b-
1I0€ KOJIMYECTBO yrjiepona, SHepruu u amuioB KK
[5]. Ot Toro, kakue KK (uau pagukaibl) aTepudu-
LIUPYIOT SN-TIOJIOKEHUSI TJIMLIEPUHOBOIO OCTaTKa B
moJiekyae TAI, HermocpeaCTBEHHO 3aBUCST HE TOJIb-
KO uX (hu3nuecKre CBOMCTBA, TaK1e KaK TeMnepary-
pa IUIaBJIeHUSI WIK TOYKa KpUCTaJUTM3aluu [6], HO 1
HYTpULIEBTUYECKUE, TaKUe KaK OKHUCIUTEbHAs CTa-
OMIBHOCTH [7], CKOPOCTh aOCOPOIIMH B KEJITYIOUHO-
KUIIIEYHOM TPaKTe TEIJIOKPOBHBIX [8], CITOCOOHOCTH
BJIMATH Ha ateporeHes [8]. Tak, xXuUpHbIE KUCIOTHL B
sn-1 1 sn-3 MOJIOXKEHUSIX JIerye TUAPOIU3YIOTCS JIUTIa-
3001, B TO BpeMsI Kak KK B s#-2-TT0JIOXKEHUU TOpa3no
JIydiie abcopOupyrorcst B (popMe s#1-2-MOHOALVIITIIA-
1iepuHoB. Hanpumep, netu Jiydiiie ycBauBarOT NaTbMU-
TUHOBYIO KUCJIOTY U3 sn-2-nonioxkeHust TAI, KoTopbi-
MU 0Orato MaTepuHCKOE MOJIOKO, YeM aHaJIOTMYHYIO
KHUCJIOTY U3 PACTUTEIbHBIX MaceJl, [Ie OHa 3TepUdULIN-
pyeT UCKITIOUUTENbHO sn-1 1 sn-3 nosioxkeHus [9]. TAT,
copepxaniue nommHeHachineHHble 2KK (ITHXKK; B
0COOEHHOCTU, aPaXUAOHOBYIO U 31KO3aNl€eHTaCHOBYIO)
MPEUMYILIECTBEHHO B S#-2-TI0JIOKEHUU, TOpa3ao JIyd-
111e adbcopOUpPyIOTCs, YeM MOJIeKyasipHble Buabl TAIL, y
kotopeix TTHXKK ciygaitHo pacrnpeneineHBI MEKIy
BCEMU TpeMsl Sn-TIOJOXEHUSIMU DIULEPUHOBOTO
ocTtaTka [7]. B cBeTe 3TUX CBeIeHUI 11 UCCIea0Ba-
TeJiell mpeacTaBisieT UHTEpPEC MOUCK WU CO3laHue
MICTOYHUKOB TaK Ha3bIBa€MbIX “CTPYKTYPUPOBAHHBIX
TAI'” (cTAT'), koTtopsie conepkaiu Obl B sn-1 u sn-3
nonoxeHusx KK ¢ kopoTkoii menbio (HampuMmep,
MUPUCTUHOBYIO WU JIaypUHOBYIO), a B Sn-2-T0JIO-
xeHun — [THXKK. cTAI monoOHOro CTpoeHMUsI MOTYT
3allIUTUTh OPTaHU3M OT TMMNEPTPUTIIMLIEPUIEMUU U
OXMPEHUSI, BBI3BAHHBIX JUETAMU C BBICOKMM COIEP-
kaHueM xupos [10]. [Tomumo Toro, cTAI MoryT npu-
MEHSITbCS JIJI1 YCKOPEeHUSI CHYXKEHUS Beca, 3aMelie-
HUSI HAKOIUICHUS XXUpa JIMIOLMTAMU, a TakKKe ISt
CHIXEHUS YPOBHSI XoJlecTeprHa B Kposu [ 11, 12].

Ecnu B coctaBe TAI' Bo Bcex Tpex MOJOXKEHUSIX
HaxoauTcs onHa v Ta ke 2KK, To Takast Mmosiekyna siB-
JISIETCS CUMMETPUYHOM U HE MPOSIBIISIET ONTUYECKUX
cBoiicTB, eci TAI cogepXuT ABe Wi TPU Pa3HBIX
KK, To Takasi MoJieKyJla CTAaHOBUTCSI aCUMMETPUY-
HOIi U HAYMHAEeT OOHaPYXMBaTh ONTUYECKYIO aKTUB-
HocTb. Haubosee BbicoKasi onTrdeckass akTUBHOCTh
xapakrepHa mist TAI, conepxainux HeoObraHbIe 2KK
[13]. TAT u3 cemsan Monnina emarginata, conepxka-
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X KOpHOJIUHOBYIO (13-okcu-1umc-9-TpaHc-11-ok-
TaleKagueHOBYIO) KUCIOTY, OOHAPYKMBAIOT BHICOKYIO
OINTUYECKYIO aKTUBHOCTb, KOTOpast 0OOYCIIOBJIEHA ally-
nmamMu HeoObMHBIX KK B sn-3-1mromoxkennu [14]. Kak
OTMEYaJIOCh BhIIIE€, CHMMETPUYHbBIC 1 aCUMMETPUYHbBIE
TAI' obmamaroT pa3HbIMU cBoiicTBamu. Hampumep, c
cepenHbl 90-X TOIOB IPOILIIIOro BeKa aKTUBHO M3y4Ja-
JOTCSl HEOOBIYHBIC aCUMMETPUYHEBIC su-1,2-nuaimi-3-
ateTwi-mmuepuHsbl (AcJAT), sn-3-1onoxeHne KoTo-
pBIX 2Tepu(pHUIMPOBAHO YKCyCHOI Kuciaorout. Ilo
cpaBHeHU1o ¢ TAI' oOBIYHOTO cocTaBa, OHU 00Iama-
10T IOHWXeHHOM Ha 30% BSI3KOCTHIO W TTIOYTH BIBOE
MEHBIIIEeN KalopUHHOCThIO (5 MpoTuB 9 KKaj/T y
TAI'), »Tu cBo¥icTBa MO3BOJISIIOT paccMaTpUBaTh
AcJAT B KadecTBe MUIIEBOIT TOOABKU IS TUETUYE-
ckoro nutaHud monaeit [15]. B kauectBe “dyHKIIMO-
HaybHOI enbl” AcJIAI” MHTEpEeCHHI 110 TOM ITpUYUHE,
YTO IMMOAOOHBIE UM COSAUHEHUS, U3BECTHEIE IO TOP-
roBoii mapkoii SALATRIM®, B KIMHUYECKHX HC-
MBITAHUSIX JOCTOBEPHO CHUKaJIM YYBCTBO TOJjioja U
MOBBIIIAIN OIIYIIEHNE CBITOCTH, IO CPaBHECHMIO C
npoaykramu, cogepxammmn TAIT oosrdHOTO cocTa-
Ba [16]. OTHOCUTEIBHO HEAABHO CTAJI0 U3BECTHO €11l
onHo cBolicTBo AcJIAT. B 2004 romy Yang c coaBTopamu
nokazaim, 910 Ac[IAT, BeIoeaeHHbIC M3 TTAHTOB ITITHU-
croro ojeHs1 (Cervus nippon Temminck), criocoOHBI
CTUMYJIUPOBATh reMoI1033 [ 17], mo3aHee ObUIO MoKa3a-
HO, 4TO SAn-1-TIaJIbMUTOMII-2-JTMHOJIEOMI-3-alleTHIIT-
yuiepuH (PLAG) — miaBHBIA MOJEKYJISIPHBIA BUI
dpakunu AcAAI B maHTax MSITHUCTOTO OJICHSI — OKa-
3bIBaeT BIMSHUE Ha XEMOTAKCHC 303MHOMUIIOB,
BCJICICTBME YEro 00JIeryaeT TeYeHe aCTMBbI y TTalleH-
toB [18]. ITo3nHee ObLIO MoKa3aHo, uTo PLAG crioco-
OeH o0Jier4yaTb TeMOITO3THYECKIE MOBPEXICHUS IIpU
raMMa-uHIyLIMPOBAHHOM OCTPOM JIydeBOit OOJIE3HU U
YMEHBIIIATh CMEPTHOCTD OT OOJIyYeHMS TaXKe IIPU OT-
cpoueHHoM BBeneHuu [19]. PLAG takxke ocnabisier
BbI3BAHHYIO XMMHOTepanueid HEUTPOIIEHUIO Y OHKO-
JIOTUYECKUX OOJILHBIX IIOCPEICTBOM MHTUOMPOBAHUSI
cuHTe3a xeMoKnHOB [20]. B cBere »TuUX HAHHBIX,
AcAAT mpupOIHOTO IMIPOUCXOKICHUS MTPEACTABISIOT
HE TOJBKO TEXHOJIOTMYECKUI M HYTPULIEBTUUECCKUIA,
HO U TepaneBTUYECKUIL MHTEPEC.

TAT HeKOTOpbIX pacTeHU UMEIOT YHUKAJIbHBII CO-
craB. Tak, HeOOBIUHBIE W-(hEHWIATKAHOBBIE 1 (-(e-
HUJIAJIKEHOBBIE KUCJIOTHI cofepxkaTtcs B coctaBe TAT
ceMsIH pacTeHuit pona Dracunculus (be1oKpbUIbHUK,
wiu Kamnna) [21]. Y pactenus Lilium longiflorum (-
Jiusl JUIMHHOLIBETKOBAsl) BCTpPEYarOTCs HEOOBbIYHBIE
ananoru AT, y kotopberx BMecTo octatkoB KK B sn-1-
WIN B SH-3-TIOJIOKEHUSIX HAXOJSITCI OCTATKM YKCYC-
HOI KHCJIOTBI, a B SN-2-TIOJIOXEHUU COMECPKUTCS
Ioko3a [22].

HecMoTtpst Ha OoJibllioe MHOroo6pasue “TUIoB”
(MonexkynsapHbix BunoB) TAI, mpakTtudeckm y Bcex
OPTraHU3MOB IIPOCIIEKMBAIOTCS CXOMHBIE IIYyTH WX
ouocuHTe3a [23]: mocaenoBaTeIbHOE alluJIMPOBaHE
sn-Tnuiepo-3-docdara pa3nTUIHBIMM ALMJITPAHC-
depazaM — ITOT MeXaHU3M Oojiee M3BECTEH KakK
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“myts Kennenn”. KimroueBoii n mmociaenHeil peakii-
eit ouocunHTte3a TAI B HeM SBJISIETCS allUJIMPOBaHUE
sn-1,2-nuanunruuepuda (JAID) auuiom XupHOM
KMCJIOTBI, KOTOPYIO OCYIIECTBIISIET epMeHT sn-1,2-
nmuanui-3-auunrpaHcdepaza  (JATAT, DGAT,
EC 2.3.1.20, nanee DGAT). DtoT (hepMeHT UCTIONb-
3yeT B KadecTtBe cyocTtpatoB Al 1 anmmn-KoA, B pe-
3yabTaTe 4yero ooOpasyercss mojiekyia TAI. AKTuB-
HOCTB 3TOr0 (hepMeHTa, ero CyocTpaTHAsI CIIeLI (P~
HOCTb SIBJSIIOTCA  pelialimuMu  akTopaMu B
00pa3oBaHNM Pa3TNIHBIX MOJEKYISIPHBIX BUIOB TAT,
a IIOTOMY, PE30HHO IIPEIITOJIOXKUTD, YTO, YIIPaBIISS
DGAT, MoxXHO 1ToJTydaTh Macja ¢ 3aJaHHBIMHA (U3 -
YEeCKUMM WM HYTPULEBTUYECKUMM CBOMCTBaMU,
MOBBIIIATh MACIMYHOCTh BaXXKHEUIIINX KYJILTYpP, CO-
3MaBaTh HOBBIEC IIPOAYLEHTHI pa3nudIHbIX BUI0OB TAT.
HecMoTpst Ha 3HAUMMOCTh BOIIPOCOB, pPeIlleHUEe KO-
TOPBIX HEBO3MOXHO 0€3 TOUHOTrO MOHUMaHUSI MeXa-
Hn3MOB pabotel DGAT, MX CTPYKTypHI, CITIOCOOOB
peryasuuy akTUBHOCTU JaHHBIX (pepMeHTOB, DGAT
pacTeHuii OO0 CUX ITOp HEIOCTAaTOYHO M3ydeHHI. B
MpeICTaBIIEHHOM 0030pe MBI OOOOIIMIIM aAKTyallh-
Hyto nHdopmaiuio o DGAT pacteHuii, yneaus Ipu-
CTaJbHOE BHMMAHME CTPYKTYPHBIM OCOOCHHOCTSIM
DGAT pa3HBIX TUIIOB.

IIYTU BUOCHUHTESA TAT
N POJIb DGAT B 9TOM ITPOLECCE

IIpexne yem paccMaTpuBaTh CTPYKTYPY U (PyHK-
uun DGAT y pacTteHMii, Mbl CYUTaEM lieJiecooopas-
HBIM KpaTKO OIIMCaTh OCHOBHBIE ITyTM OMOCHHTE3a
TATI ¢ akileHTOM Ha TOM, KaKylO0 pOJjib B 3TOM IIPO-
lecce urparot pasauuHbie TUIIbl DGAT 1 Kak ux ak-
TUBHOCTB BimsieT Ha HakorieHne TAI y pacrenmii. B
3aBHCHUMOCTU OT TOTrO, KaKoii CyOCTpar sIBJISIETCS 1O0-
HopoM KK mist peakumii alaiMpoBaHUS TIALEPUHO-
BOTO OCTaTKa, BbIOESIOT aumi-CoA-3aBUCUMBIN U
aumin-CoA-He3aBUCUMBIN IyTn OnocuHTe3a TAI [24].

Annn-CoA-He3aBUCUMbBIN MyTh (POPMUPOBAHUS
TAI mpencraBnsier coboit mepeHoc octatka KK Ha
JAT ot pocdonumnuaa, B 3TOM IIPOLECCe BAXKHYIO POJIb
urpaer ¢epMeHT dochomunun : AUAIINIMLIEPUH
ammrpancdepasa (OJIIAT, PDAT, EC 2.3.1.158) [25].
B anmn-CoA-3aBucuMoM myTu cuHTe3a TAI, Takke
M3BECTHOM Kak “IryTb KeHHean”, moHOpaMU allujib-
HBIX OCTAaTKOB JIsT cuHTe3a TAI IBISIOTCS MOJIEKY-
ael ai-CoA [26]. BuocunTtes TAT u3 mumepos-3-
docdara u ocratkoB KK ocyiecTBisieTcss B Xofe
TpeX MOCIeA0BAaTEIbHBIX peaKInii allMUIMPOBAHUS, C
MOMOILBIO PEPMEHTOB sn-IIULEpo-3-docdar-auui-
tpaHcdepasnl (I 3P-AT, GPAT, 2.3.1.15), auunTtpaHc-
depaspl  mu3odochatugHoit  kKucimothl  (ATJIDOK,
LPAAT, 2.3.1.51) u sn-1,2-gunauni-3-auunatpaHcde-
pa3el (DGAT) [24]. Bce peakuum nytu KenHenu
MpOoTEeKalT Ha MeMOpaHax 3HAOIMIa3MaTHUYEeCKOTO
petukyayMma (OP) unu nunocoM. CyliecTByeT U Tak
Ha3bIBaeMBbIii, aJIbTepHATUBHEIN IyTh cuHTe3a TAT,
MPOUCXOISAIINMN B LIMTO30JIe: SM-2-MOHOALWITIUIIC-

puH (MATI') o6pasyercs u3 mm3odochaTuaHON KUCIIO-
ThI pepmentoM LPA-docdaraszoit (3.1.3.106), nanee ¢
MOMOILLI0 MOHOALWINIMLEPUH aLuITpaHcdepasbl
(MATAT, MGAT, 2.3.1.22) MAI' npeBpaiaercs B
JAT, a pactBopumast DGAT ocyliecTBisieT alijimipo-
BaHue HAI no TAT (puc. 1) [27].

Honroe BpeMsI CYUTAJIOCH, UTO BCE auuaTpaHcde-
pa3bl 00JIamaloT BHICOKOM CHEeIM(pPUIHOCTHIO KaK K
aluiI-coaepKalleMy cyocTpary, TaK U K MOJIEKYJIE,
Ha KOTOPYIO OHHM IIEPEHOCAT allMIbHYIO Tpymmy [28].
HenmaBHue ucciaemoBaHMs IMOKa3bIBAIOT, YTO CYIIE-
cTBYIOT (popMbl DGAT, criocoOGHBIE UCITOIB30BaTh B
KadecTBe cyOCTpaTa BellleCTBa pa3IUudHON XUMUde-
CKO ITpUPOIbL: TUIIOMDIILHBIC TUALIVITIALEPUHBI 1
ruapodriabHbie annia-CoA, HanpuMep, ateTuia-CoA
[15]. TToMrMO 3TOTO U3BECTHO, YTO HA CYOCTpPaTHYIO
crneunduaHocth DGAT Bausior Takue (aKTOpPHI,
Kak ZKK- 1 mo3nimoHHO-B1UIOBOM cocTas mmyJa JATD
KOHKPETHOIO opraHu3ma, KoHueHTpauus 1 2KK-co-
craB ammwi-CoA, a TakKe TeMIIepaTypa OKpysKaloleid
cpennl [24].

VpoBeHb aKTHMBHOCTH (EepPMEHTOB ceMelicTBa
DGAT MOXHO cuuTaTh OOHUM M3 JUMUTUPYIOLIUX
¢dakTOpOB IIpM HAKOIUIEHWM 3allaCHBIX JIMIIHAIOB.
Taxk, Ha nipumepe Arabidopsis thaliana (pe3yxoBuaka
Tanst) u Glycine max (cost KyJabTypHasi) ObLJIO TOKa3a-
HO, 4TO B 0TCyTCTBHE akTUBHOCTH DGAT mocroBep-
Ho cHuKasicsd ypoBeHb TAI B cemenax [29, 30]. U Ha-
000pOT, BBICOKO3((GEKTUBHASI 3KCIIpEeCCUs] TeHOB,
komupytomx DGAT, y A. thaliana npuBonuia K IIOBBI-
LIIEHUIO HAKOIUIEHMSI Macjia B CEMEHaXx, a IOoJaBJICHUE
9KCIIPECCUU BTUX TeHOB — K CHUKCHUIO MACIUYHO-
ctu ceMstH [29]. CnegyeT OTMETUTh, YTO aKTUBHOCTh
DGAT, Bo3MOKHO, BasKHa 1 11 KOPPEKTHOTO pacIpe-
JieJieHusl allJIoB HeoObIYHBIX 2KK B 3ammacHbBIX JTUITH-
nmax cemsH [27]. CnemoBaTenbHO, (DepPMEHTHI CeMeii-
ctBa DGAT MoryT onpenensiTh 1 KaueCTBEHHBII CO-
craB TAI, u ypoBeHb ux HakoruieHus. Mcxoms us
BhIIeckazaHnHoro, DGAT MoxHO Ha3BaTh KJIIOUEBHI-
MU PETYISITOPHBIMU (hepMEHTAMM JIMITMIHOTO TOMEO-
CTa3a 3yKapuoT, 00beIUHSIOIIUMU IMTOTOKHM yIJiepoaa 1
SHeprum 3a cueT onocuHre3a TAIL. DyHKIIMOHATILHbBIE
ocobeHHoct DGAT MHTEeHCHMBHO M3y4aloTCsI Ha IPO-
TSDKGHUM HECKOJIbKUX JECATWICTUM, OMHAKO A0 CHUX
IIOP OCTAETCSI OTKPBITHIM PSi BOIIPOCOB, KACAIOIINXCSI
CBOICTB JAaHHOTO (pepMeHTA.

KITACCUDPUKALUA DGAT

CymiecTByeT HECKOJBKO ITOIXOOOB K KiracCupu-
Kaluu 3Tux (epMeHTOB: TI0 BpeMEHU X OTKPBITHUS,
o cyOCcTpaTHO crieMdUUHOCTU U 110 JIOKJIU3aluu
B KJeTKe. Tak, mepBbIM TPEM TUIIAM B 3aBUCUMOCTH
OT BpeMEHU UX OOHAPYKEeHUsI ObUIY MPUCBOECHBI UYMC-
noBeie uHaeKcel (DGAT1, DGAT2, DGAT3). Ha-
3BaHu ene AByx TUIIoB DGAT orpaxaroTt ux (pyHK-
nuoHanbHble ocobeHHocTH (WS/DGAT, DACT). K
nepBomy TuIly pepMeHTOB ceMelictBa DGAT oTHO-
carca 6enku (DGAT1), BnepBble 0OHapyXeHHBIE B

®U3NOJOTUI PACTEHUM  TomM 69 Ne 1 2022
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neyeHu Kyp (Gallus gallus domesticus) [31]. DGAT1
SIBJISIETCST TOMOJIOTOM  allWJITpaHcdepasbl alui-
CoA/xonecrepunactepasbsl  (ACAT, EC 2.3.1.26)
MJIEKOTIUTAIOIINX U UMEET C Heil CTPYKTYpHOE CXOI-
CTBO, a pacXoXAeHVEe B UX aMUHOKUCIIOTHBIX MOCJIe-
JIIOBATEJIBHOCTSIX OmpeaessieT CyOCTpaTHYIO CITeLM-
duanocte DGAT1 k JAI. Ob6a ¢pepmeHTa mpuHa-
JIeXXaT K OOIBIIIOMY CEMEHCTBY MEMOpPaHOCBSI3aHHBIX
O-annntpancdepas (MBOAT) [32]. Bce nmpencraBu-
tean MBOAT xapakTepn3yloTcst HaTMurueM KOHCep-
BaTUMBHBIX OCTAaTKOB I'McTUIMHA B C-KOHIIeBOIi 00J1a-
ctu pepMeHTa U riepeHocsaT 2KK Ha rmaApOKCUITBHBIC
TPyIIIBl MUIICHEH, BHEIPEHHBIX B MeMOpaHy. Tak
ACAT ocymectpasior niepeHoc KK Ha xosiectepuH,
DGATI1 — na JAT, Arel/2 — Ha crepunbl, WS (wax-
synthase) — Ha BbICIIIE XXUpPHBIe cITUPTHI [32]. JIoka-
musyetrcss DGAT 1 rmaBHBIM 06pa3om B DP, HO Takke
MOXET IIPUCYTCTBOBATh B MEMOpaHax IUIaCTUI U OJie-
ocoM. B HacTtosiiiee Bpemst romosioru reHa DGAT]
HalineHbl y pacteHuit pona Arabidopsis [33], Olea eu-
ropaea (onuBa eBponeiickas) [34], Brassica napus
(pamnc oObIKHOBEHHBIN) [35], Ricinus communis (Kie-
IIeBMHA OOBIKHOBeHHas) [36], Vernicia fordii (TyHr
®Dopna) [37], Tropaeolum majus (HacTypuusi 6OJb-
wmas) [38], Helianthus annuus (IIOACOJTHEYHUK OJHO-
netHuii) [39], Macadamia tetraphylla (MakanamMus ye-
ThipexsucTHast) [40] u ap.

Ko BTOpOMYy THUITy OTHOCAT (pepMEHTBhI, Ha3bIBac-
Mbie DGAT?2, KoTophle UMEIOT cXOaCTBO ¢ ami-CoA:
MOHOAUWITJULEepUH anuiTpaHcdepazamu (MGAT,
EC 2.3.1.22) u ¢ auun-CoA auunrpaHchepaszamu
BOCKOBBIX crupToB (Awat, EC 2.3.1.75). ®@epmeHTHI
9TOTO TUIA ObUTM OOHAPYKEHBI Y TPUOOB, KPYIJIBIX
yepBei, YyeJoBeKa U y HEKOTOPBIX BUAOB PacTeHUI,
TakuX Kak A. thaliana [41], V. fordii [37] n O. europaea
[42]. DGAT2 sgBnsieTcst MeMOpaHOCBsI3aHHBIM ep-
MEHTOM M JokanusyeTcss B DP M Ha rmoBepxHOCTHU
0JIEOCOM.

K Tperbemy Tumy ornocsrcst DGAT3, ydyacTByio-
1ue B albTepHaTUBHOM NyTu cuHTe3a TAT, mpouc-
XOJIsIIIeM B IMTo30s¢e. Ha maHHbBIIt MOMEHT 3TO eIMH-
CTBEHHBIIA M3BECTHBHIN PacTBOPUMBIN (hepMEeHT ce-
meiictBa DGAT. I1lepBoHayanbHO 3TOT (hepMEHT ObLI
BBIACTICH M3 ceMsmolieili Arachis hypogaea (apaxuc
KYJIBTYpHBI) [27], a HegaBHO ObLT OOHAPYXKEH TaK:Ke
y BUnoB ponaa Arabidopsis [43], B mpoxckax Rhodotoru-
la glutinis [44] n y HeKOTOpBIX Bomopociieii [45].

YerBepThlii TUI (DEPMEHTOB IIPEACTaBIeH OM(pYHK-
mmoHanbHbIMU OenkamMu WS/DGAT, mposiBistronm-
MU, TPEUMYIIECTBEHHO, CBOMCTBA CHMHTETAa3 BOCKO-
BbIX 2(pUpOB, a Takke aueTuia-CoA TUaLMITITULEPUH
anmnTpaHcdepas. BnepBrie 3ToT hepMeHT ObLIT 0OHA-
pyXxeH y Acinetobacter calcoaceticus [46]. Tomomoru
WS/DGAT Ttakke oxapakrepu3oBaHBbl y Petunia hy-
drida (nerynus rubpunHas) [47] u Arabidopsis (48],
Ha BTUX XK€ PACTCHUSX ObLJIO IMMOKA3aHO, YTO JaHHbII
depMeHT ToKanu3yeTcss Ha MeMOpaHax DP.
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ITomumo 3Toro, HenaBHO y Euonymus alatus (6e-
pEeCKJIIeT KpbLIaThiii) OblJ1a 0OHapy>KeHa ocobast pop-
Ma DGAT (EaDACT), oTBeTCTBEHHas 3a CUHTE3 alle-
TWIMPOBaHHBIX muanmiarauiepuHoB (AcATI). Kak u
DGAT1, ata hopMa nMpuHaIIEKUT K CEMENCTBY MEM-
o6paHocBsg3aHHbIX O-amuntpaHcdepas (MBOAT), Ho,
B OTJINYME OT APYTUX MPENCTABUTENIE JAHHOIO CEMEN-
ctBa, FEaDACT kKaraimsupyeT Tiepenadyy KOPOTKHUX
ammibHbIX rpynin (C2—C6), npuyeMm 3 GHEKTUBHOCTD
KCTOJIb30BaHUs alui-KoA B KauecTBe TOHOPOB aluiia
YBEJIMYMBAETCS C YMEHBIICHUEM YITIEPOOHON ey
SKUPHOKUCJIOTHOTO ocTatKa [49].

CTPYKTYPHAA OPTAHU3ALIMA
DGAT PA3HBIX TUTIOB

3a ncxmouenneM DGAT?3, Bce (pepMeHTEI cemeit-
ctBa DGAT siBistioTCst MEMOpPaHOCBS3aHHBIMU OeTKa-
MU, YTO 3HAYMTEIILHO OCJIOXKHSIET MCCIIEIOBaHUE X
TPEXMEPHOI CTPYKTYPhI CYIIESCTBYIOIIMMU (Du3de-
cK1MU MeTonaMu. Hanboliee neMOHCTpaTUBHOM MOJIe-
JIbIO, TTOJTYYEHHO C IIOMOIBIO PEHTI€HOCTPYKTYPHOTO
aHanuza, apisiercs Moaenb WS/DGAT u3 Marinobacter
aquaeolei [50]. TIpocTpaHCTBeHHas CTPYKTypa HU Ol-
Horo u3 DGAT, npuHamiexanx BBICIIIMM OpraHn3-
MaM, B HacCTosIIee BpeMsI He oIpeneiaeHa. bonbimmH-
CTBO CBEIEHMII O CTPYKTYPHBIX OCOOEHHOCTSIX 3TUX
(G EepMEHTOB IOJIyYEHO C MCIIOJIb30BAaHUEM METOIOB X
silico. B 2011 romy rpynmoif y9eHbIX N3 YHUBEPCUTETA
Hosoro Opneana MetomamMu OMOMHMOPMATUKA OBLT
MpOBeleH CTPYKTYPHO-(PYHKIIMOHAJIBHBIA  aHaIu3
AMUHOKMCJIOTHBIX mnociaenoBareibHocTeii DGAT1 u
DGAT2 n3 cemunecsitu opranu3MoB [51], B 2017 rony
Bagnatoc ¢ coaBTopamMu OBUT MPOBEAEH OOBIION
cpaBHUTENbHBIN aHamm3 BceX DGAT, oOHapyXkeH-
HBIX Y Bogopociieii [45], Takke HEKOTOphIE CBEICHUS
00 aMUHOKUCJIOTHBIX MOCJIEIOBATEIBbHOCTSIX JaHHBIX
¢epMEeHTOB OBUIM IIOJIyYEHBI IIPU aHAIM3e UX M30-
dOpM Yy KOHKPETHBIX OpraHm3moB. Ilo cylecTny,
onoxumudeckue pyHkuun Beex TuirioB DGAT cxom-
HBI, YTO IOJDKHO YKa3bIBaTh HA HAJIMYME OOIINX KOH-
CepBaTUBHBIX ITOCIEIOBATEAbHOCTEN Yy OTUX dep-
MeHTOB. OTHAKO 0Ka3ajl0Ch, YTO OHU HEe OOHApYXI1-
BalOT TOMOJIOTMM IIOCJIEAOBATEIILHOCTEM Ipyr ¢
npyroM. Tak, MHOXXE€CTBEHHO€ BbIpaBHUBAHME IISITU-
JIECSTU IEBSATU aMUHOKHUCJIOTHBIX ITOC/IEA0BATEIbHO -
creit DGAT 1, BeImeIeHHBIX 13 48 OpraHN3MOB, U TIsI-
TUIECSATU BOCbMU TocienoBarenbHocTeii DGAT?2 u3
44 opraHM3MOB MOKAa3ajl0 HAJIMYME TOJIHKO 2-X KOH-
CepBAaTUBHBIX aMUHOKMCJIOTHBIX OCTAaTKOB: (heHMII-
aJlaHWHA B TTooxXeHuu F225 u niposimHa B IOJI0XKe-
Huu P248 [51].

WUcnonb3oBaHHBIE B pa3HBIX MCCIETOBAHUIX
OvoxuMuueckue U OMopusndecKkue MeToabl, a TakK-
Xe in silico aHaIU3 B COBOKYITHOCTH HAIOT JTOBOJILHO
YyeTKUEe NPEACTABICHMS O MPOCTPAHCTBEHHOM CTPYK-
type DGATI1. Kak mpaBuiio, 3To Oosbiive 6eaKu
pa3sMmepoM okoyio 500 aMWHOKHUCIOTHBIX OCTaTKOB
(a.o0.) (Tabi. 1). PacpeneiieHrue pa3HbIX TUIIOB a.0. B
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Puc. 1. Cxema 61ocuHTe3a TpPUALIWITIULEPUHOB, MAYIIETro o Iyt KenHenu (a) ¥ mo anbTepHAaTUBHOMY LIUTO30JILHOMY ITyTH (0).
GPAT — mmnepo-3-docdartaruntpancdepasza, AGPAT —anunrnunepuH-3-docharammnrpancdepasa, PAP — pochorunponaza
docdaruanoii kuciaorel, DGAT — auatminivuepuHaiviitpaHcdepasa, LPAP — docdoruaponasza muzodocdaruaHoit KUCTOTHI,

MGAT — MoHOaWIIIMLIEpUHALITpaHchepasa.

DGAT1 BRIIISIIUT ClaenyoolmM odopa3oM: MproIn-
3UTENBHO 26% — 3apsikeHHBIE a.0. (7% — KUCIOTHBIE
OCTaTKM, MpeACTaBJICHHbIE ITPEUMYILIECTBEHHO TJIy-
TAMHHOBOI M acraparuHoBoii kucioramu; 10% —
OCHOBHBIE OCTaTKHU, MpPEACTaBJICHHbIE B OCHOBHOM
JIN3UHOM U apTUHUHOM), 25% — HeHATpajbHO MOJIsSIP-
Hble, U 42% — ruapodob6HbIe a.0. [51], yTo comtacy-
eTCsI ¢ MeMOpaHHbBIM IToJ0KeHneM depmerTa. M3y-
yeHHBIe pactuTelbHble DGAT1 mMMeroT IIMHHBIN
(oxoJjio 100 a.o.) ruagpoduabHbI N-KOHIIEBOM cer-
MEHT, 32 KOTOPBIM CJIeyI0T TpaHcMeMOpaHHbIe (TM)
JIOMEHBI, 110 MHEHMIO pPa3HbIX UCCIIeNOBaTelIeil y pac-
TeHMIA MX KOJIMYECTBO Bapbupyet ot 6 1o 10, Ho Bce-
raa yetHoe (puc. 2) [52, 53]. ¥V B. napus N-KoH1IeBOI
cerMeHT DGAT1 umeeT cailT CBSI3bIBAHUSI C allWJI-
CoA (c 81 mmo 113 a.0.) [35], omHaKO HaxoXIeHUe JaH-
HOTO CaiiTa B IMTO30JI¢ TOBOPUT B II0JIb3Y TOTO, YTO OH
o0ecrnevyrBaeT aJUIOCTepUIECKOE B3aMOICIICTBIE, a HE
dyukumnoHansHoe. Ilepsbie 80 a.0. mpeACTaBISIOT CO-
001 Tak Ha3bIBaGMbIii HEYIIOPSIAOYECHHBIN PEryasiTop-
Hb1ii peruoH (Intrinsically desorted region — IDR [54]),
KOTOPBII COOEPXKUT B CEOE BEPOSITHBIE YIACTKU AVME-
pu3aly 1 ayTOMHIruoupoBaHus [55]. DTo cornacyer-
cs C OPYTMMU MCCIICIOBAHUSMU, OTMEUYAIOIIMMU, YTO
nopsiaka 50% MeMOpaHHBIX OEJTKOB VMEIOT JJIMHHbIC

IDR [56], nokanmu3oBaHHbIE B LIMTOILUIA3ME U BBITIOJ-
Hstto1ve (yHKIUM PETYJISIINU, B TOM YMCIIC MHTUOW-
pOBaHUSI aKTUBHOCTU ¢epMeHTa [57], U KJIeTOYHOI
curHam3anum [58]. Hammume IDR Takcke momrBep-
2KI1aeT BO3MOXXHOCTb aJUIOCTEPUYECKOM PETYIISILIMU aK-
tuBHOocTU DGAT1. Bece usBectHuoie DGAT1 o0benu-
HseT Hanuyue B IDR knactepa apruHMHOBBIX OCTaT-
KOB, KOTOPBI{, BOBMOXHO, BaxX€H IS PEryJIsaiuu
akTuBHOCTU (pepMmeHTa [59]. Cuuraercs, uto N-KOH-
1IEBOIi CErMEHT LIEJIMKOM 3aKOJIMPOBAH B IEPBOM DK~
30He, Bcero ke OonbmmHCTBO DGAT1 pacTeHuii
nmeroT 16 3k30HO0B [53]. Ha ocHoBe in silico ananmu3a
aAMUHOKWCJIOTHBIX ITOCJIeA0BATEIbHOCTE ObUIN TIpe-
CKa3aHbl HEKOTOPbIE  (DYHKUMOHATbHBIE ~MOTHBBI
DGAT, xoTopbie TIoKa TpeOyIOT SKCIEPUMEHTATBHOTO
noATBepxKaeHUs (Tab. 2). Tak, y B. napus Oblia onvca-
Ha JISUIIMHOBAsI 3aCTeXKa, COCTOSIIAS U3 IISITA OCTaT-
KOB JICHIIHA, TTOCJIEIOBATEIbHO Pa3aeIeHHBIX CEMbIO
a.o. (L205, L.212, 1.219, 1226 u 1.233). Ilonararor, 4To
3TOT MOTUB MOXET CIYXKUTb CAaliTOM CBSI3bIBAHUSI MO-
JIYJIMPYIOLIMX OEJIKOB WM O0JIerdyaTh B3aUMOICICTBIE
DGATI ¢ apyrumu pepmeHTaMu B IMyTU OMOCUHTE3a
TAT [35]. B psine nccnenoBaHmii ONTMCHIBAJINCH BEPOSIT -
Hble caliThl pochopmiupoBaHuss DGAT1. Dkcnepu-
MEHTBI 110 BHECEHHIO 3aMEH B 3TU CaliThl MOKa3aJIy U3-

Taomuuna 1. CpaBHUTeIbHAS XapaKTepUCTUKA pa3HbIX TUIIOB hepMeHTa DGAT

DGAT]I DGAT2 DGAT3 WS/DGAT EaDACT

Paszmep 515 a.o. 340 a.o. 458 a.o.
41 xa 42 x]la
Yucno TM-noMeHOB 6—10 1-3 0 0-3 4-5
KonuuecTBO 5K30HOB 16 5-9 2-3 6—8 —
Jlokanuzauug B kiaetke | DP, mimactuner | OP, nunuaoHbie Karumm, LUTO30J1b 2P 9P
MUTOXOHAPUU
DOU3BNOJIOTUA PACTEHUN TOM 69 Ne 1 2022
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LMTO30J1b

DHIAOTIIABMUYECKUI
PETUKYJIYM

Aunn-Koa

Puc. 2. Monenb npoctpaHcTBeHHOI cTpyKTyphl DGAT 1. 3anuBkoii BeineaeHbl (DyHKIIMOHAIBHO BaXKHbIE MOTUBBI 1 aMUHO-
KHCJIOTHBIE OCTaTKK. Moieb MoCcTpoeHa o AaHHbIM [24, 35, 59, 60].

MEHEeHWe aKTUBHOCTHU bepMenTa. Tak, y 7. majus 3ame-
Ha ceprHa Ha ajlaHvH B 197 monoxXeHn MPUBOIMIA K
noBbieHuo akTuBHocTu DGATI1 [38]. ¥V B. napus
BaXXHBIM )11 akTUBHOCTU DGAT 1 cunTaeTca TakKe
KOHCEpBAaTUBHbBIN OCTAaTOK CepUHA B TOJOXEHUU
237 (S237). Ocratku S197 u S237 aBasiorcs: aHaIO-
TMYHBIMU caiiTam pochopunupoBanusd SnRK1 v tu-
PO3MHKWHA3BI COOTBETCTBEHHO [35]. Dochopunu-
pOBaHUE MOXET OKa3bIBaTh OOJbIIIOE BIMSHUE Ha aK-
TuBHOCTh DGAT 1, 1OCKOJBKY B KayecTBe cyOcTpara
1151 3T0r0 (bepmeHTa BhicTynaeT JIAT, a pochopmmpo-
BaHME OTpPEAESIEHHBIX a.0. TIOBBIIIAET CPOJICTBO IPYTUX
depMeHTOB ¢ HUM [59]. ¥ GONbIIMHCTBA PACTUTEIBHBIX
DGAT1 obHapyXuBalOTCs KOHCEpBaTUBHBIC MOTUBBI
HxoxD u HxxxxD okono 4-ro u 5-ro TM-g0MeHoB co-
OTBETCTBEHHO, ITPENIoJiaracTcsi, YTo MOoJ0OHas Tapa
TUCTUAWHA U aclapariHOBON KMUCJIOThI CITOCOOCTBYET
VBEJIMUEHUIO  HYKJIEOMDWIBHOCTU  TMIPOKCUTPYIIIIbI
JAT, obneryas B3anmoneiicteue ¢ Aumi-CoA [59]. B
TOXe BpeMs1 y A. thaliana ormicaHHy10 (PyHKIIIO BBITIONI-
nsier MmotuB N(S/A/G)R(L/V)(I/F/A)(I/L)EN(L/V), B
KOTOPOM POJIb TUCTUIMHA U aCTIaparMHOBO KUCJIO-
Thl BBITIOJIHSIIOT aprMHUH W IIyTaMUHOBasi KUCJIOTa
cootBeTcTBeHHO [29]. B 2011 romy Cao ¢ coaBropamMu
MPOBEJIU CPABHUTENIbHBIN aHAJIM3 aMUHOKUCIOTHBIX
nociaemoBaTelIbHOCTel Beex m3BecTHRIX DGAT, ko-
TOpBI BbISIBUJ 41 CTpOro KOHCEpBAaTUBHBIN a.o.,
MpUYeM OOJTBLLIMHCTBO 3TUX a.0. ObLIO JJOKAJIM30BAHO B
C-KoHIIeBo#i 06s1acTu (pepMeHTa. DTU BBICOKOKOHCEP-
BaTUBHbBIE a.0. MOIJIM YKa3bIBaTh HA aKTMBHBIE CAMUTHI,
UrpaTh BaXKHYIO (DyHKIIMOHAIBHYIO POJib, B TOM UMCIIE
CKa3bIBaThCsI HAa CyOCTpaTHOM crieliiUIHOCTH 1/Wn
¢dhopMUpOBaHUU ITPOCTPAHCTBEHHOU CTPYKTYPhI MOJIe-
KyJibl. [lo3xe ¢ MoMolIblO MOAEIMPOBAHUS MPO-
CTPaHCTBEHHBIX CTPYKTYP i silico ObLI0 TpeacKa3aHo
Hammuue y DGAT1 u3 B. napus 8 C-KOHIIEBOI 00J1a-
cTh OejiKa OOoJIBIION BHEMEMOpAaHHOM ITIETIM, JIOKa-
JIu3oBaHHO# B TojiocTu DP u comepxaileil nBa
dyHkoHanbHbIX nentuaa. [lentun Sitl (356FG-
DREFYRDWWNSES370) BkirodyaeT B ceOsI MOTUB
FYxXDWWN, KOTOpBIi1 SIBISIETCST BEICOKOKOHCEPBATHB-
HbIM Mexny pepmenTtamu DGAT n aumn-CoA xode-
crepuHamITpancdepasoit miekonuraromux (ACAT),
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M, BEPOSITHO, OTBEYACT 3a CBS3LIBAHME C allMJIOM.
IMenTtun Sit2 (379NIPVHKWSIRHFY391) BkitouaeT
MPEIolaraeMblii  MUALIMJITIALIEPUH-CBSI3bIBAIOIINIA
motB HKWCIRHFYKP, o6HapyXeHHBIN paHee B
nporeuHknHaze C W IUALWJITIMLIEPUHKUHA3aX
(tabn. 2). HanbHeiillMe MCCIeOOBaHUSI C TTOMOIIBIO
SRCD (synchrotron radiation circular dichroism) u
¢iryopeClieHTHOM MUKPOCKOIIMU IIOATBEPIUIN 3TU
npeanonoxenus [60]. Ananu3 toronorun DGAT1
nokasai, 9yto N- u C-KoHIIeBbIe 00acTu (pepMeHTa
OPUEHTUPOBAHBI B LIUTOIJIAa3My, YTO MOATBEPKAAET
yeTHOE ynciao TM-gomeHoB [61]. B 2004 rony McCa-
rtney ¢ cCoaBTOpaMu OIMCAJIN Y IecaTypas KUPHBIX KHC-
JIOT HECKOJIBKO C-KOHIIEBBIX MOTHMBOB, OITPEIEIISIIO-
IMX JIOKAIM3alnio (GepMEHTOB OTHOCHUTEIBHO DP
[62], Ha OCHOBE KOTOPBIX aHAJIOTUYHBIE MOTUBBI OLLUIH
o6HapyxeHbl Y DGAT1 u DGAT?2 [37, 63] (tab:x. 2).
HexoTophle BaxkHbIe aMUHOKMCIIOTHBIE OCTATKH 10—
cinenoBaTtenbHocTeit DGAT ObLIM ompeneieHbl 0J1a-
romaps U3y4eHUIO €CTeCTBEHHBIX MyTaluil. Tak, y
B. napus 3ameHa poiMHa Ha aprMHUH B 216 mToJ1oXe -
HUM MOYTHU TTOJHOCTbIO MHTMOMpOBaia aKTUBHOCTD
depmeHTa. Takke CylllecTByeT MHEHUE, UTO Y B. na-
pus AMMHOKMCJIOTHBIE 3aMEHBI B 9-M IIpencKa3aHHOM
TpancMeMOpadnHoM nomeHe (PTMDY9) mpuBonmsar x
MOBBILIEHUIO 3 deKkTuBHOCTH paboTel DGAT1 [64].
V kykypy3bl amienb ASKC28IB1 DGAT1-2, orBet-
CTBEHHBII 32 BLICOKWiT YPOBEHb HAKOILJICHUST MacJia,
oTnnuaetcs ot aiens PHO9B, oTrBeTcTBeHHOro 3a
CpemHMI ypOBEHb COAEpXKaHUSI Maciia, MHCEepLUei
¢deHmnananHa B 469 nojoxeHun. Zheng ¢ coaBTopa-
MU BBISICHUJIN, YTO UMEHHO 3TOT a.0. UTPaeT KIIIOUEBYIO
POJIb B MOBBIIIIEHUU COAEPXKAHWS Macja U KOHIIEHTpa-
LI OJIEMHOBOM KHCITOTHI Y KYKYpy3hl [65]. THTepecHO
OTMETUTb, YTO 3TOT OCTATOK (DeHMIaIaHNHA KOHCEpBa-
TUBEH 11 pactTuTenbHbIXx DGAT1, HO He XapakTepeH
HU 111 ogHoro u3 DGAT1 KMBOTHBIX, a TakKe JJIst
DGAT?2 [51].Takum obpa3om, UMEIOIIUECs] Ha Cero-
JHSIIITHW MOMEHT IaHHBIC TTO3BOJISIIOT JOBOJILHO MO~
JIpOOHO omucaTh JIOKAIU3aUIO, CTPYKTYPY U BEPOSIT-
Hble B3aumonaeiicteuss DGAT 1, HekoTopbie BhICKa3aH-
HbIE paHee TPEeNrnoJOXEeHUSI ObUIM ITOATBEP>KICHBI
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Puc. 3. Monenb npocTpaHCTBeHHOI cTpyKTypbl DGAT?2. 3anmnBKoii BelIeIeHbl (DYHKIIMOHATBHO BaXXHbIE MOTUBBI 1 aMUHO-
KUCJIOTHBIE OcTaTKU. MoIenb ocTpoeHa 1o JaHHbIM [35, 37, 67, 68].

SKCIIEPUMEHTAIIBHO, B TOXE BpPEMS psIl TE3UCOB BCE
elle TpedyeT AeTATbHOIO UCCeTOBAHNS.

®epmenTsl TUNIa DGAT?2 B cpaBHeHuu ¢ DGAT1
n3ydeHBl 3HAYUTEIbHO XyKe. OHu, Kak 1 DGATI,
JIOKaIu3yroTcs B MeMOpaHe DP, a Takke oOHapyKu-
BaloTcs B MeMOpaHax MUKpocoM [41] (tabu. 1). U3-
BeCcTHO, 4yTo cpegHmii pasmep DGAT2 cocrapisger
340 a.0., YTO COOTBETCTBYET pa3HUIE B MOJCKYJISIP-
HoM Bece B 20 k/la mo cpaBHeHmio ¢ DGAT1 [51].
DGAT1 u DGAT2 uMeoT aHaJOTUYHbIE 4aCTOTHI
BCTPEYAEMOCTU a.0. pPa3HbIX (QYHKIMOHAIbHBIX
IPYIII, HO HE TOMOJIOTMYHBI ApyT npyTy. MHTEpecHo,
YTO MPOLIEHT TUAPODOOHBIX a.0. Y HUX TOXE IIPUMEP-
Ho paBHBI (42% y DGAT1 u 41% y DGAT?2), xots
yuciaio TM-goMeHOB Yy OOJBIIMHCTBA M3BECTHBIX
DGAT?2 Bappupyer oT 1 1o 4, B To BpeMsI KaK y
DGAT1 wmoxer mocturars 10 [51]. Cpemu Bcex
DGAT?2 tonosnorus jydiiie Bcero usydeHa y Saccha-
romyces cerevisiae. Huxxe Mbl MpUBOAMM OITMCaHUE
DGAT?2, ocHoBaHHO€ Ha 3TOI MOJEIN, C HEKOTOPbI-
MU YTOYHEHUsIMU oTHocuTtesbHO DGAT?2 pacteHuit
(puc. 3). Monens DGAT?2 S. cerevisiae, TocTpoeHHasI
C TIOMOIIBIO METOIOB in silico, nMena yeTbipe TM-10-
MeHa, a N- u C-KoHIlieBbIe 00/1aCTH ObUIM OPUEHTH-
pPOBaHBbI B IMTO30J1b. AHAJIOTMYHAsI OpUEHTALUS Ha-
omonanack y pactureabHoro DGAT?2 (V. fordii), y koTo-
poro obe KOHIIEBbIe O0JacCTHM Takke OOpallleHbl B
1To30J1b [37]. OmHako aHaIm3 cTerneHu ruapodoOHO-
CTU aMMHOKMCJIOTHBIX TTocenoBatebHocTel V. fordii n
FElaeis guineensis (ajbMa MacjAU4Has1) MoKas3ajl, 4To
DGAT?2 31tux pacteHuii ¢ 0OJIbIIOIT BEPOSITHOCTHIO
uMeroT 1o aBa TM-nomeHa u 1nHHbIN C-KOHI1IEBOM
peruoH [37, 66]. [Ipo N-KOHILIeBYIO 00J1aCTh N3BECT-
HO, yTo nepBble 30—50 a.0. He IIPOSIBIISIIOT KaTaIUTH-
YeCKOI aKTUBHOCTHU U TIPEACTABJISIOT COO0M HEYIIO-
psSIIOYEHHBIN peTHoH [67]. Y pacTeHUit 3TOT peruoH,
BO3MOXHO, BaXXeH ISl pPeryJIMpoBaHUsl aKTUBHOCTU
¢depMeHTa, ITOCKOIbKY Y B. napus B 25-M I0JIOXEHUN
HaXOIUTCSI OCTaTOK CepMHAa, UMEIOIIUI OKpYXXeHUeE,
aHajiormyHoe caunty dochopunupoBanus SnRKI1
KUHAa3bl (X;X)X)X)SX5X9XoX |, [I€ X; — TuapodoOHbIi
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a.0.,aXx, — OCHOBHBbII a.0.) [35]. I1epBblit TM-nomMeH
S. cerevisiae, BepOSITHO, OXBaThIBAET y4ACTOK OT 66 10
97 a.0. U CONEPXUT MpeArojiaraeMblii MOTUB CBSI3bI-
BaHUA ¢ HelTpambHBIMU JTnngamMu — FVLE. Motus
C Takoil IIOCIeIOBATEIbHOCTHIO OOHApPYXUBACTCS
TOJIBKO y S. cerevisiae, y MIIEKOTIMTAIOIINX €MY COOT-
BETCTBYET ITociegoBaTeibHOCTh FLxLxxxn (rme n He-
TIOJISIPHEIH a.0.) [68] (Tabi1. 2). PacTeHus xe, BeposT-
HO, UMEIOT CBOIO YHUKAJIbHYIO MOCJIe10BaTEIbHOCTh
JMnuacBszeiBaomiero nomeHa B DGAT2, koropas
Moka He uaeHTudunuponaHa. [1pu atom y B. napus B
75 MONOXEeHUN HAXOIUTCS KOHCEPBAaTUBHEIM OCTa-
TOK cepuHa, KOTopblii o aHajoruu ¢ S237 DGAT1
MOXKET OBITh BaXKE€H JIJISI pETYJIsSILIUM aKTUBHOCTU (hep-
MeHTa [35]. UHTepeCcHO OTMETUTD, YTO AeJIelus IIep-
Boro TM-moMeHa XOTb Y MPUBOAWJIA K CHUXEHUIO
aKTUBHOCTU (DepMEHTa, HE BIMSIA Ha acCOLUAIINIO
ScDGAT?2 ¢ MukpocoMajJbHBIMU MeMOpaHaMH, IO -
TBEp:KIasi TMPENnojaoXeHue, YTO IPYyTHue CEerMEeHThI
DGAT?2 moryr ormocpenoBaTh B3aMMOIEHCTBUE C
MeMOpaHHBIMU OUCHOsIMU. 3a mepBbiM TM-mome-
HOM CcJIenyeT JJIMHHAs JIIoMeHaabHas et OP, co-
nepxamas motuB YFP (puc. 3), 3aMeHbl B KOTOpOM
MPUBOJIWIN K 3HAYUTEILHOMY CHMXXEHUIO aKTUBHO-
ctu pepmenTa [59]. IIpumeyarenbHO, YTO 3TOT MOTUB
KOHcepBaTuBeH y u3BecTHbIx DGAT?2, 3a nckioue-
HueM R. communis, y KOTOPOU JaHHOMY MOTHUBY COOT-
BercTtByeT HFP [69]. 3mech BaXKHO OTMETUTD, UTO Ta-
Kasl JUIMHHAs JIIOMeHaIbHas IIeT/Is XapakTepHa IS
DGAT?2 S. cerevisiae n He HabJII0Iaach y paCTeHUN U
MJIEKOIIMTAIOIINX. 32 3TOI 00JIACTBIO CIIEIYIOT SIlle ABa
TM-ngoMeHa, pacIiojloXXeHHbIe MEXXIy ocTaTKamu 188 u
236. Bropoit TM-10MeH cOnepXUT KOHCEPBATUBHbBI
motuB HPHG, koTopbliil, BeposSITHO, BaKeH IISI KaTa-
JIMTUYECKOI aKTUBHOCTU (hepMeHTa, TTockoibKy H195,
AHAJIOTUYHO KOHcepBaTUBHOMY rucTuanHy n3 DGATI,
MOXeT yKa3bIBaTh Ha JIAT'-cBsI3bIBaronmii Motus [59].
V pacrenuit MmotuB HPHG cootBeTcTByeT MOTUBY
EPHS, xotopslii 1oKanu3yeTcs B cBooogHo C-KOH-
LIEBOI o6acTu (puc. 3), YTO yKabIBAeT HAa OTJIMYHYIO
ot DGAT1 poms DGAT?2 B cunTte3e TAI, B vacTHOCTH,
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BoB DGAT?3. Cxema noctpoeHa 1o aaHHbIM [27, 72].
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Puc. 5. Monenbs TmpoOCTPaHCTBEHHON CTPYKTYpbI
WS/DGAT. 3anuBkoii BblIeleHbl (PYHKIMOHAIBHO
BaXXHbIe MOTUBBEI. MoIelb MOCTPOEHA MO TaHHBIM [46,
50, 53].

¢dbopMUpoBaHMEe JTUMUIHBIX Kallelb HEMOCPEICTBEHHO
B LIMTOITIa3Me KjieToK. YeTBepThiit TM-goMeH B cBoeid
C-xonuesoit oonactn mmeer MotuB LKLEI, orBer-
CTBeHHBIN 3a JoKanuzauuio DGAT?2 B OP. Takoit Mmo-
TUB ObLT OOHApyXXeH Uy S. cerevisiae, n'y V. fordii [37].
OnHako, KakK YIIOMUHAJIOCH BBIIIIE, Y paCTEeHUI 3TOT
MOTHUB PacIoiOKeH Ha Kparo JJIMHHOTO CBOOOIHOTO
C-KOHIIEBOTO yJyacTKa 1 He MOXET HeNOCpeICTBEH-
HO OTBeYarh 3a JoKajusauuio B P, HO, mo-BUIM-
MOMY, BaxeH Is1 O6ojiee TOHKOTO pacho3HaBaHMUSI
KJIETOYHBIM MEXaHU3MOM JIOKaJIM3aluu OelKoB, B

YaCTHOCTH JJISI OTIpeNieJIEHNS B KOHKPETHEBII cy010-
MeH OP [37]. O moTeHUMANIbHBIX caiiTaXx CBsI3bIBa-
Husa DGAT?2 ¢ aunin-CoA Ha OJaHHBIIE MOMEHT HeE
CcO00IIaJIOCH.

DGAT?3 umeer pasmep okoito 360 a.0. U comnepsKuUT
npuMepHO 31% ruapodOOHBIX OCTATKOB, HA OCHOBE
aHaJIN3a PACIIONIOKEHMSI KOTOPBIX U OTCYTCTBUSI CUTHA-
JIOB JIOKaJIM3auuu B OP maHHbI (hepMeHT ObLI OTHECEH
K pacTBOpUMBIM OejikaM (Tabi. 1), a mo HanIu4Iuio He-
CKOJIbLKMX 4YaCTUYHO KOHCEPBAaTUBHBIX MOTHBOB
(54HVQYYGD60, 81KKRVLFDDIL89, 205SHHNAV-
ELFSRNND217) — k anunrtpancdepasam (tada. 2)
[27]. IIpocTtpaHcTBeHHas cTpyKTypa DGAT3 He us-
BECTHA, HECMOTpPS Ha TO, YTO OHA JIYYIlle, YeM Y Ipy-
rux DGAT, MoXxeT OBITh MCCIIefOBaHa CYIIECTBYIO-
mumMu MetomamMu. DGAT3 umeer 11 mosaHOCTBIO
KOHCEPBAaTUBHEIX a.0., npudeM 10 M3 HUX pacIiojio-
keHbl B C-KOHIIEBOM 00JiacTu OeJiKa, YTO TOBOPUT O
BO3MOXHOH (PYHKIIMOHAJIILHOI 3HAYMMOCTU 3TOTO
peruona (puc. 4) [70]. ¥ DGAT3 6bu10 oncaHoO He-
CKOJIBKO TIOTEHLUAIGHO (YHKIVOHAJIBHBIX CaiTOB:
TaK, Y HEKOTOPBIX BUAOB pacTeHuit nepsbie 35—45 a.o.
COOTBETCTBYIOT TPaH3UTHOMY IIENITUAY XJIOPOILIa-
croB [71]; motuB 183RKAETMIL190 romonornyex
caiity ochopuipoBaHUs TUPO3ZMHKMHA3KI [27], a
MOTMUB, coaepKaniuii ¢ 244 1mo 295 aMMHOKMCIIOTHI, —
JIOMEHY THOpedoKCHMHONomoOHBIX [2Fe-2S]-deppe-
nokcuHoB [72]. Takke ucclienoBaHHbIE MOCJen0Ba-
tesbHOCT DGAT3 comepxkaT mmojimce pruHOBBII 1 IBA
NOJWIN3NHOBBIX peruoHa, (pyHKIMOHAJIbHAS POJb
KOTOPBIX TTOKa He orpeaeseHa (puc. 4) [73].

WS/DGAT comnoctaBuM mno pasmepy ¢ DGATI,
OH TaKXKe JIOKaJan30BaH B MeMOpaHe DP 1 oTHoCUTCS
K cemeiictesy MBOAT, HO uMmeeT MeHBbIIee YMCIIO
TM-nomMeHoB (0T omHOrO A0 Tpex) (Tadi. 1), a y HeKo-
Topbix romosioroB WSD1 (WS/DGAT) u3 A. thaliana
He mpeacka3zaHo HU ogHoro TM-momeHa [61]. O mpo-
CTPaHCTBEHHOM CTpyKType pacTuteabHbiXx WS/DGAT
U3BECTHO IOBOJIbHO MaJlo. In silico aHanu3 mokasail,
YTO BHE 3aBUCUMOCTH OT uyucia TM-1oMeHOB GeoK
nMeeT OOBIIYIO IIMTO30bHYI0 N-KOHIIEBYIO 00JIaCTh,
KOTopasl BKJIIOYAeT B cebsl BBICOKOKOHCEPBATHMBHBIM
motuB HHXLGDG (Tabi1. 2), BEpOSITHO SIBJISIIOIIAICS
aktuBHBIM caittom [53]. s WS/DGAT u3 M. aquae-
olei VT8 GbL1a mojlydeHa KpUcTaJJIMYecKasi CTPyKTYy-
pa (ID PDB: 6CHJ) [50]. dauusiit WS/DGAT kpu-
CTAJNIM30BAJICS B BUJIE AUMEPA, Y KOTOPOTO N-KOH-
1eBoit 1 C-KOHIIEBOI TOMEHBI ObLIN CBSI3aHBI Yepes
Ol-CTIUpaIbHBIN JIMHKep. O0a foMeHa COCTOSIIU U3
B-n1ucTOB, OKpY:KeHHBIX O-crivpaisimu (puc. 5). He-
CKOJIbKMMM TofiaMU paHee 1ist M. hydrocarbonoclasticus
VT8 in silico 6pl1a mmocTpoeHa MOJIE)Ib, MMEIOIIas
OOJIBIIIOE CXOACTBO C yITOMsIHYTOM BhIIIe [74]. K co-
KaneHuto, ctpyktypa WS/DGAT uz M. aquaeolei VT8
uMeJsia HEynopsiIoYeHHbIe 007acTU, HO Ha JaHHBIN
MOMEHT 3TO eTuHCTBeHHas1 Moaeib DGAT, moctpo-
€HHasl ¢ MpUMeHeHreM (U3NYECKUX METOJOB, a He
WCKIIIOUUTENILHO B pe3yibTaTe in silico mpenckas3a-
Hud. B ormiceiBaeMoii Moaen KOHCEPBATUBHBINA MO-

®U3NOJOTUI PACTEHUM  TomM 69 Ne 1 2022
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Puc. 6. Monenb npocTpaHcTBeHHOM CTpyKTypbl DACT. 3anBKoii BblaesIeHbl DYHKIIMOHAIBHO BaXKHbBIE MOTUBBI 1 aMUHOKUC-

JIOTHBIE OCTaTKW. Moiesib MOCTpOeHa o JaHHbIM [49, 75].

B 135HHxxxDG 141 pacriojioXeH Ha IeTje, KOTO-
past cBSI3bIBacT N-KOHIIEBOM TOMEH C O,-CHUPaJIb-
HBIM JIMHKEPOM (pHC. 5), IpH 3TOM OpPUEHTAIUs U
IIPOCTPAHCTBEHHOE OKPYXXEHUE ITO3BOJISIET NPEIIo-
JIOXUThb, 4T0 H136 BBIMONHIET KaTaIUTUYECKYIO
ponb, a HI135 1 D140 — cTrpykrypHyo. OnimcaHHBIN
MOTHUB HaXOAUTCS MEXIY OAByMsI TTOJIOCTSIMU, B KOTO-
pBIX 1O aHAJOTUU C IPYTUMU TpaHcdepazaMu, Mo-
BUINMOMY, Y TIpoucXoauT cuHte3. [1pu aHanmmse mo-
CJIeIOBaTEIbHOCTEN “BHICTWJIAIONINX~ 3TU MOJOCTHU
He OBbLIO BBISIBJICHO CTPOTO KOHCEPBATUBHBIX a.0.,
XOTsI HEKOTOPHIE MCCIeIOBaHMS YKa3bIBaJIU, 4TO 3a-
MEHBI B 3TOM PervoHe MPUBOIUIN K MOTEPE aKTUB-
Hoctu WS/DGAT. ¥V G. max, A. thaliana n O. sativa
OBLI BBISBJIEH Psii KOHCEPBATUBHBIX MOTHMBOB, HO
MPEINOIOXUTh UX (PYHKIIMOHAIBHYIO POJIb ITOKAa HE
ymaiocs [53].

DACT u3 Euonymus alatus, oTBe4aloninii 3a CUHTE3
AcJIAT, mipencraBisier coboit 0eok maccoit 42 x/la
(Tab67. 1). B HecKoMbKUX UCCIeNOBAHUSIX ObLIO TTOKA-
3aHO Hajnmuue deTblpex TM-I0oMeHOB, JIOKaIn30BaH-
HbIX Mexay 10—30, 157—177, 240—260 u 309—333 a.o.
(puc. 6) [75]. OGe koHIEeBble 0O6JacTU hepMeHTa
OPUEHTUPOBaAHBI B MoJIocTh AP, uto otuyaetr EaDACT
ot DGAT1 u DGAT2, u N-, u C-pernoHbI KOTOPBIX
obOpaiteHbl K nuToruiasMe. Kak ObIJ10 ONMcaHo BBI-
e, cBobonHasi N-KoHIeBast 00J1acTb CIOCOOCTBYET
ajutoctepuyeckoMy BiamMmoneilictBuio DGAT1 u
DGAT?2 ¢ attmir-CoA, mist DACT n attetnin-CoA mo-
JIOOHOI 3aBUCUMOCTU BBISIBJIEHO He ObUIo [49]. Ilpu
aToM TpeTuii TM-10MeH CoAepKUT CUTHATYPY, XapaK-
TepHyIO ISl TIpencTaBuTeneil cemeiictBa MBOAT
(SxxxHDxxxxV), aKkTUBHbBII1 THCTUAXH KOTOPOIi pac-
roJjiaraeTcsi Ha TpaHulle MeMOpaHbI C LIUTO30JIEM, UTO
JIeJlaeT ero JocTynHbM Wit aneTuia-CoA (taba. 2).
Ocrtarok BanuHa (V263), He XapaKTepHBIN 11T ApY-
rux DGAT, B maHHOM caiiTe, BepOSITHO, BBITIOJTHSIET
BaXKHYI0 CTPYKTYpHYIO ¢GyHKIIUIO. B nmomonHeHue K
YIIOMSTHYTOMY MOTHBY, OBUIM BBISIBJICHBI IBA KOHCEP-
BaTuBHBIX 1IMcTenHa (C187 u C293), 3aMeHbI B KOTO-
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PBIX TPUBOAWIN K 3HAYMTEILHOMY YMEHBIIEHUIO aK-
tuBHOCTU (pepMmeHTa. DACT nMeeT cBOif COOCTBEHHBIIM
MOTUB JIoKanu3anuu B DP (Tabi. 2; puc. 6) [75].

HBOJIIOLIMA DGAT PACTEHUN

OKCMOHEHIIMATBbHBIN POCT JAHHBIX O TIOCJIeI0OBa-
TEJIbHOCTSIX TEHOB, B TOM 4ucjie u reHoB DGAT u3
pPa3HBIX BUIOB PaCTeHU, O3BOJISIET MPOBOAUTD (hU-
JIOTEHETUYECKUI aHaJlUu3 U Ha €r0 OCHOBE CTPOUTh
TUTIOTE3bI O MPOUCXOXKIACHUU 1 9BOIIOLY 3TUX ep-
MmeHTOB. Tak, B 2011 romy ¢puaoreHeTHYECKUiA aHa-
JIU3 aMUHOKHUCJIOTHBIX TIOCJIeIOBaTEeIbHOCTEN BCex
yetbipex TUIIoB DGAT pacteHuit mokasaj, 4To Kax-
JIBIi TUTI (hepMeHTa 00pa3yeT OTIeIbHYIO Kiamy Ha (hu-
JIOTEHETUYECKOM JepeBe, MPUYEM ITOCIeI0BaTEIbHO-
CTU, OTHOCSIIIMECS K KjaccaM JBYIOJbHBIX W OTHO-
TIOJIbHBIX, OOpasyloT B KaxXIOW Kiaae OTIesIbHbIe
noakiaael (Kimactepbl) [76]. PUIOreHETUYECKU U
SBOJIIOLMOHHBIN aHau3 reHoB DGAT I v DGAT2 noka-
3aJl, YTO B MPOILIECCE IBOJIOLIMU SYKAPUOT ITU T€HbI
MPOM30IIUIN 3a cYET (PyHKIIMOHAIBHON KOHBEPIreH-
uuu [76]. Ha ocHOBe (pMITOTeHeTMYECKOTO aHaIn3a
Bcex TeHOB DGAT3 u WS/DGAT, a TakKe IIpeaItoio-
JKUTEJIbHO OTHOCSIIUXCI K 3TUM IeHaM MocjeaoBa-
TeJIbHOCTEl, BBIABUHYTA TUITOTE3a, YTO OHU JUOO
MPOU3ONLIN OT OOIIIETro MTPEIKOBOTO T'eHa J10 TOosIBJIe-
HUS BBICIIUX PACTEHUIA, TMOO UMEIOT HE3aBUCUMOE
npoucxoxaeHue, kak B ciiydyae ¢ DGATI v DGAT2. B
MONIEPKKY BTOPOTO MPEATONOXKEHUSI CBUIETEIb-
CTBYIOT JJaHHbIE MO0 CPAaBHEHMIO TOCeI0BaATEIbHO-
creit reHoB WS/DGAT pacteuuii u rena WS/DGAT
Acinetobacter calcoaceticu, KOTOpbIe II0Ka3aI1d BbICO-
KYy10 CTeNeHb UJEHTUYHOCTH, UTO CBUIETEIbCTBYET O
TOM, UTO JaHHBI TUII DGAT BO3HUK A0 BbIXOAa pac-
TeHUIi Ha CYIIy U TIOATBEPXKAAET I’MMOTe3y HE3aBUCH -
Moro mipoucxoxaeHust Bcex TunoB DGAT [53]. Ha
OCHOBaHUM PE3YJbTATOB (PUIOTEHETUYECKOro aHa-
Jiuza OBbUIO TMOKa3aHO, 4YTO MOCIeA0BaTeIbHOCTh
ADP1 (WS/DGAT) us Acinetobacter sp. oo6pa3yer ofi-
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Hy nonkitany ¢ WS/DGAT A. thaliana n npencka3aH-
HeiMU WS/DGAT apyrux BUIOB pacTeHMII U BOIO-
pociieit, 6maromapst YeMy BbIIBUHYTO IPEIIOIOXKEHHE,
gro 310T TAIT DGAT 00pa3oBajicst 10 BOSHUKHOBEHUS
BBICIIMX pacTeHuit. IIpm 3TOM, OJM3KOE POACTBO
WS/DGAT Simmondsia chinensis (CAMMOHACHST KUTai-
cKasi, xoxo0a) ¢ mocienoBarenbHocTIMU DGAT1, Mo-
2KeT yKa3bIBaTh 1 Ha o011iee rpoucxoxaeHue DGAT1 u
WS/DGAT [53].

CrenyeT MoaYepKHYTh, UTO 00 3BOJIIOLIN OEJIKOB
MOXHO CYIWTh IO XapaKTepy OYyIUIMKALIUM UX T€HOB,
U B OTOM OTHolueHuu Kaxnapiii Tun DGAT umeer
cBon ocobeHHocTH. Tak, B uccnenqoBannu Turchetto-
Zolet ¢ coaBTOpaMu BBISIBJIEHO, YTOo WS/DGAT Haun-
OoJice BapuaOeIbHBIN T'eH M 0oJiee IBYX BapuaHTOB
€ro II0C/ICA0BATEIbHOCTU UMEIOT MHOTHE PACTCHUSI:
G. max, A. thaliana, B. rapa, R. communis, M. truncat-
ula, A. hypogaea, O. sativa, Z. mays. I'en DGAT3 nipu-
CYTCTBYeT B €IMHCTBEHHOM YHUCJIE IPAKTUYECKU Y
BCEX pacTeHUI, 3a UCKIIIoUeHueM G. max, y KOTOpoi
BBISIBJICHA OyruKauus atoro reHa. DGATI v DGAT2
MpeACTaBIICHBI ABYMSI 1 00Jiee KOITUSIMU 3TUX TEHOB Y
MHoOrux pacteHuii. CorjacHO TeKylleMy MHEHHIO,
nynaukauuu reHoB DGAT, BepOSITHO, TIPOU3OIIIIN
y3Ke MOCJIe OTAEISHMS TPYIIIbl Ha3eMHBIX pacTCHUIA,
Tak Kak reHbl Bcex TunoB DGAT y Bomopocneii mpen-
CTaBJICHBI B EIMHCTBEHHOM uucie [53].

AHnanu3 nociienoBaresnbHocTeit reHoB DGAT Tak-
K€ CBUAETEIbCTBYET O Pa3IMYHOI 3BOJIIOLIMOHHOI
WCTOPUM 4YeThipex TUHoB ¢epMmeHTa. ['enpr DGAT3,
CoMepKaT ABa 9K30HA, UCKITIOUEHUEM SIBJISTIOTCS 3e-
JieHble Bomopociiu Volvox carteri, y KOTOPBIX TPU K-
30HAa, a y mxa Physcomitrella patens u Populus tricho-
carpa (TOIIOJISI BOJOCHUCTOILUIOAHOIO), OOHapy:KeH
HenocTaTtoK UHTPOHOB. [enbl WS/DGAT GonblIvH-
CTBa BHMIOB DAacCTEHWM XapaKTEepU3YIOTCSI BBICOKOM
KOHCEPBAaTUBHOCTBIO UX CTPYKTYPHOM OpTraHU3aIIuu
U UMEIOT ceMb 3K30HOB (Tadin. 1). KoHcepBaTus-
HOCTb CTPYKTYphl WS/DGAT coxpaHsieTcs Jaxe cpe-
I TEHOB C IIECTHIO WJIM BOCEMbIO DK30HAMM, M TAKHE
U3MEHEHUSI MOTYT OBITh CBSI3aHBI C yTpaTOii NN yBe-
JINYEHUEM 3K30HOB B IIpoliecce aBomounu. CpaBHe-
HUE CTPYKTYPHOI OpraHU3aluy YeThIpeX Pa3InUHbIX
tMoB reHoB DGAT (DGATI, DGAT2, DGAT3 u
WS/DGAT) u3 G. maxu A. thaliana BEISIBUIIO pa3ind-
HBbIE CTEIICHW KOHCEPBAaTUBHOCTU B CTPYKTYpPE STHX
reHoB. I'eubl DGATI G. max ui A. thaliana conepxar
o 16 3kx30HO0B, reHbl DGAT2 — oT 5 10 9 3K30HOB,
DGAT3 — 2 u WS/DGAT — 7 3x30HOB (Tadm. 1) [53].
Takum o6pa3oM, 3K30HHO-UHTPOHHBINM aHAIU3 T10-
ciaenoBarenbHOCTeit DGAT moKaszan BBICOKYIO CTe-
TMeHb KOHCEPBAaTUBHOCTH OTHOCHUTEJIFHO WX TE€HHO
CTPYKTYpPBI Y BCEX OPraHU3MOB.

3HAYEHUWE PASHBIX TUITOB DGAT
B BUOCHUHTESE TPUALMITIIMOEPUHOB

HMMmerolecs: MccaeaoBaHUSI MO3BOJISIIOT YTBEP-
KIAaTh, YTO Y Ka>KI0I'0 BUa 2KMBBIX OPTaHM3MOB UMECCT-

cs o1 ogHoTO 110 TI9TH TUIToB DGAT, 11p1 3TOM HEKOTO-
pble U3 HUX MOTYT UMETh HECKOJIBKO KOTW1 OMHOTO Te-
Ha. Pa3zHooOpa3ue DGAT no KoHIla He OOBSICHEHO,
BEpPOSITHO, Takast “M30BITOYHOCTH” THUIIOB WTIpPAacT
KOMITEHCAlLIMOHHYIO POJb, XOTSI BO3MOXHBI U O0jiee
YHUKaJIbHbIe clieHapuu. [To-Bunumomy, DGAT1 sB-
JsieTcss ocHOBHBIM TurioM DGAT, orBevarommMm 3a
CUHTE3 3aIIaCHBIX JIUITUAOB Y OOJIBIIMHCTBA OPraHU3-
moB. Tak, skcrnpeccusi reHa DGATI w3 E. alatus B
KJIETKaX ApOXOKe IPUBOAMIIA K YBEIMISHUIO COMEP-
xanus TATI B 40 pa3 mo cpaBHEHMIO C MyCTHIM BEKTO-
poMm [77]. Y A. thaliana o6HapyXeH TOJbKO OIWH TrO-
mosior reHa DGATI1 (At2g19450), ero skcripeccusi 1
¢yHKIIMOHA/IbHASI POJIb AETalbHO OXapaKTepu30BaHa
in planta. UnaxtuBauuss DGAT 1 ipyBoauiia K CHYZKE-
HUIO comepKaHus Macia B ceMeHax 10 40% [78]. Nme-
tonuecs y A. thaliana DGAT2, DGAT3 nu WS/DGAT,
BEPOSITHO, CTPaXylOT B 3TOM HEOJIarONpUSITHOM IS
CEMEHM CUTyalliM, COXPaHSSI KOJIMYECTBO JIMIINIOB
Ha IpUEeMJIEMOM IS BBDKMBAHUS M IpOpacTaHUs 3a-
poapbliiia ypoBHe. Y ciuseBuka Dictyostelium discoide-
um XrodeBoi BKian B cuHTe3 TAI BHOCHT hepMeHT
DGATI, ane DGAT?2, xotss umenHo DGAT?2 crieniu-
amu3upoBaH 11 cuHTe3a TAI, B To BpeMs Kak
DGAT1 napasue ¢ TAI' cmocobeH cUMHTE3MPOBATH
BOCKOBBIE 3(UPHI U, YTO OCOOEHHO HEOOBIYHO, 3(pU-
pbI HEUTpaIbHBIX JIMIIUIOB, HAIIPUMED, MOHOATKII-
MOHO- ¥ TUALWITIUlepuHbl. [Ipenmonaraercs, 4To
OIHOBpeMeHHas aKkTUBHOCTh AByX DGAT HeobOxonm-
Ma CJIM3EBUKY IS pOocTa Ha OAKTepUSIX — €TI0 ecTe-
CTBEHHOM IuIeBoM cyOctpare [79]. ¥V mpoxckeit
S. cerevisiae ocHOBHOM BKJ1aa B cuHTe3 TAI BHOCUT
depmeHT DGAT?2 [80], MOCKOJILKY MYTaHThI, C BbI-
KJTFOUYEHHOM 3KCIPECCHEeil COOTBETCTBYIOIIETO T'eHa,
XapaKTepU30BAIMCh MEHBIIEH IMPOIOIKUTEIbHO-
CTBIO >KM3HU 110 CPAaBHEHUIO C KOHTPOJbHBIM IIITaAM-
MoM. I1pu 5ToM aHaIOTMYHBIE ONBITHI HA IPYTOM BH-
ne npoxckeit Yarrowia lipolytica mokazaju, 4To oIpe-
JISJISTIONIYIO POJIb B JIUIIMIAHOM OOMEHE Y 3TOro BUIa
urpaetr DGATI [81].

HecMmoTps Ha pasiuuus B CTPOEHUM MOJIEKYJ
DGAT1 u DGAT?2, ux dyHKIMOHaIbHasE 000c00-
JIEHHOCTb JI0 CUX MOP HEe 0 KOHIIA sicHa. Psn uccre-
JIOBAHWH TTO3BOJISIET PEAITONIOXUTh, YTo DGAT1 mmpo-
SIBJISIET CyOCTPaTHYIO CITelIU(UIHOCTh K HACHIIIIEHHBIM
KK, a DGAT?2 — x HeHacbleHHBIM 2KK, HarpuMep, B
cpaBuuTenbHOM ucciaegoBanun DGAT1 u DGAT?2 u3
A. thaliana DGAT1 otnasan npeamnoureHue C16: 0, BTo
Bpemst Kak DGAT?2 — C16: 1 [82]. Takke cyiiecTByeT
MmHeHue, uto DGAT 1 oTBeuaeT 3a CHHTE3 M HAKOTLIe-
Hue TAT, cogepxaiiux Tonbko oosryHbie KK, Torma
kak DGAT?2 urpaer KJIIo4eBYyIO pOJIb B CUHTE3€ JIU-
MUAOB Y TeX pacTeHuit, B coctaBe TAI KoTOphIX mpe-
o6Gnamator HeoobruHbIe 2KK [21, 36, 70]. Hammpuwmep,
DGAT1 sgBnsieTcsi OCHOBHBIM (DEPMEHTOM IS Ha-
KOTIIEHUsSI Macyia B ceMeHax G. max, B coctaBe TAT
KOTOPOU MPUCYTCTBYIOT TOJIbKO 00bIuHbIE KK [83], a
V. fordii siBnsieTcss omHUM W3 TIPUMEPOB TOTO, UTO
DGAT?2 orBeuaet 3a cuaTe3 TAI y Tex BUIOB pacre-
®U3UOJIOTUS PACTEHUN Ne 1
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anii, B coctaBe TAI KOTOpPBIX HPHUCYTCTBYIOT He-
OOBIYHBIE XUPHBIE KUCIOTH. Macno V. fordii, koTo-
poe LIMPOKO UCIIonb3yeTcsa B Kutae Kak ChIpbe O
XUMHUYECKOM 1 (papMalieBTUUECKOM IIPOMBIIIIICHHO-
CTU, a TaKKe B KAaUeCTBE UCTOYHMKA OMOTOIUIMBA, CO-
JepxXuT 10 80% HeHaChIIEHHOMN 3J1e0CTeapUHOBOM
KWCJIOTBI, IIpA 3TOM B IUIOAAX 3TOrO PACTeHMS OTHO-
BpeMeHHO (yHKIMoHupytor DGAT1, DGAT2 n
DGAT3. IIpenmonaraercst, YT0 OCHOBHOIT BKJIaJI B Ha-
KoruieHue macia y V. fordii BHocur mmeHHo DGAT?2,
MOCKOJIbKY BBICOKUII YPOBEHb KCIPECCUU €r0 reHa
KOpPpPEIUPOBAJI C BBICOKUM YPOBHEM HAKOIUICHUS
2JIEOCTEapUHOBOM KMCJIOTHI, B TO BpeMsI KaK YPOBEHb
akcrnpeccuu reHoB VIDGATI n VIDGAT3 ocraBajcs
KoHcTaHTHBIM [37, 71, 84]. CxonHasi B3aMMOCBSI3b
MeXIy yBeanmueHneM aKcrpeccuu reHa DGAT2 u co-
JiepXXaHUeM PULIMHOJEeBOI KMCJIOThI B Macje Oblia
nokasaHa u 'y R. communis [70, 85]. AKTUBHOCTb
DGAT?2 nanpumepe V. fordii u R. communis 1103BOJISI-
€T TOBOPUTH O TOM, UTO JAHHBIN TUTT PepMeHTa 00J1a-
JIaeT CPOACTBOM K OOJBIIIOMY paszHOOOpasuio cyo-
CTpaToB, T. €. clTocoOeH amposaTh JAIl ammmmamm
HeoObrdHBIX 2KK. K 3KCKII03MBHBIM (YHKIIMSIM
DGAT?2 MOXHO OTHECTU aKTUBALIMIO CUHTe3a (hepo-
MOHOB Y Bombyx mori (TyTOBBII1 meakorpsa) [86].
Yacto DGAT?2 o6HapyX1UBaOT Ha MeMOpaHax acco-
LUMPOBAaHHBIX C MUKPOTPYOOYKAMM OJICOCOM, 4TO,
BO3MOXHO, YKa3bIBaeT Ha pPOJIb 3TOro (pepMeHTa B
peMoIeIMpOBaHUU MEMOpaH B IIpoliecce KJIETOUHO-
ro pocta [87].

DKcrepuMeHTalbHbIe HUCCAEeI0BaHUSI TOBOPST B
MONb3y TOTO, 4YTO CyOCTpaTHas CIEHUPUIHOCTh
DGAT 3aBucur ot Buma pacteHus. Tak, y A. thaliana
DGAT1 npucoenunsier mnpeumyinectBeHHo KK c
nnuHHOM Henblo, a DGATI u3 E. guineensis — KK co
cpenHeii nmuHol uenu [82]. Y Jatropha curcas (aTpo-
da kypkac) DGAT1 BBonut B coctaB TAI ipeumyiiie-
CTBEHHO JIMHOJICHOBYIO KMCJIOTY. M aKcIpeccus reHa,
komupyromero DGAT1 J. curcas (JcDGATI), B rerepo-
JJornyHoi cucteme (A. thaliana) ipuBoausia He TOJIb-
KO K YBEJIMYEHMIO COAEPXKaHMS Macjia, HO U U3MEHe-
HUWIO COOTHOIIIEHUST HEHACBIIIEHHBIX XXUPHBIX KUCIIOT,
a UMEHHO: BHE 3aBHCUMOCTU OT MCITOJIb30BAaHHOTO B
KOHCTPYKIIUM IPOMOTOpa (KOHCTUTYTUBHBINA M Ce-
MSI-CIIEIM(PUYIHBINA) OTMEUYaIOCh YBEJIUYCHUE COIEP-
SKaHMST JIMHOJIEBOM M IMHOJICHOBOI KUCIOT Ha 6 1 12%
COOTBETCTBEHHO U CHIZKCHHE YPOBHSI OJICMHOBOI
kucaoTel Ha 20%. OTKiIoHeHMiT B MopdoIoruu ce-
MSTH TIpY 3TOM He Habmoganochk [88].

CieqyeT OTMETHTD, YTO pa3jInuusd B OMOCHHTE3E
3aIlacHBIX JIMIIKUIOB XapaKTepHbI HE TOJILKO IJIsI pa3-
HBIX OPraHU3MOB, HO U IS PAa3HBIX TKAHEW OTHOTO
Buga. Hanpumep, nmokasaHo, 4To y pacTeHUil ypo-
BEHb 3KCIIPECCUM pa3HbIX TeHOoB DGAT u ux u3zo-
¢dopM BapbUpyeT B IIUPOKUX IpelaesiaXx B PasHbIX
TKaHSIX, OpTaHax M Ha pa3HbIX 3Tamnax pa3BUTHS, a
TaKKe B pe3yJibTaTe JCHCTBUS CTPECCOBBIX (haKTOPOB
cpenbl. Ha ocHOBe MMEIOIIUXCST KCIIEPUMEHTATBHBIX
JAHHBIX CJIOKHO KOHCTATUPOBATh CTPOTYIO TKaHe- U
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WS/DGAT

DGAT, DGAT3

DGAT2

DGAT1, DGAT2,
DGATS3, DACT

WS/DGAT, DGATI,
DGAT?2, DGAT3

T WS/DGAT, DGAT3, DGAT?2

DGATI1, DGAT3, WS/DGAT

Puc. 7. Cxema sxcnipeccuu reHoB DGAT B pa3HbIX opra-
Hax pacTeHUIA.

opraHocrneudUIHOCTh WISl Kaxaoro tuna DGAT,
IMOCKOJIBKY 3TO, II0-BUAUMOMY, TaKKe 3aBUCUT OT BU-
Jla pacTeHus. B 11e;10M MOXXHO ¢ onpeaeeHHOI noJieit
YBEPEHHOCTH YTBEPKIAaTh, YTO IT'€HBI, KOIMPYIOIIE
Bce turbl DGAT, (yHKIMOHUPYIOT 1 B T'eHEpaTUB-
HBIX, U B BEreTaTUBHBIX OpraHax pacTteHus (puc. 7).
Tak, nnsa A. hypogaea iokazaHo, 4yto reH AhDGATI-2
DKCIIPECCUPYETCS B KOPHSX, CEMEHAaX M CEMSIIOSIX,
B TO BpeMs Kak B opraHax uBetka —AhDGATI-1 n
AhDGAT3-3 [73]. ¥ G. max 3Kcropeccusi TeHOB
GmDGATI, GmDGAT2 n GmDGAT3 BBIIlIEe B ceMe-
Hax, YeM B JIUCThSIX, B oTanuue ot reHa WS/DGAT,
JIST KOTOPOTO XapaKTePeH BBICOKUII YPOBEHb IKC-
MIPECCHUU B IUCTHSIX (UTO COIACYETCSI C €T0 OCHOBHOM
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¢yHKIIMEl — CHHTE30M BOCKOB) II0 CPaBHEHMIO C Ce-
MeHaMH. MakcuMallbHbI€ YPOBHU 3KCIPECCUM MPE-
nojaraeMbix TeHOB GmDGAT3 xapaKTepHBI IJIsT OKO-
JIOITYYKOBBIX ME30(WIbHBIX KJIETOK, KJIETOK MaJuca-
HOI MapeHXUMBI, MbUIbLIBI, ATUKAJTbHON MEPUCTEMBI,
CEeMEHHOI1 000JI0YKM, OJHO- U TPEXJIENEeCTHBIX JIU-
ctoeB. Y A. thaliana AtDGAT nmeeT BaxkHOE 3HaUYe-
HUE IUISI pa3BUTHS TbUILLLI U ceMsiH. AtDGAT2 mo-
2KET BHOCUTb OCHOBHOM BKJIajd B oOpa3oBaHue TAI B
BereTaTUBHBIX TKaHSIX. BBICOKUIT ypOBEHb 3KCIIpeC-
cun AtDGAT3 otMedeH B KOpHE, MBIIbIE, KaK B MO-
JIONBIX, TAK U B CTapeIOIIYX JUCThIX U KCUjaeme, a
Takke BO BpeMsl IipopactaHust ceMsiH. WS/DGAT
A. thaliana xapakTepeH IS KJIETOK KEHCKUX T'eHe-
paTUBHBIX OPraHOB (JIeMeCTKU, MEeCTUK, ceMsi3adya-
TOK, TUI0n0HOXKA) [53]. V E. guineensis axcripeccust
WS/DGAT Ha BBICOKOM YpOBHE OOHapyXuUBajach B
KJIeTKax SHAOCIepMa, Me30KapIia, IbUIbLIbI, a TAKKe
KopHs [67]. Y O. europaea, omHOM 13 HEMHOTHUX T1J10-
IIOBBIX KYIBTYp, KoTopast HakarummBaeT TAI He Tob-
KO B CEMEHaXx, HO 11 B M€30KapInuu ILUIOI0B, 3a HAKOII-
neHune TAI B ceMeHax OTBETCTBEHEH, ITITaBHBIM 00Opa-
30M, DGAT'I. A B Me30KapIiMu B TeUCHUE TTOCISTHUX
cTaguii co3peBaHus T1oaa, korna TAI Bce ellle CUH-
TE3UPYIOTCS, HAOJI0JaeTCsl ITOBBIIIICHUE SKCIIPECCUU
OeDGAT2 Ha ¢doHe cHuXeHus 3kcrnpeccun Oe-
DGATI [42]. YV E. guineensis OblJ1I0 MOKa3aHO YBEIU-
yeHue skcrnpeccuu reHoB EgDGATI 1, EgDGAT3 1
u EgWS/DGAT 1 B ceMeHax IO CPpaBHEHUIO C ME30-
KaprieM [67]. s 14 BunoB u3 pona Euonymus ObLIO
IMOKa3aHo, YTO Ha CTaIMU 3PEJIOro Iioa CeMeHa Co-
nepxat okosio 5% TAT, a Ha momo AcJAT npuxo-
IUTCs 10 95% 3anacHBIX JIMITMAOB, B TO BpeMsI KakK B
apwulycax HaOdogaeTcsi odOpaTHOE COOTHOILIEHUE
MEXAy 3TUMHU MOJeKylasapHbiMUA Buaamu TAID [15,
89], 3To, ITO-BUIMMOMY, CBUIETEIBCTBYET O TOM, YTO
B pa3HBIX YacTsax miaona Fuonymus 3a HakoILUIEHUE
pa3HbIX TUIIOB 3allaCHBIX JIMIIMAOB OTBEYaloT (ep-
MeHTHI pas3Hbix TUIoB DGAT. CienyeTr OoTMETUTb,
YTO B LIEJIOM U3MEHEHME YPOBHS 3KCIIPECCUU TCHOB,
Koaupymolux pasHbie TuIbl DGAT, B mpoliecce oH-
TOreHe3a KoppeJupyeT B MEPBYIO oyepeab ¢ HAKOII-
JeHueM Tex win uHbIX TAI' B cocTaBe 3amacHBIX JIU-
nuaoB. Tak, HanpuMmep, y A. hypogaea ypoBeHb 3KC-
npeccun AhDGATI-1 moBbIIaeTCSI B IMpolecce
¢opMUpOBaHUS CEMSIH U IOCTUTaeT MaKCMMyMa Ha
KOHEUHBIX cTaausx pa3Butus [73]. OmHako B uccie-
JIOBaHUM, IPOBEIeHHOM Ha R. communis, OOHapYKU -
Jlach COBEpPIIIEHHO MHAasl TEHACHIIMS, a8 UMEHHO: KO-
raa ypoBeHb 3kcripeccunt DGATI R. communis ocTH-
ral Makcumyma (mexnmy 19 m 26 gHAMHU Tocie
OITbUICHUSI), COOTBETCTBYIOLINI (pEPMEHT BBISIBISIICS
ToNbKO Ha 47—54 nenb mocie onbiieHus: [90]. Tor
¢akT, 4TO HAKOIUICHME TPAHCKPUIITA 3HAYUTEIHLHO
orepexaeT TpaHCIISILMIo (bepMeHTa yKa3bIBaeT Ha TO,
4yTo (pyHKuMoHnupoBaHue reHa ReDGAT I perynupyercs
Ha MOCT-TPAaHCKPUITIIMOHHOM ypoBHE. Y A. thaliana, y
KOTOPOTO BBISIBJIICHBI 9eThIpe ThITa DGAT, B KJIeTKax 3a-

porplilia U dHAOCIEpMa He Oblia OOHapyXXeHa 2KC-
nipeccusi reHoB AtDGAT3 u WS/DGAT [42].

Kak ormedeHO Bbllle, ypOBEHb 3KCIIPECCUN Pa3-
HbIX TeHOB DGAT MoXeT BapbUpOBaTh B pe3yjabTaTe
NeicTBUS cTpeccoBbiX (hakTOpoB cpenabl. Hanmpumep,
romonioru reHa DGATZ2 y Candida tropicalis moryt
OBITb OTBETCTBEHHBI 32 MTOBBIIIIEHUE HAKOTUIEHUS 3a-
nacHeix TAI B ycioBusix Hemocrarka azora [91].
Cpenm pacTeHUWii OBIJTO OOHAPYXKXEHO, UTO IKCIIpPEeC-
cust DGAT I xoppelupyeT ¢ TOJIEPaHTHOCTBIO K XOJI0-
oy 'y ntuHuii B. stricta [92].

HMccnenoBaHust mo 3KCIpecCUu AOTOJTHUTEIbHOMN
konuu reHoB DGAT, BHIIIOTHEHHBIE HA HACEKOMBIX,
MJIEKOTIMTAIOLUX, KJIETKaX APOXKE, BOOOPOCE 1
pacTeHUsIX, MoKa3aju, YTO YPOBEHb DKCIIPECCUU pa3-
JMIHBIX DGAT y XKMBBIX OPraHU3MOB BJIUSIET HA Ha-
komieHue u coctaB TAI. Hampumep, skcnipeccus re-
Ha DGAT1u3 A. thaliana B Tabake 1 KJIeTKaX APOXKE
JIOCTOBEepHO yBenmumnBaia comgepxanue TAI y TpaHc-
¢opmanToB [93]. I'eusl DGAT1 A. thaliana (AtDGATI)
u B. napus (BnDGATI) sxcnpeccupoBajy Mod KOH-
TpoJjieM CeMsI-CIeIu(pUIHOTO IIPOMOTOpPA B CeMe-
Hax TpaHCTe€HHBIX pacTeHul B. napus. I1pu aToM rex
AtDGAT1 skcnpeccupoBaiu B pacTeHUsIX B. napus
copta Quantum, a reH BnDGAT1 — B n1BOIiHOI1 TaII-
nounHout nuHum DHI12075 B. napus. O6e nuHUU
TpaHC(POPMAHTOB pacTeHUil MPOIEMOHCTPUPOBAIU
MOBBIIIICHUE CoAepKaHWst Maciia oT 2.5 mo 7% ort
MAacChl CyXOro 3epHa, KaK B BEreTallMOHHOM OITBITE,
TaK M B IIOJIEBBIX MCHBITAaHUSIX [94]. DKcrpeccus
CUHTETUUYECKON TociienoBaTeabHOCTU reHa FaDAcT
oA KOHTPOJIEM CeMSI-CIIEM(UIHOTO IIPOMOTOpa B
A. thaliana tipuBella K YBEJIWYEHUIO COACPKAHUS
AcJAT, xotopsie cocraBuiau 40% oT 0o6ILIET0 KO-
yectBa TAI BMacie ceMsH A. thaliana [15]. Oxcnipec-
cUs OOIIOIHUTENBHOM KoK reHa PtDGAT2 B Bono-
pociu Phaeodactylum tricornufum CTAMYyIHMpOBaja
oOpa3oBaHue OOJIBIIEr0 KOJMYECTBA OJIEOCOM U I10-
BBIIIAJIa CoAepKaHWe HeUTpaibHBIX JIMIIUMIOB Ha
35%. Anamms coctaBa 2KK mpu 5ToM TTOKa3aj1 3HaUM -
TEJIbHOE YyBEJIMYECHHUE MOJM IIOJIMHEHACHIIIIEHHBIX
KK [95]. BDkcnipeccust reHa DGATZ2 3 MUKPOBOIO-
pociu Chlamydomonas reinhardtii B A. thaliana yBe-
mrauBaia yposeHb TAI, comepxkammx KK ¢ odeHb
ImHHOM 1Herbio (C24:0), B mucTbsax [96]. Takum 06-
pa3oM, MHOTOYMCJIEHHBIC 9KCIIepUMEHTaIbLHEIC TaH-
HBIE€ TTOATBEPXKIAIOT, YTO YPOBEHb 3KCIIPECCUU pa3-
JIMYHBIX DGAT y KUBBIX OPraHU3MOB BJIUSIET HA Ha-
KorreHue u coctaB TAI. CienyeT Nom4epKHYTh, YTO
a¢ddeKTUBHAS SKCIPECCUS JOTTOJTHUTEIbHOM KOTIMH
reHa DGAT y celbCKOXO3SIHCTBEHHBIX KYJbTYp OT-
KpbIBaeT BO3MOXHOCTD JIJISI IPOU3BOACTBA Macesl C
U3MEHEHHBIMU CBOMCTBAaMU U T€M CaMbIM CIOCO0-
CTBYET YIOBJICTBOPEHUIO TTOTPEOHOCTEN pa3IUYHBIX
oTpacJiieii TpOMBIIIIJICHHOCTU. YIIpaBiIeHUE YPOBHEM
9KCIHPECCUM TE€HOB KIIIOUEBBIX (HhepMEHTOB IIyTHU
KeHHenau Ha cerogHsIIIIHUI AEHD SIBJIsIETCSI HauboJiee
YCHEUIHOM cTpaTeTueil mo MoaudUKaIuKU KOJIMde-
CTBEHHOTO 1 Ka4eCTBEHHOTO COCTaBa 3alacHBIX JI1-
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nunoB y B. napus, A. thaliana n Nicotiana tabacum
(Tabak OOBIKHOBEHHBIM).

SAKJIIOYEHHME

Jlunuael 1 Macia, mojiydyaeMble U3 paCTeHUI, SIBJISI-
FOTCSI OCHOBHBIM MCTOYHMKOM XXWPHBIX KMCJIOT B pallyi-
OHE YeJI0BeKa 1 COCTABJISIOT OOJIBIIIYIO YaCTh €XKETHEB-
HO TMOTPeOIsIEMOro Kajopaxa, a Takxke MCTOYHUKOM
XMMMWYECKOTO CHIPbhsI IS pa3IMYHBIX OTpacjeil mpo-
MBIIIJIEHHOCTHY M OCHOBOI UISI MOJY4Y€HMST BBICOKO-
BHEPTreTUYECKUX OMONMpoayKToB. PyHIaMeHTaIbHbIC
WCCJIEIOBAaHUSI B OTHOILIIEHUM MEXaHU3MOB PEryJisi-
LY JIMIIMIHOTO OOMeHa pPacTeHMi B COYETAHUM C
JMOCTUXKEHUSIMU B OOJIAaCTU CUHTETUYECKOU OMOJIO0-
TMY OeJIal0T BO3MOXHBIM MOZEIMPOBAaHME Kade-
CTBEHHOTO U KOJIMYECTBEHHOIO COCTaBa JIMIIUIOB
pacTeHuii, T. €. o0ecreynBaTh BO3BMOXHOCTb CUHTE3a
JIMIINIOB C XeJlaTeJIbHBIMU OMOJIOTMYeCKUMU, (PU3U-
YeCKMMH W XMMWYECKMMHU CBoMcTBamMHu. WM XOTsa
omnpeAeeHHbIE YCIeX B 3TOM HaMpaBJICHUM YXkKe
cIeJIaHbl, TOIIOJHUTEIbHbIC (DyHIaMEHTAJIbHbIE MC-
clielloBaHUS BCe Xe TPeOyIOT 1LIEIOCTHOTO IIOAX0/a,
MOCKOJIbKY MHOTHME BOIIPOCHI METaboJIM3Ma JIUTUIOB,
TaKue KaK CJIOXXHOCTb allJIbHOTO O0OMEHa ¥ PEMOIEI-
pOBaHME JIUIKIOB, XapaKTePUCTHUKA OPTOJOTMYIHBIX
¢depMEHTOB 1151 MOIU(PUKALIAY JIMTTUAOB, JOCTYITHOCTh
¥ JIOKAJIM3alysl MHOXECTBEHHBIX IIYJIOB JIMITMIHBIX
CcyOCTpaTOB B CyOKJIETOUHBIX KOMIIApTMEHTAX U Tiepe-
MeIlIeHUEe 3TUX JUITMIHBIX COCTaBJISIOIINX MEXIY Op-
raHe/ulaMM OCTalOTCsI Majio U3ydyeHHbIMU. M meHTudu-
Kallysi TeHOB, KOAUPYIOLIUX (hepMEHTHI JTUIUIHOIO
MmeTadonusMa, B yacTHOocTU, DGAT, moHMMaHue ux
SBOJIIOIIMOHHOM UCTOPUHU Y Pa3HBIX BUAOB pacTeHUM
MPEICTABISIOT COOOM BaKHBIM IIAr it ITOJTHOTO
3HaHus noteHuuaaa DGAT B MmeTabouyecKoil UH-
XKEHEpUHU JINIIMIO0B, B YACTHOCTU, ¥ OMOTEXHOJIOTUU
pacteHmit, B 1eaoMm. Xotst reHbl DGATI, DGAT?2,
DGAT3, WS/DGAT n DAcT xonupyoT (hEepMEeHTHI,
KOTOPBIC BEIIOJIHSIIOT 001IIyI0 (DYHKIINIO B 00pa3oBa-
aun TAI, oHM MOTYT MMETh pas3HSIIINeCsS KapTUHBI
9KCIIPECCUU Y Pa3HbIX BUIOB pacTeHUl, a TaKxKe B
pa3HBIX OpraHax 1 TKaHSX Y OMHOIO 1 TOTO Xe BUIA.
Jo cux mop Majao U3BECTHO O MeXaHU3MaX ACMCTBUS
DGAT B cunte3e TAI HeoObIuHOTO cocTaBa. Cylle-
CTBYIOT IIPOOJIEMBI U B IIOHUMAaHMWU SBOJIIOLIUH pac-
TuTenbHbIX DGAT, ITOCKONBKY KpaitHe HeIOCTaTOU-
HO JAaHHBIX O ITOCJIEAOBATEILHOCTSIX reHOB DGATI,
DGAT2, DGAT3, WS/DGAT n DAcT ninst GOJbIINH-
CTBa BUIOB pacTeHU (B TOM YMCJIEe HE MACIAMYHBIX),
MPOUCXOXKICHUM KaXKIOTO TUIIA TEHOB B OTIASIIBHOCTU 1
B3aMMOOTHOIIICHUM SBOIIOLMOHHBIX ITyTeii BCEX TUIIOB
DGAT B uenom. g npeonoyieHusl HeaocTaTka 3Ha-
HUIi 0 META0OIM3ME PACTUTEIBHBIX JTUTIMIOB TpeOyeTcsI
WCIIOJIb30BaTh KOMIUIEKCHBIN ITOOXOI, BKJTIOYAIOIIMIA
COBpPEMEHHbIE OMOXMMUYECKUE, MOJCKYISIPHbIE U
OrouHdopMaThudecKue MeTonbl uccienoBaHusi. Ho-
BbI€ aKIIEHTHI B XapaKTEPUCTUKE TOHKOIO MeXaHM3Ma
JIMITMIHOTO OOMEHA Y paCTeHUI, a TAKKe IIPUMEHEHNE
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VIIYYIIEHHBIX TEXHOJIOTUM pemaKTUPOBAHUS TEHO-
MOB M T€HOB B OyIyIlleM MO3BOJISIT UCCIIeIOBATEIISIM
KOHTPOJVPOBATh M IIeJCHAIIPABICHHO YIPaBIIsITh
MeTabOoJIM3MOM JIUTIUIOB ¥ PAaCTeHWH, M 3TU 3HAHUS
Y TEXHOJIOTUM CIEIal0T BO3MOXHBIM I1OJTy4aTh pac-
THTEJbHBIE Macjla CO CTPOTrO 3aJaHHBIMU (HPU3NKO-
XUMHYIECKIMU CBOMCTBaMU.

Pa6ora BeImosiHeHa B paMKaxX Hay4YHOTO ITPOeKTa,
npu GUHAHCOBOI Tmommepxke roc3aganus 0106-
2019-0002 u nmpu nomuepxke Poccuiickoro HayYHoTO
¢doHIa B paMKax peanmsanuu npoekra 17-74-10127
“Ocob6eHHOCTH (PYyHKIIMOHUPOBAHUS PACTUTEIbHBIX
sn-1,2-muanun-3-aumi-TpaHcdepas ¢  pasIMyHOMN
cyOcTpaTHO crieMn(pUIHOCTRIO”.

ABTOpBI 3asIBIISTIOT 00 OTCYTCTBMM KOH(MIMKTA
nHTepecoB. HacTosas craTbs He COOepPXXUT KaKnX-
6O UCCIIeTOBAHUI C yJacTUEM JIIOACH U JKUBOTHBIX
B KaueCTBEe OOBEKTOB MCCICIOBAHUS.
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B HacTtosiee Bpemst Hanbosiee GICTPBIM U 3(PHEKTUBHBIM METOIOM MOJIYYSHUS pACTEHUH C KeJlaeMbIMU
npusHakamu sipisieTcs reHoMHoe penaktupoBanue CRISPR/Cas. OcHoBHOE ero oTyindye OT TpaJaulIuOH-
HOI1 TeHHOI MHXXEHEePUY COCTOUT B TOM, UTO peAaKTUPOBAaHUE ITPOU3BOIUTCS B 3apaHee U3BECTHOM MeECTe
reHoMa. [To3ToMy NOMHUMO MPUKJIATHOTO TPUMEHEHMsI, TEHOMHOE peJaKTHPOBaHKe BCe Yallle UCITOb3Yy-
10T B (hyHAAMEHTAIBHBIX UCCIETOBAaHMAX (DYHKIINIM COOCTBEHHBIX TeHOB pacTeHUil. OTHAKO TEXHOJIOTHS
CRISPR/Cas no cux rop usydyaercs B 00JIbIIICii CTENIEHN HEe Ha PaCTeHUsIX, a HA 0aKTepUaTbHBIX U SKUBOT -
HBIX 0OBbekTax. TeM He MeHee, CYIIECTBYIOT IMPOCThIe B MPUMEHEHUN CUCTEMBI BEKTOPOB, COIepXKaIlne
IIUPOKUIT ACCOPTUMEHT DJIEMEHTOB TSI peAaKTUPOBAHUS FTeHOMAa PACTEHUIA, a TAKXKe PETYJISILINU DKCIPEC-
CHM 1IeJIeBBIX TeHOB. OT MCCIenoBaTes TpeOyeTCsl TOJBKO BHIOPATh IMOAXOISIIYIO €My CUCTEMY U aIaIlTH -
pOBaTh ee Mo CBOM 0OBEKT U IeJTh IKCTIeprMeHTa. B mTaHHOI cTaThe MpeacTaBIeH MToApOOHBINH 0630p BO3-
MOHOCTEH, KOTOpBIE TTPEIOCTABISIOT TOCTYITHBIC HA CETOMHSIIITHUI IeHb CUCTEMBI 711 T HOMHOTO pefaak-
TUPOBaHUsI paCTEHMUIA.

KiroueBble cioBa: reHomHoe penaktupoBanue, CRISPR, Cas9, Cas12a, Cas12b, Csy4, Ec1.2, reMuHUBUpY-

Chl, HOKAyT, HOKUH
DOI: 10.31857/S0015330322010134

BBEJEHUWE

PenakTupoBaHue reHOMa 3aKJII0YASTCS B MCITOb-
30BaHUM CaWT-CIIeHM(UUIECKNX SHIOHYKJIea3, pac-
MO3HAIIINX 3aJaHHbII UCCIIeIOBATEISIMA y4acTOK
JAHK. IMTpuponHbie HyKI€a3bl OCYIIECTBISIIOT B 9TOM
MeECTe pa3phiB (“MOJIEKYJISIpHBIE HOKHUIIBI ). XOTS B
IIIMPOKOM CMBbICJIE B T€HOMHOM pedaKTUPOBaHUU
MOTYT MCHOJIb30BaThCsI TakKKe MeTraHyKJiea3bl, 3(-
¢deKkTOopHBIE HyKJIea3bl, IIOJOOHBIE aKTUBaTOpaM
tpanckpurunu (TALEN), 1 Hykaea3sl TUTIA “IIMHKO-
BoIX najnblieB” (ZFN) [1-3], umenHo CRISPR/Cas
SIBJISIETCS HanOoJiee MPOCTOil, CTPEMUTEIHLHO Pa3BU-
BaroIIeicsd 1 IIMPOKO MPpUMEHsIeMOo TexHoorueii. 1
ceiiyac, roBops 0 TCHOMHOM peIaKTUPOBAaHUU, Yallle
Bcero nompasymeBaioT cucremy CRISPR/Cas. Ilo-
muMo 3Toro, B CRISPR nBynenoudeuHbIii pa3phiB
CITOCOOHA OCYIIECTB/IATh SAMHCTBEHHAs HyKJeasa,
pacnio3Halomas onHy rugoByto PHK, Torma kak B me-
tonax ZFN 1 TALEN TpeOyioTcst 1Be HyKJIeas3hbl.

Xots meton CRISPR/Cas 1 MoxXxeT mpuBOaUTh K
HelleJIeBbIM MyTallvsIM, U151 pacTeHU I TaKast TpooJie-
Ma He SIBJISIeTCS KPUTUIHOM, ¥ TTO3TOMY MMEHHO 3Ta
TEXHOJIOTHS IUISI PACTUTEILHBIX OOBEKTOB 00JIamaeT

38

HaMOOIBIITM MOTEHIINAIOM TTPAKTUIECKOTO IIPUMe-
HeHus. Cosl, pbIKUK TTOCEBHOM, pa3IMYHbIC Ta30H-
HBIE TPABHI C OTPEIAKTUPOBAHHBIM T€HOMOM YK€ BBI-
IIUTA Ha pHIHOK [4]. BHeapeHue reHHOI Tepanuu, a
TaKXe CeJIbCKOXO3SIMCTBEHHBIX >KMBOTHBIX, IIOJY-
yeHHBIX ¢ momombio CRISPR/Cas, no cux mop He
COCTOSJIOCh, HECMOTPSI Ha TO, YTO MCCIEOOBAaHUS B
9TOi1 061aCTH BeayTCsl ropa3no 0oJjiee MUHTEHCUBHO.

IlepBeie ctathu ¢ ynomuHanueM CRISPR patu-
pytotcs 2002 . [5], u Ha JaHHBIIX MOMEHT MX HACUYM-
ThIBaeTcs 6oJiee 22 Thic. OmqHAKO MepBhIe COOOIICHMS
0 TEHOMHOM pEAaKTUPOBAaHUM PACTEHUII C MCIOJIb-
30BaHMEM 3TOM TEXHOJIOTUMM IIOSIBUJINCH TOJIBKO B
2013 r. [6—8]. Ha nauayo 2021 r. cTareii mo pacTu-
TeabHOII TemaTuke B 0aze PubMed meHee 3 ThIC.
(puc. 1).

B sr10ii chepe paboTaroT HEKOTOpbIE HaydHbBIC
KOJIJIEKTHBBI, 3aMHTEPECOBAHHbBIC B OOJIBIIICI CTeTIe-
HU B CO3IaHUU pabOTOCIIOCOOHBIX T€HHO-UHXKEHEP-
HBIX KOHCTPYKIIMI, KOTOPEIE MOXHO amaIllTUPpOBaTh
o1, pa3HbIe 3a1a4M, HEXKEJIM BO BCECTOPOHHEM HC-
cJIeIOBAaHUM PaCTeHUI1, TeHOM KOTOPHIX yIaJI0Ch OT-
penaktupoBaTh. K coxameHuio, co3gaHHbBII MU 00-
LIUPHBII MTHCTPYMEHTAPUI AJ151 TEHOMHOTO PEIAKTHU -
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pOBaHMSI OCTaeTcs IO OOJIbIIE JyacTu BHE (poKyca
BHUMaHUS (U3NOJIOTOB pACTCHUIA, XOTSI OH U UMEET-
¢ B OTKPBITOM JOCTYTIE B BHIIE Pa3HOOOPA3HbBIX CH-
CTEM TaK Ha3bIBaeMBIX “IIYCTBIX” WM “XOJIOCTHIX”
BeKTOpOB. 11 0OMeHa MOIeKyISIpHO-0MOJIOrMYeCKI-
MM pa3paboTKaMU B HAYYHOM COOOIIECTBE CYIIIECTBY-
FOT CIIeITaTIbHEIE PEITO3uTOpUH. KpyImHeHImmM 13 Hux
apnsiercst Addgene (https://www.addgene.org/). U3-
BECTHBI Takxke Takue 0a3pl Kak Kerafast (https://
www.kerafast.com/) m Arabidopsis Biological Re-
source Center (ABRC) (https://abrc.osu.edu/).

De novo co3gaHue TeHHO-UHXEHEPHBIX KOH-
CTPYKIIMI TpeOyeT BpeMeHH, OOJIbIIOr0 KOJIMYEeCTBA
crieunprIeCKNX peaKTUBOB 1 000PYIOBaHMS, a TaK-
e MPOBEPKU PadOTOCITIOCOOHOCTH Ha MOIECIBbHBIX
o0bekTax. I1oaTOMYy MCHOIB30BaHME TOTOBBIX, YK€
MPOBEPEHHBIX CHCTEM MO3BOIIIO Obl MHTEHCU(DU-
LIMPOBATh UCCJIETOBaHMS PACTCHUM C pelaKTUPOBaH-
HBIM T€HOMOM M COKPAaTUTh BpeMS UX IOJy4eHUSI.
Metomom CRISPR/Cas MOXXHO 1OOUTHCS KaK pa3py-
IIEHUS TeHa ¢ TIOJTHOM moTepei PyHKIUiA, TaK U TO-
YEeUHbIX MyTallMii, a TAK;Ke M3MEHEHUST YPOBHS DKC-
npeccun 0e3 BHECEHMSI U3MEHEHUI B HYKJIEOTUITHYIO
MOCJeIOBATEAbHOCTh TeHa. DTO JaeT YHUKaJIbHbIC
BO3MOXHOCTH IO MCCJIEHOBaHMIO (PYHKIIMII T€HOB
pacTeHuii, TeHOM KOTOPBIX OBLI CEKBEHHMPOBaH, HO
He aHHOTMPOBAaH ITOJIHOCTBIO, U 10 BBISIBJICHUIO TE€HOB,
OTBETCTBEHHBIX 3a XO3SCTBEHHO-1LICHHBIC TTPU3HAKU.
M xoTs B mociieqHre oAbl ITOSIBUIOCH MHOXKECTBO 00-
30pOB, OOBSICHSIIOLIMX CYTh METOIOB T€HOMHOIO pe-
nakTupoBaHus [1, 9—13], a Takke 3KCNIEpUMEHTATb-
HBIX CTaTeM, IIe TeHeTUYeCKe KOHCTPYKIIUY CO3/1a-
BaJIMCh aBTOpaMu de novo |6, 14—20], nundopmarius o
HapaOOTaHHOM 3a 3TO BpeMsI OOCTYIHOM WHCTPY-
MEHTapUU UISI TEHOMHOTO peIakKTUPOBAaHMsS pacTe-
HUI 10 cuX ITop He OblIa 0b6obIeHa. Takke 3a 110-
cJie[IHUE TOAbI OBbLIO MPENTOKEHO MHOXKECTBO HOBBIX
CITIOCOOOB MOBHIIICHUST 3((PEKTUBHOCT TEHOMHOTIO
peIakTUpOBaHUS PACTEHUIA.

Lens 0630pa — 060011IEHNE U aHAJIN3 UH(OpMa-
LIUU O JOCTYITHOM MHCTPYMEHTAPUU i1 TEHOMHOTO
pEeIaKTUPOBAaHUSI PACTEHUII M €ro OCHOBHBIX 3JIE-
MEHTaXx, a Takxke 00 3(pHEeKTUBHOCTU 1 MEePCIEeKTU -
Bax MCMOJb30BaHUSI KaXIOTO U3 3TUX BJIEMEHTOB B
pacteHusIX. OH MOXKeT OBITh MOJIe3€H IS IIIMPOKOTO
Kpyra OMOJI0TOB, 3aHMMAIOIIMXCS (PYHKIIMOHAJIHLHOMN
TEHOMUKOM, MOJEKYISIPHOW M KjilacCcU4yecKoit u-
3UOJIOTUEN PACTEHUH.

1. 8JIEMEHTDBI CRISPR/Cas CUCTEMBbI

Munumanbhbiii apceHan mist CRISPR-texHomo-
TMU TE€HOMHOTO PEJAKTUPOBaHUS — 3TO HyKJjeasa
Cas, 1ubo ee MoguduKaums, a Takxke rugonast PHK,
B COCTaBe KOTOpOIl HaxomauTcsl HeBapuabesibHas
yacTh (Kapkac, scaffold) u creiicep, KommiemMeHTap-
HBI LIeJIEBOMY y4acTKy reHoMa (mmpoTocIieiicepy) [3,
13]. B 3aBucMMOCTH OT KJIacca pacTeHUI UCIIOIb3Y-
IOTCSI TPOMOTOPBI TSI OAHOIOAbHBIX JIMOO JBYIOJb-
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Puc. 1. [Joms crarteii o pacTeHUsIX (BblIeeHa OIbIM 1IBe-
ToM) cpenm crareir mo tematuke CRISPR/Cas B 2002—
2021 rr., coracHO cTaTUCTUYEeCKUM AaHHbIM PubMed.

HBbIX, a MOCJIeA0BaTEIbHOCTh T'eHa HYKJiea3bl MOXET
OBbITh ONTUMU3UPOBAHA 10 KOJIOHHOMY COCTaBY B 3aBU-
CUMOCTU OT 00beKTa. [eHHO-MHXEeHEPHbIE KOHCTPYK-
LIMU MOTYT BKJIIOUYATh U APYTve BaKHbIE 3JIEMEHTbI —
CEJIEKTUBHbBIE T€Hbl, aKTUBATOPBI U PENPECCOPHI, YCU-
Jutenn 3PGEKTUBHOCTU U CHeUU(UIHOCTU, TOHOP-
Hyto IHK. B yacTHOCTH, NIpEemTOsKeHO MHOXECTBO Ba-
PUAHTOB pEIIeHUs] BOIpoca JOCTAaBKA HE OIHOM, a
MmHoxecTBa TuaoBbIX PHK B pactenne. Bo MHOrux cu-
CcTeMax MpelcTaBlieHbl JeakTuBUpoBaHHbIe Cas9
(dCas9), coenmHeHHbIE C pa3HOOOpa3HbBIMU 2P heK-
TOpaMU i1 aKTUBALIMM JIUOO PENPECCUU TPAHCKPUII-
1IMU B 33JaHHOM MecTe 6e3 00pa3oBaHusi pa3pbiBoB. O0
3(GEKTUBHOCT HEKOTOPBIX HTOIOJHUTEIBHBIX 3JJI€-
MEHTOB (TaKuXx Kak 3k30Hykiea3a TREX2) nmpu reHoMm-
HOM pedaKTUPOBaHUM PACTEHU Moka Majio uHGopMa-
LIMU, TOLAA KaK 0 IPYIUM (K IPUMEPY, aKTUBATOPaM
skcrnpeccun VP64 n VPR) HakommIoch JOCTaTOYHO
MHOTO 3KCNEPUMEHTAIbHBIX JaHHbIX. Eciu mist Ho-
KayTa pacTUTEJbHBIX F'€HOB B CBOOOJHOM [OCTYIE
WMEETCST HECKOJIBKO CUCTEM BEKTOPOB, TO OCYIIIECTB-
JIsITh HOKMH (Knock-in, BCTaBKY B T€HOM pacTeHUS
noHopHoit [IHK) mo3BossieT 1moka 4to TOJbKO OJHA
(Tabs. 1). B 1ie1oM, BBIOOp KOHKPETHBIX BEKTOPOB
IUTSI peleHUs1 COOCTBEHHBIX MPUKJIAIHbBIX 3a1a4 Tpe-
OyeT IyOOKOro MOHMMAaHMS Ha3zHauyeHUsI 1 3ddek-
TUBHOCTU KaXXIIOTO U3 UX JIEMEHTOB.

Cas-HyKaea3vl

IToka3aHo, YTO reHOMHOE peIaKTUPOBaHUE B pac-
TEHUSIX MOXXHO OCYIIECTBISATh Pa3IUYHBIMU TUTIAMU
Cas-nykJirea3. OIHUM U3 BaXKHEMIIMX UX Pa3IudMid,
00yCaBIMBaOIIMX HEOOXOAMMOCTh TaKOIO pa3HO-
oOpasusl, sIBJsIeTCsl paclo3HaBaeMblii MU y4acTOK
PAM (Protospacer Adjacent Motif — MOTUB, cMeEX-
HBI ¢ mporocneiicepoM). Eciu mpotocneiicep He



o

MUXAWMJIOBA u np.

40

[1Z] 0z0T “"TB 10 UYyeH

[zzl 0zoT “1e 10 SuI

[¥8] L10T T8 39 UOpIO

[€2] L10T “Te 10 Sue],

[€¥] L10T “'Te 10 Jopmo]

[6%] L10T “Te 32 uSYD

[9%] LI0T “Te 10 yewraD

[zy] 910T 1819 Te[IA-zonbzep

[8S] 10T “Te 19 91X

[1¥] S10T T2 12 10pmo]

[28] STOT ‘TR 10 BN

[18] ¥10T “"18 30 Surx

+ |+ | +
+ +
+
+ +
+ |+ | +
+ | +
+ |+ | +
+ |+ | +
+ +
+ |+ | +
+ |+ | + + | + - +
jan ~ =] = Q )= | o ) = WV ) Q Q Q 2 1= Q = o) a )
Slz |5 |8 |c | |5 |8 |8 Slzle|2|2(9|82|2|8]2|¢
g o | 3 T =| = 3 S = = S @, 5 S 7 7 © S 3 N =
= X a @ I ° = = 2 = @ 5 IN y & =
= | S |2 |2 |2 | & 2 |8 w | =
& = Z 5 [ = = G = £
Z o o T = S = @ = z
E g |z | & S | = =l z | =
= o | £ | 8 = >
2 5
g
a
HIDIO
H 1dol
IILHOWALE€ “owod]] ooeIry] seD SIHJ Bedgoru |
QIHALLUHIOLIOY]

WaLouod 19doray

ULOOHXOWEOT UNU JIWIBIrdeLO0OTddI M YrHILoed BUHRdOdNINEIod OJOHWOHAI B IINOLOMD JIIHIALION 19dOLOMOH *| BIHMIQR],

2022

o 1

TOM 69

DOU3NOJIOTUA PACTEHUN



JIOCTYTIHBI1 APCEHAJI CUCTEM CRISPR/CAS 41

COCeICTBYeT ¢ yyacTkoM PAM, crientmdmIHBIM IS
JIaHHOM HYyKJIeas3hl, TO OHA He CpaboTaeT.

Hyxkneaza Cas9 — camasi u3BecTHasi U pacIlipo-
CTpaHeHHas] B T€HOMHOM peIaKTUpPOBaHWU, ObLIa
BIIEpBbIE TT03aMMCTBOBaHa y GakTepuu Streptococcus
pyogenes (SpCas9). ¥ HykJeasbl TaHHOW OakTepuu
PAM npencraBisieT co0oil  TOCIen0BaTEIbHOCTD
HykieotunoB 5'-NGG, Torma Kak y Staphylococcus
aureus 310 5'-NNGRRT, a 'y Streptococcus thermophi-
lus — 5'-NNRGAA [21]. 1151 0O6pa3oBaHUsI KOMIIIECK-
ca ¢ Cas9 tpebyrorcsa kpPHK (crispr RNA — okoJso
30 aykireotnnoB, 20 U3 KOTOPBIX MPEICTABIISIOT CO-
Ooii crieiicep, onpenensiolnii TapreTUpOBaHUE) U
tpakpPHK (trans-activated CRISPR RNA — oxkono
70 KOHCepBaTUBHBIX HYKJICOTHUIIOB Ha 3’ -KOHIIE), KO-
TOpble OOBIYHO 00benrHeHBI B oMHY SgRNA. JlaHHast
HyKJieaza o0pas3yeT NIBylLIeIOUeUHble pa3pbiBbl C TY-
MbIMU KOHIIAMU, & TaKXKe MOXET 0Opa30BbIBATh HE-
oousbliue geneuuu (1—3 m. H.) [22].

IMo3xe ObuTa oTKpbiTa HyKiIea3a Casl2a (Cpfl),
KOTOpasi oKazajaach 00jiee MoAXonsiieid 111 MHOXe-
CTBEHHOTI'O TapreTUPOBaHUSI, a TAaKXe JIJIsI paCTeHUI,
oorarbix AT-yyactkamu. OHa oGpa3yeT 0oJiee JIUH-
HbIe aejeuun pasMepoM 6—13 1. H. [23]. B oTiuune
ot Cas9, PAM nys 3T0i1 HyKJIea3bl UMeeT MOoCJIe0Ba -
tesbHOCTD 5'-TTTN u HaxoaUTCS Mepea MPOTOCHEk -
cepoM, a He nociie Hero. Hykneasa Francisella novici-
da (FnCpfl) pacnio3naer emie 6o1ee Kopotkuiit PAM
5'-TTN [24]. dnsa ¢dopMUpoBaHYsI aKTUBHOTO KOMITJIEK-
ca ¢ Casl2a mocratouno Tombko KpPHK [16, 23, 25].
JBylLienovyeyHblid pa3pbiB e MPOUCXOIUT Jablle OT
npotocrieiicepa (B 13—23 11. H.), U OCTaBJISICT JIUIIKIE
KOHIIbI, YTO ITO3BOJIsIET Oojiee 3(h(PEKTUBHO IIPOBO-
IWTb HOKUH [26, 27]. IlommMmo »3TOro, Hykjeasa
Casl2a nomyckaet MeHbIIe HelleJIeBbIX MyTauuii [24].

Cas12b (C2c1) — MmeHbIIIas 110 pa3Mepy HyKJjeasa,
yem npeapinyine. Kak u Casl2a, oHa mpeamnoyuTaer
T-6orateie PAM (5'-TTTN unm 5'-TTN) u co3maer
JIMTIKME KOHIIbI B MECTE IBYLIENIOUYEYHOTO pa3pbiBa U
0osee KpyrnHble neneuuu, yem Cas9 (4—14 m. H.) B
mpoMexXyTKe oT 12 no 24 HykiaeoTumoB 1ocie PAM.
Cas12b obecrieuynBaeT BHICOKYIO CIIELIU(PUIHOCTD T'e-
HOMHOIO pPEIaKTUPOBaHUSI, MOCKOJIbKY YYBCTBU-
TeJibHA K 3aMeHe Jlake OJJHOTO HYKJIeOTHIa B TocJie-
JnoBaTeabHOCTU TpoTocneiicepa. Kak u miaa Cas9,
IUTST paboOThI 3TOU HyKJeashl TpedyeTcsd Kak KpPHK,
tak u TpakpPHK. Casl2b Alicyclobacillus acidiphilus
(AaCasl2b) Obuta HamboJjiee 3ddhexTuBHA IST Te-
HOMHOTO peIakTUPOBaHMUSI puUca IO CPaBHEHUIO C
aHaJIOTMYHBIMU HyKJieazamu Alicyclobacillus acido-
terrestris (AacCasl2b) u Bacillus thermoamylovoran
(PAM 5'-ATTN) [22]. Takxe ObL1a ToKa3aHa BO3-
MOXHOCTb ucnoab3oBanust Casl2b Ha mnpumepe
xjormyaTtHuka [28] u Arabidopsis thaliana [20].

Cmsl (Casl2e) — omHa U3 caMbIX MaJIEHBKMX Cpe-
IM WU3Y4eHHBIX HyKjea3, KoTopasi, Kak u Casl2a,
Hyxnaetcsa Toabko B KpPHK m He TpeGyer Tpa-
kpPHK. Ona o6HapyxeHnay Smithella sp., Microgeno-
OU3NOJIOTUA PACTEHUN Ne 1
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mates sp., Omnitrophica sp. n Sulfuricurvum sp. u pac-
no3Haet AT-6orateie PAM (5'-TTN). B otsiinuue ot
OCTaJIbHBIX HyKJIea3, KOTOpPbIe MCHBIThIBAIMCH CHA-
yajia Ha KJIeTKax XKMBOTHBIX, Cmsl BriepBbie ObLIA
oInpoOboBaHa UMEHHO Ha pacTeHUSIX, ITyTeM Onooda-
JIMCTUKU KaJtycoB puca [29]. TeM He MeHee, cUCTEM
C BTOII HyKJIea30il B CBOOOTHOM JOCTYIIE ITOKa HET
(Tabim. 1).

OnTuMaabHOM TeMIlepaTypoii 111 padOThI HYKJIe-
a3pl SpCas9 apnsiercst 32°C, Casl2a — 28—32°C, Aac-
Casl2b — 40°C, AaCasl2b — 31°C, yTo cHMKaeT 3(-
(GEKTUBHOCTD UX TIPUMEHEHUS B pacTeHusx [28, 30,
31]. TemnepatypHblii onTuMyM 1jid Cmsl moka He
onpeneneH. B pacrenmsx aktuBHocTh Casl2a cHU-
»Kajach Takxke B TeMHOTe, Toraa kak ¢ Cas9 Takoii 3a-
BUCUMOCTHU He Habtoaanocs [27].

s ipeomoieHusl orpaHUYeHU, UMEIOIIUXCS Y
MIPUPOIHBIX HYKJIEa3, YCHEIIHO CO3JAI0TCS UX MO-
IU(UIMPOBAaHHBIE BAPUAHTHI, B TOM YHUCJE C U3MeE-
HeHHBIMU PAM. Hanpumep, cozmana IspyMacCas9,
pacrio3Halolasi IocjenoBaTeabHOCTh 5'-NAAR;
SpCas9-VQR, pacnio3Haroliias nociaenoBaTebHOCTA
5'-NGAN u 5'-NGNG; SpCas9-NG, s KoTopoii
mocratouHo PAM 5'-NG [30—33]. Pa3HooOpa3ue
Cas 0co0eHHO BaxKHO IIJISI TCHOMHOTO penaKTHupoBa-
HUSI pacTeHUil. [eHOMBI pa3JInYHbBIX BUIOB MOTYT 3Ha-
YUTEIBHO Pa3IMJaThbCsl 110 KOIOHHOMY COCTaBy: IIO
HEKOTOPBIM oLleHKaM, OT 43.44% GC B KOIUPYIOLINX
ydacTKax reHoMa Tonoiis 10 55.37% y Kykypy3ssl [34].
Takum o6pa3zoM, B 3aBUCUMOCTH OT 00BEKTa UCCIIe-
JIOBaHUSI MOTYT OBITh MCITOJIb30BaHbI HyKJIeas3bl, pac-
noszHawiue AT- nubo GC-6orateie PAM. Kpowme
TOTO, MUHHMMAaJIbHasI TeMIleparypa, oOecIieuynBalo-
111asi FeHOMHOE€ pelaKTUpoBaHue ¢ IIpupoaHbiMu Cas
cocrabisier 28°C, Torma Kak KOM(MOPTHBIE YCTOBUS
IUIsT HambOoJiee pacIpPOCTPAaHEHHOIO MOIEIBLHOIO
pacteHus1 A. thaliana, a Takxke MHOTHX CEJIbCKOXO-
3AUACTBEHHBIX KyIbTyp — 20—22°C. ITocKoabKy mist
KMBOTHBIX OPraHM3MOB 3Ta IIpobyieMa He ObLIa aKTy-
ajibHa, MOWCK €€ pEeIIeHUsT Hadajcs JIUIIb HeAaBHO.
IToka 4TO €AMHCTBEHHBIM CIIOCOOOM IOBBICUTH 3(-
(heKTUBHOCTh TEHOMHOTO pefakTupoBaHus A. thaliana
ObI1 Ter10Boit cTpecc nipu 37°C [35], Torma KaK HU3-
KOTeMIlepaTypHbIe HyKJIea3bl 0 CUX ITOp He pa3pabdo-
TaHbl. OgHAKO y arpobaKTepuii, KOTOpPhIE Yallle BCero
MCIONB3YIOTCA IJISI TpaHC(hOopMaluy pacTeHUi, ToXe
€CTh CBOI TeMIMepaTypHbIii ONTUMYM — OKoJjo 27°C,
MO3TOMY TEIUIOBOI CTPECC MOXET HEraTUBHO BJIUSTh
Ha X XXU3HECTTOCOOHOCTh I CHIKATh 9(P(OEKTUBHOCTD
TpaHchopmalnu. B cBsI3U ¢ 3TUM, B 3KCIIepUMEHTax
10 TEHOMHOMY PeIaKTUPOBaHUIO HEOOXOAMMO Ipeay-
cMaTpMBaTh 00€CIIeUeHHEe TEMIIEPATypHOIO pexXuMma,
HEOOXOMMOro He TOJIBKO ISl padoThl Cas, HO U IS
BBDKMBAHMSI I arpOOaKTepuii, 1 CAMUX PaCTCHUIA.

JHeaxkmueuposannas Cas-nykaeasa (dCas)

IlInpoko mpmMmeHsiemoii Monudukanmeir Cas, o
KOTOPOI HEOOXOMMMO YIIOMSHYTb OTHEIBHO, SIBIISI-
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eTCsI ee deaKTUBMpOBaHHas (opMma, HE CIIOCOOHAas
OCYILECTB/ISATh ABYLIEIIOYEYHBIN pa3phiB. DTOro J0-
OMBAIOTCS ITyTeM BHECECHHUSI TOUCYHBIX MyTalinii. J1iis
Cas9 s10 00br9HO MyTannsgd D10A B KaTaIMTHIECKOM
nomeHne RuvCl u myramuss H840A B kartanutude-
ckoM ngomeHe HNH. Bbenok Cas, JTUIIIEHHBIN 3HIO-
HykKiea3Hoi aktuBHoOcTHU (dCas), ocTaeTcsl CIroco0-
HBIM cBs13bIBaThes ¢ JJHK. D10 cBOICTBO 1TO3BOJISIET
HMCIOJIb30BaTh TaKMe AeaKTUBUPOBAHHBIC HYKJICA3bI
IUISL TIpOrpaMMUPOBaHUs TpaHckpumnuuu [36]. By-
Iy9d OONOJIHEHHBIMU 3(h@MEKTOPHBIMU AOMEHAMU
(akTuBaTOpamu Jubo pernpeccopamu), dCas Moryt
peryJanupoBaTh YPOBEHb 3KCIIPECCUM HEJIeBBIX TEHOB.
Db dekTopsl TpucoennHsIoT K C-koHIy dCas9. s
STOM LIEIU MOXET ObITh MCIIOJIb30BaH KaK €IMHNY-
HBIIT 3P deKTop, TaK W HECKOIBKO 3(PPEeKTOPOB B
tangeme [15, 36]. Tumossie PHK 1ipu 3TOM monbupa-
IOT JIJISI IPOMOTOPHOIT 00JIacTH.

OnHuM 13 HauboJiee YacTO MCIOJb3YEMBbIX B Ie-
HOMHOM pPeIaKTUPOBAaHMU PACTCHUII aKTUBAaTOPOB
TpaHcKpunuuu gpisgercsas VP64 (terpamep akTuBa-
LIMOHHOTO noMeHa Bupyca reprneca VP16), EDLL
(YHUKaJIBHBIII MOTHB TPaHCKPUIILIMOHHBIX (paKTo-
poB AP2/ERF A. thaliana, akTuBUpyIOIMNX 3aIIUT-
HYIO peaKII1Io Ha CTpecC), a TAKKe TAHIEeM aKTUBaTO-
poB VPR, cocrosiiiuii 13 mocieaoBaTelIbHOCTEH
VP64, p65 m Rta. Cyb6wenunuia p65 (RELA,
NFKB3) — onmHa M3 OCHOBHBIX B YHMBEpPCaJbHOM
dakrope Tpanckpunuuu NF-KB, HeoOxomumom st
dyaKIIMOHMpOoBaHus KieTKH [15]. RTA — aktuBaTop
peruukanu 1 TpaHckpunuuu (Replication and
Transcription Activator) Bupyca DmiureitHa — Bapp
[37—40]. BcrpeuaroTcst 1 Ipyrue aKTUBaTOPHI, TAKHE
KaK aKTUBAIlMOHHBIM NTOMeH (akropa TEIIOBOro
moka 1 (HSF). B ranmeme ¢ VP64 HSF B 2—3 pa3za
yBeITMauBaJ sKcrpeccuto reHa PAPI A. thaliana, n B
2—5 pa3 — reHa AV P1 BakyouisipHOit Tupodocdarasbl
A. thaliana [15]. OgHaKo ecny B KJIETKax 4yeJIOBeKa
VPR aktuBmpoBan skcnpeccuio B 320 pa3 ydire,
yeM VP64, To B pacTeHUsIX TaKoro 3¢ deKTa rmojryda-
JIOCh TOCTHYb TOJILKO C MCIOJIb30BaHUEM MOIU(U-
nupoBaHHbIX TMaoBbiX PHK. C nomoiisio VP64 u
EDLL ynaBanoch IOBBICUTH YPOBEHBb 3KCIIPECCHU
pacTUTENbHBIX TeHOB B 2—7 pa3 [41—43], yTo, omHaKo,
HE IIPUBOIWIIO K OXUAAeMbIM (DEHOTUIINIECKUM M3-
MeHeHusiM. [1o Bceit BUIMMOCTH, MHOTO€ 3aBUCUT U
OT BEIOPAHHOTO 1IeJIEBOTO I'eHa: TaK, C MCITOJIb30BaHU -
eM VP64 ypoBeHb skcnipeccuu reHa FIS2 (HeraTUBHO-
rO PEry/sITOpa Pa3BUTHUSI CEMSIH IO OILJIONOTBOPEHUS )
yBesuuuBaiics B 200 pa3 [41], yero He ynaBajaoch 10-
OUTBHCS HU C OgHUM apyruM reHom. Ilpu aToM TanaeM
VP64-EDLL oka3zaiica npaktudecku He 3(h@PeKTH-
BEH B OTHOIIIEHUHU TOTO K€ T'eHa.

M3 penrpeccopoB TPaHCKPUIMLIMU B PACTCHUSIX UC-
nonb3yiorcsi KRAB (moMeH “LIMHKOBBIX HajiblieB”
yeJloBeKa, oT aHmI. krippel-associated box), SRDX
(MoaUUIIMPOBAHHBINA PACTUTENBHBIN pErpeccop
EAR), BRD (nomen penpeccun B3 A. thaliana) [15].
C ucrnronp3zoBanneM SRDX ypoBeHB 3KCIIpeccum Te-

Ha AtCSTF64 A. thaliana camxaincs Ha 60%, a ny6-
spytoiux reHoB MUKpOoPHK miR 159A 1 miR159B —
Ha 60—80% [41]. Comep>kaHre TPaHCKPUNTOB IeHa He-
komupyromeilr MukpoPHK miR159b ynanock cHu3uTh
B 10 pa3 [23]. deakTuBupoBanHast Cas MOXKET CITy>KUTh
penpeccopoM TPaHCKPUITLUM U caMma T1o cebe [45].

st ycoBepIIeHCTBOBaHUSI METOAA MCIOJIb30Ba-
Jiu MHoxecTBeHHbIe ruaoBble PHK [44], a Takxke
npucoeaguHeHnEe 3(pPeKTopoB He ToIbKO K dCas, HO
u K runoBoii PHK [41], o yeM peub moiineT B COOTBET-
CTByIOLIEeM pasaeiie. MTHTepeCHO OTMETUTh, U4TO 3¢ -
dexTuBHOCTEL dCas IIpy CHIDKEHUH TeMITe paTypHl, 10
BCEeii BUIMMOCTU, HE MafaeT, YTO OBLIO MPOAEMOH-
CTpUpOBaHO Ha Ipumepe A. thaliana n peripeccopa
dCas12a-SRDX [30].

HeaktuBupoBaHHble Cas MPeIOCTaBISIOT IINPO-
K1e BO3MOXHOCTHU ISl MCCIIEIOBAaHUSI IOCJIEACTBUMA
U3MEHEHMS YPOBHS DKCIIPECCUU COOCTBEHHBIX TCHOB
pacTeHuii, a Takxke paboThl TeHHBIX ceTeii. Bo MHO-
TNX PacCMOTPEHHBIX padoTax M3MEHEHWE YpPOBHS
TPaHCKPUIITOB T€HA HE OKAa3bIBAJIO OXK11A€MOTO BJIU-
sSIHUs Ha (EHOTUIT pacTeHus. TakuM oOpa3om, mc-
nonb3oBaHne dCas 1Mo3BoJIIET BBISBUTH TeHBI, BHO-
CALIME NEMCTBUTEIBHO 3aMETHBII BKJIa B IIPOSIBJIE-
HME XO3SMCTBEHHO-LIEHHBIX IIPU3HAKOB Y paCTeHUIA.

Hukasvt (nCas)

Cas-HuKa3bl pa3pe3aloT TOJAbKO OIHY LIEMb IBYIIe-
noueyHoit JAHK Onaromapst Myrauuu, WHIYLUPO-
BaHHOI TOJIBKO B OOHOM W3 JIBYX KaTaJIUTUYECKUX
noMeHoB Oenka Cas. /IBe HUKa3bl ¢ MapOi TUIOBBIX
PHK mcnonb3yioT ¢ 11eJ1b10 MOBBILIEHUS Crieupuy-
HOCTH pelakTupoBaHus reHoMa. Hruka3bl CIioCOOHBI
CHM3UTh BEPOSITHOCTh BO3ZHUKHOBEHUS HEIIEJIEBBIX
mytainuii B 1500 pa3z [39, 46]. Tem He menee, CRISPR
C MCIIOJIb30BaHUEM HMKAa3 TepsieT OOHO U3 MpPeruMy-
mecTB nepen TALEN u ZFN, 3akiniogaronieecs B C-
MOJIb30BAHUM €IMHCTBEHHOI HyKJiea3bl. B 1ieiaoM,
HCIOJIb30BaHUE NBYX HUKA3 IJIsI TEHOMHOIO peaK-
TUPOBAHUSI PACTCHMM BCTpPEYAETCS B JIMTEpaType
KpaitHe penko [47].

bonbliiiee pacripocTpaHeHUE MNOJIYUYUIO JPYroe
MpUMeHeHre HUKa3 — pelakKTUpOBaHUE OCHOBaHUIt
(base-editing) 1 nmpaliMMpOBaHHOE pPeOAKTUPOBaHUE
(prime editing). PemaktupoBaHne oCHOBaHMII — Ba-
puaHT cucteMbl CRISPR/Cas, B koTopoM gocrtura-
IOTCSI TOUYEYHbBIE OAHOHYKJIEOTUIHbIE 3aMeHbI 0€3 CO-
30aHUS OBYLIEIOYEYHBIX pa3phiBoB [48]. Hast sToit
LIeJIM K HUKa3e pucoenuHsieTcs apa (pepmeHTa ¢ N-
u C-KOHIIOB, COOTBETCTBEHHO. [1epBblif — LIUTO3UH-
nezamuHaza (Hanpumep, TAPOBEC1), nmpeo0pa3syro-
1asi OUTO3WH B ypalui, KOTOpPBIM B pe3yjbTaTe
TPAHCKPUIILIMM U PeTIMKallMU MpeBpallaeTcs B TH-
MuH. Bropoit — muarnourop ypauumia-AHK-rmko3n-
Jla3bl, KOTOPBI He MO3BOJSAET (hepMeHTaM perapa-
uuu Beipe3ath ypauwa u3 JIHK. ITpu aToM Ha BTopoit
LIENW HUKa3a JejlaeT ONHOLIETIOYEeYHbI pa3pbiB, U
®UBNOJIOTUS PACTEHUN Ne 1
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IMyTeM penapanuy 3aMeHsieT T'yaHuH Ha aneHuH. beI-
JIM CO3IaHbl TaKXKe UCKYCCTBEHHbBIE PeAaKTOPHI ajie-
HUHOB, SIBJISIIOLIMECS IIPOU3BOAHBIMU aicHO3UHIIE3-
amMuHa3 [48]. PenakTnpoBaHne OCHOBAaHMI IIPOMCXO-
IUT B Tpenenax 3—8 HYKJICOTUIOB IIpoTocIieiicepa
npu ucnosiab3doBaHuu Cas9. B 1iesiom, ceityac numeroT-
CSI MTHCTPYMEHTHI 151 peIaKTUPOBAHMS TIOOBIX OCHO-
BaHuit [21, 39, 49]. MHTepecHOIT cucTEMOIit SIBIISIETCS
takke EvolvR, roe mist pemakTupoBaHUsI OCHOBaHUI K
Cas nmpucoenuHSIOT HUK-TpaHcanpyromyto JHK mo-
JIuMepasy, KOTopasi MOXKET MPOMU3BOIUTH PaHIOMHbBIE
TOYEUHbIe MyTalluy B TpoMexkyTke 10 350 1. H. [21, 50].

IMpaiimupoBaHHOE pelakTUpOBaHUE 3aKII0YaeT-
Csl BO BHECEHUM HAIpaBJICHHBLIX M3MEHEHUII B IO-
cinegoBatenbHOCTh JIHK — B wacTHOCTH, HEOOIBIITMX
nHcepiuit u geaeunii (18—80 m. H.) U TOUEUHBIX MY~
Taluuii B paiioHe mnociemoBaTeabHocT PAM [51].
J1711 TOT0 MCITONB3yeTCsI HUKAa3a, CJINTasI C 00paTHOM
TpaHCKpuITa3zoi (mpupoaHoii M-MLV nu6o ee my-
TaHTHOM (opMmoii). Takke 00s3aTEIbHO MCIIOJIb3Y-
erca ymmHeHHas rupoBasgs PHK nnsg mpaitmupoBaH-
Horo penaktupoBaHus (pegRNA, nprPHK), conep-
Xamass B cebe ITOHOPHYIO ITOC/IEHOBATEIbHOCTD.
Cheiicep mis TapreTUPOBaHMS LEJIeBOI ITOCIea0Ba-
TEJIBHOCTU MOXET HaXOOAWUThCS KaK B COCTaBe IIp-
rPHK, Tak 1 ObITb BBIHECEHHBIM B OTIIEIbHYIO TUI0-
Byto PHK. HecMoTps Ha TO, 9TO TeXHOJIOTHS OBITa
pa3paboTaHa coBceM HeaaBHO [51], oHa cpa3y ke Ha-
Yyajia UHTEHCUBHO IIPUMEHSTBCSI Ha paCTEHUSIX, IIPU-
YyeM B OCHOBHOM OZHOAOJBHBIX. C MCIIOJIb30BaHUEM
KOJOH-OITUMU3UPOBAHHBIX JIJISI PACTEHUI HUKAa3bl
1 0o0paTHOl TpaHCKPUNTA3hl YOAJOCh IIPOBECTU
MpaiiMUpOBaHHOE peIaKTMPOBaHME KIIETOK pHcCa,
MILIEHUIIBI ¥ TOMaTa, 0ogHaKO 3((PEeKTUBHOCTh OKa3a-
JIach Ha IIOPSIIOK HIDKE, YeM B KJIETKaX dyejoBeka. B
pacTeHUSIX 3PPEeKTUBHOCTD TPaHCGHOPMAIINH 1 IO
pacTeHuii ¢ oXXKnaaeMbIMU MyTaLIMSIMUA B TEHOME OKa-
3pIBa/IaCh BHIIIIE, KOIIIA CIIeiicep HAXOMUICS B COCTa-
Be iprPHK, a ve otmenpHoit tmnoBoit PHK. B 11e-
JIOM, OXHUJaeMble MyTallui OOHAPYXXKUBAJINUCh MEHEe
yeM B 9% TpaHchopMaHTOB. BaxkHoe 3HaueHUe Tak-
Ke MMeN 1ieJeBoi ydacTok reHoma. K coxkaneHuio,
MpaiiMUpPOBaHHOE peIaKTUPOBAHUE B PACTCHUSIX
IIPUBOIUT B OCHOBHOM K MOSIBJICHUIO XMEP U I'eTe-
PO3UIOT, Y KOTOPBHIX U3MEHEHUS B (PEHOTUIIE MOTYT
He HaOJII01aThCs, UTO SIBJISICTCSI CYIIEeCTBEHHBIM Ipe-
MISITCTBUEM UISI IPUMEHEHUSI TEXHOJIOTUM Ha IIpaK-
tuke [19, 52—55].

HexoTopble XO3SIiICTBEHHO-1IEHHbIE MPU3HAKU
pacTeHMI aCCOLIMMPOBAHBI C OTHOHYKJIEOTUAHBIMU
3aMeHaMM: TIeHbl YCTOMYMBOCTM K TIepOMLIMIaM
(C287, ACC-T1, ALS), ctpeccam (MPK6, RLCKIS5,
CERKI1, Pi-d2), yny4dilleHusT a30THOIO IIUTaHUS
(NRTI1.1B, SLRI) n ypoxaitHoctu (SPL14, GRFA4,
GRF3) yxe ObLIM UCIIOJIB30BaHEl B KAUYECTBE MHUIIIE-
Hell 01 BHECEHUST TOYEeUHBIX MyTanmii [48]. Penak-
TUPOBaHWE OCHOBAHUWI M MpaliMUpPOBaHHOE pelaK-
TUPOBaHUE TAKMUX FT€HOB MMEIOT BHICOKMIA ITOTEHIIA
MPaKTUYECKOTO IIPUMEHEHMS.
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Tuoosvie PHK

ITocKonbKy B pacTeHUSIX XO351ICTBEHHO-1IEHHbIE
MPU3HAKU MOTYT 3aBUCETb OT HECKOJbKMX, 4acTo
NyOJIMPYIOLUIUX T€HOB, UMEHHO ISl PACTUTEbHBIX
00BEKTOB HanboJiee OCTPO CTOUT BOIIPOC O TOM, KakK
OIMHOBPEMEHHO PENaKTUPOBATb MHOXKECTBO T'€HOB.
Hawuboee cioxHo nefia 00CTOST € MOJUIUIOUIAMU —
MSITKO nineHuleii, parrcoM 1 ap. C oqHOI CTOPOHBI,
9KCIIPECCUOHHbIE KACCEThI CAMIIIKOM OOJIBIIOro pas-
Mepa CHIKAT 3 PeKTUBHOCTh TpaHchopManuu. C
JIPYTOi CTOPOHBI, UMEHHO MOIbITKA PEIIEHUS] 3TUX
MpooJieM B 3HAYMTEJbHOM CTeNIeHU CTOCOOCTBOBAA
OypHOMY pa3BUTHIO METOJIOB JOCTAaBKU B PACTUTEb-
Hble KJIETKU MHOXeCTBeHHbIX rTunoBbix PHK [39].

Ecnu wucmonb3yeTrcsi eOIMHCTBEHHAsT THAOBast
PHK, To oHa 00bI9YHO HaxX0aUTCS IToA KOHTposieM Pol
III-mpomoTopa (puc. 2a), 4To HaKJIaAbIBACT HEKOTO-
pwie orpanndyeHusi. B vactHocTtu, mocne Pol I11 mpo-
MoTopa U6 06s13aTeIbHO TOJKEH CIIeIOBATh T'yaHWH,
torga kak mocie Pol I1I mpomoropa U3 — ameHuH.
I1pu Hanuyum ToybKo omHoM rugpoBoii PHK ymaercsa
IMOJIYYUTh TOJBKO HeOOJIbIINe aeenuu oo 14 1. H.,
TOTIJa KaK MPU UCITOJIb30BaAHNM HECKOIBKUX THIOBBIX
PHK wyame Bcero BO3HMKAIOT KpPYIIHBIC ACJCLIUU
MEXIy caiTaMu pedaKTUPOBAHWUS, YTO ITO3BOJISIET
oosnece 3(PPEeKTUBHO HOKAYTUPOBATh 1IEJIEBOM TeH
[46]. KoHcTpyKLMU, IOe Kaxkaash U3 HECKOJIBLKUX M-
noBbix PHK HaxoauTcs mom KOHTPOJIEM OTAEIbHOTO
Pol III mpomMoTopa, SIBASIOTCS HE TOJBKO T'POMO3I-
KMMMU, HO 1 HEYTOOHBIMU 11 KJIOHUPOBAHUS B HUX
crieiicepoB, IOCKOJBKY 3TO HEJIb3s OCYIIECTBUTH B
onHoit ipodoupke. K Tomy ke ucronb3lyembie Pol I11
MPOMOTOPHI HE MOTYT O0€CIeUnuTh TKaHecTIeuduy-
HYIO 3Kcmpeccuo [16].

Boiee momxonsimuM BapruaHTOM pelIeHUS SIBJIsI-
€TCSI MOJULIMCTPOHHAS PeTY/ISILIus 3KCIIPECCUU TH-
noBbix PHK. B TakoM citydyae Bce OHU HaXOOSITCS 10,
koHTposieM ogHoro Pol II (amampumep, 35S CaMV)
6o Pol 111 mpomoTopa, 94To MO3BOJISIET COKPATUTh
pa3Mep reHHO-UHXXeHEepHOM KOHCTpYKInK [46]. Mo-
IyT UCIOJb30BaThCS pa3Hble MEXaHU3MEBIL IJIS Tud-
depennmanuu runoBbix PHK (puc. 26—r): Csy4, pu-
06o3umnbl 1 TPHK.

CRISPR-accouuupoBaHHasi 3HIOPUOOHYKJIea3a
Csy4 u3 Pseudomonas aeruginosa, a3Kcnipeccupyemas
BMecte ¢ Cas9, pacno3HaeT 1 paspesaeT (pparMeHThI
pa3MepoM 28 M. H. C ABYX CTOPOH OT KaxKI0M 13 TUI0-
Bbix PHK B monumucTpoHHOM KOHCTpYKIIUM (pUC. 20).
Pn6o3muMb1 MOTyT paspesarh onpenesieHHBIE TTOCTIe-
noBarenbHoctTu PHK, B ToM uucie camopacuier-
JsaThes (puc. 2B). MIX pacnojiaraior ¢ IByX CTOPOH OT
Kaxxnoi tupoBoii PHK — nanpuMep, pacTuTeabHBII
pubo3umM tina hammerhead ¢ 5'-koH1Ia, a puGO3UM
Bupyca rermatuta Tuna HDV ¢ 3'-konna [23, 56, 57].
Takmm o6pa3oM, TP TPaHCKPUNLIUU PUOO3ZUMBI
OCYIIECTBJISIIOT caMopa3pe3aHue, BbICBOOOXIAIOT
vuHAuBUOyanabHble TUaA0Bble PHK, 1 oHM momagaioT B
KJIETKY YK€ B BUIE OTIACIbHBIX MOJIEKYII.
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Puc 2. CxemaTuueckoe M300paxkeHMe MHOXeCTBeHHBbIX ImaoBbix PHK B cocTaBe reHHO-MHKEHEPHBIX KOHCTPYKIIMIA:
(a) — MOHOLIMCTPOHHBIE, (0) — MOTUITUCTPOHHBIE, paciieruisieMble Csy4, (B) — IMOJMIIMCTPOHHBIE, pacIleTisseMble pUOO31-
MmaMmi, (1) — nonmuuuctpoHHble tRNA-gRNA, pacuiernisiemble PHKazamu.

Crenyoiuii U3 UCIOIb3yeMbIX METOJOB MHOXKe-
CTBEHHOTO TapretTupoBaHus — cuctemMa TPHK-runo-
Bass PHK (puc. 2r). B naHHOM ciyyae 1ociegoBa-
teibHOCTH TUAO0BBIX PHK mepemeskatorcst co cTpyk-
typamu TPHK (polycistronic tRNA-gRNA — PTG),
pacnio3HaBaeMbiMu PHKazamu P u Z. PHKa3zkb! ocy-
LIECTBJSIIOT pa3pes, BeicBoOoxnast rugossie PHK. B
otmmune oT Csy4, 3T (bepMEHTHI HPUCYTCTBYIOT B
KJIeTKe, Tae KaTajiusupyrot mnpoieccuHr TPHK [58,
59]. Ucmonniysa Casl2a Bmecto Cas9, MOXHO elile
YKOPOTUTH MNOJHUILIMCTPOHHYIO KAacCEeTy, IOCKOJBKY
JUIsT paboThl 3TOM HYKJea3bl MTOCTATOYHO THMIOBBIX
PHK meHnbiiero pasmepa.

B cucremax co MHOXECTBEHHBIMU TUIOBBIMU
PHK Hanuyue TUIIHUX HYKJICOTUIOB U APyTUE MO-
InGUKALMY OPUBOAST K CHIDKEHUIO CIIOCOOHOCTU
nmoJimuucTpoHHBIX TnuaoBblix PHK oOpasoBwmiBarh
komriiekenl ¢ Cas9 [39]. Tem He MeHee, MMOKa3aHO,
yto Csy4 n tRNA-gRNA cucteMbl B paCTEHUSIX MOTYT
OBITH TIOYTH B JIBa pas3a 6oiee 3PheKTUBHBIMHI, YEM
rugoBele PHK, mMmerolye oTnenbHBIE MPOMOTODHI,
Yero Hesb3sl CKa3aTh O pUOO3UMHBIX crcTeMax [46].

MomuduimpoBannbie TunoBble PHK mcnonn3y-
IOTCS IJI1 aKTUBALMU TPAHCKPUIILIMU Hapsiay C MO-
mudunupoBaHHbiIMu Cas. Takas cucteMa ObLIa Ha-
3BaHa CRISPR-Act2.0 [43, 44]. IeakTuBUpOBaHHAas
Hykireaza dCas9-VP64 moBbIIaza 3KCIPECCUIO 1Ieie-
BbIX TeHOoB prca (0s03g01240 u Os04g39780) B 3—4 pa-
3a 3 dexTBHEE IPU MCITOIb30BaHNU TnaoBoit PHK,
COBMEIIIEHHOM ¢ aKTUBATOPOM TpaHckpunuuu VP64,
Hexenu ¢ oobruHol runoBoit PHK. st co3manus ru-
nmoBoii PHK 2.0 apdexrop VP64 00beIUHIIN C OEIKOM

obojiouku Oakteprogara MS2, a B Kapkac ruaoBoOi
PHK BcTpamBanu mnuiabKy, KOTOpasl CBSI3bIBaIach
¢ 3TuM OenkoM. Takas cucteMa MOBBIIIANA IKC-
npeccuto reHa PAPI A. thaliana B 30—40 pa3, a reHa
FIS2 — B 1500 pa3, Torma kak dCas9-VP64 ¢ o0b1u-
Hoit rupoBoit PHK — B 7 1 200 pa3, COOTBETCTBEHHO.
Kak 1 B ciydae ¢ pasimMYHBIMU MOAU(MDUKALTASIMU
Cas, ypOBEHb 3KCIIPECCUN B 3HAYMTEJILHOM CTETICHN!
3aBHCeJl OT BEIOpaHHBIX TeHa 1 3¢ dexkTopa. Korma ¢
dCas9-VP64 ucnonb3oBanack rugosas PHK 2.0 ¢
s dpexropom EDLL BMecTo VP64, skcripeccust Kax-
Joro U3 reHoB yBenauduBajiachk B 30 pas. [Iisg reHa
FIS2 at0 Gonee cnabblii pe3yabTaT, YeM MPU UCITOJIb-
3oBaHNN 0Obr9HOM TMHoBOM PHK. lanHas umes 1mo-
JIyunia pa3BUTHE, KOIIa CIIOHTAaHHAs MyTallysl TPy
KJIOHUPOBAaHUM IIpUBeja K MOSBJICHUIO TUIOBOM
PHK 2.1 [60]. OHa OblIa UCITIBITAHA HA TOMOJIOTe FeHa
DFR (nurunpodnaBoHONI-4-penyKTa3bl) M TpaH-
cKpurnuuoHHoM (akTope AN2 (Anthocyanin2) Tabaka
Nicotiana benthamiana. ABTOpaM yHajioch ITOCTHUYD
MOBBIIIIEHUST aKTUBHOCTU reHa NbDFR B 10 Thicsu
pas, areHa NbANZ2 — B 4 TbIC. pa3.

IIpomomopet

IToBTOpEHME OMHOTO U TOTO K& ITPOMOTOPA B T€H-
HO-UHXEHEPHON KOHCTPYKLMU SIBJISIETCS HeXesla-
TeJIbHBIM, ITO3TOMY BaXKHO UMETh BO3MOXHOCTbH KOM-
OMHUPOBATh pa3Hble NPOMOTOPLI [46]. TTOCKOIBKY
TeHHO-WHXEHEPHBIe KOHCTPYKIIMU BKJII0YaIOT OOJIb-
IIoe pa3HOOOpa3ue SJIEMEHTOB, CTAHOBUTCS aKTY-
aJIbHBIM BOIIPOC BO3MOXKHOCTH BBIOOpa MpOMOTOpAa
®UBNOJIOTUS PACTEHUN Ne 1
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JUIST KAaXKIIOTO M3 OTUX BJIEMEHTOB, TU00 MX MOJIUIIH -
CTPOHHOI BKcIpeccuu. B reHOMHOM pegakTupoBa-
HUU pacTeHUil MMeeT 3HaueHue ellle U BUI pacTe-
HUSI, TIOCKOJBKY IS OOHOIOJBHBIX M IBYIOIBbHBIX
KCTIOJIL3YIOTCS  CIIELUAJIM3UPOBAHHbIE KOHCTUTY-
TUBHBIE TIPOMOTOPHI. [IJis1 IByTONBbHBIX 3 HEKTUB-
HBIMU cumuTtaioTcsa 35S CaMV nmpomoTtop, nos-1po-
MOTOP reHa HOITaJMH-CUHTa3bl U YOMKBUTHUHOBBIE
nmpomoTopbl A. thaliana (AtUbi), cou (GmUbi)
W Ip., a AJI1 OMHOOOJBHBIX — YOMKBUTHUHOBBIN IIPO-
MoOTOp KyKypy3bl (ZmUDbi), npoMoTOp aKTHHA puca
(OsAct) u ap. [46, 61].

OIHaKO KOHCTUTYTUBHBIE IIPOMOTOPEL HEe TTOIX0-
ISIT I PEelIeHUsT HEeKOTOPBIX 3a/1a4, B YaCTHOCTH,
TpaHchopMalluy TeHepaTUBHBIX TKaHEH M 3apOJibl-
meii. Meronbel TpaHchopMaluu in planta, Korma ar-
pobakTepusIMn 00padaThIBAIOTCS COLIBETHUS, TIPUME-
HSIIOTCSI BO BCeM MUpe Ha A. thaliana 1 poaCTBEHHBIX
emy pacteHusx. [Ipu ncnonb3oBaHMY KOHCTUTYTUB-
HBIX IIPOMOTOPOB IJIsI TpaHchopmanuu in planta ce-
MEHHOE ITOTOMCTBO YaCTO OKa3bIBACTCSI MO3aUYHBIM,
MOCKOJIbKY MH(UIIMPOBaHUE arpo0akTepusIMU Ha
CTaguM 3UTOTHI MOXKET IPUBOOUTH K IIOSIBICHUIO B
TKaHSIX pacTeHUs] OMHOBPEMEHHO TpaHCHOPMUPO-
BaHHBIX M HETpaHC(HOPMUPOBAHHBIX KIIETOK [62, 63].
Ucnonp3oBanne npomoTtopa 35S CaMV nipuBoant B
OCHOBHOM K COMaTUYECKUM MYTalLlMsIM U B coe [64].
Kpome Toro, usBectHo, yto nmpomotop 35S CaMV
JIEMOHCTPHPYET CJIa0y0 aKTMBHOCTbD B SIHIIEKIIETKAX
1 He HAYaBIIUX JEJIUThHCS 3Uurorax [65].

Hcnionb3oBaHue TKaHecne(UIHBIX ITPOMOTOPOB,
KOTOpbIE PabOTAIOT TOJIBKO B PACTUTEIBHBIX SIALICKIICT-
KaX, TI03BOJISIET 3HAYUTEJIPHO ITOBBICUTH 3(PPEKTUB-
HOCTb TIOJy4€HUSI TOMO3WUTOTHBIX TpaHC(HOPMAHTOB.
Korna skcripeccueit Cas9 yrpapiisut crieupUIHBIA 11T
sinexneTok Ecl.2 mpomotop A. thaliana m ncnoib30-
BaJicst TepMuHaTop rbeS E9 Pisum sativum, B pe3yiib-
TaTe TpaHC(OpMAaLIMM METOIOM ITOIPYKEHMS IIBET-
KOB yIaBaJIOCh TTOJIYIUTH 8.3% TOMO3UTOT C XeJae-
MBIMU MYTallUSIMU M TOJBKO OIHO MO3au4HOE
pactenne (MeHee 1%). OmHAaKO, KOTIa UCIIOIb30BaI-
Cs1 TEPMUHATOP 10S, TCHOMHOE PeTaKTUPOBAHME OKa-
3pIBajioch HeddpdekTuBHLIM [63]. CrnennduyHbie
IUIST STAIIEKJIETOK IPOMOTOPHI ObUIM MCHBITAaHBI Ha
A. thaliana (mpomotop AtP5p 1 cuHTeTMYECKUIT TIPO-
MoTop AtEC1.2¢el.1p, cocTosimii U3 yuc-peryasiTop-
HBIX 37eMeHTOB npoMotopoB AtECI1.1 u AtEC1.2) n
coe (mpomoropel GmECI1.1p u GmECI1.2p). JIyumie
BCErO TPOSIBWII Ce0S CUHTETUYECKUM IPOMOTOP
AtEC1.2¢el.1p, npyuMeHEHHBIN IJII TEHOMHOTO pe-
maktupoBaHud A. thaliana — no 42.9% pacteHuii BTo-
pOTO TIOKOJICHUSI COXPAHSIM MyTallUIo, MPOU3BeIeH-
Hy1o Cas9. DTOoT ke IIpoMOTOp cpaboTaj B COe, TOrma
Kak OCTaJIbHble TpY ObUIU B Hell HedddeKTUBHEI [64].

151 cCHYDKEHMST OJIU XUMEDP HMCITOIb30BaIM TaKKe
cnieuudUYHBIN 1Is sgitnexeTok npomotop DD45 u
crieunUIHEIN IS OBUIBLBI TpoMoTop LATS2, on-
Hako 3(pPEeKTUBHOCTh PEeTAKTUPOBAHMS OKa3ajiach
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HU3KoM [65]. Bbbl10 MoaydeHo NUIb TP MyTaHTa C
HCITOJIb30BaHMEM IpoMoTopa reHa DD45 1 HU OHO-
ro — ¢ npoMotropoM reHa LATS52. DTo MOXeET ObITh
CBSI3aHO C TEM, YTO B 000OMX CIIy4asix MCIIOJIb30BaJICS
TEPMHUHATOP #10S, KOTOPBII CHIXKAI 3(PPHEKTUBHOCTH
penaktupoBanus [63]. HacinenyeMble MyTaninm yua-
JIOCH IIOJIYYUTH C MCITOJIb30BAHNEM KOHCTUTYTUBHO-
ro nipomotopa RPS5A, xopomio akcrpeccupylolie-
rocsl B giilekieTkax. B naHHoii paboTe MCnoab30-
BaJicst TepMuHaTOp 35S [66].

HMcnoab3oBaHue npoMotopa YAO, crieiudruIHO-
To JJIs MbUIbLIBI U 3apOJIBIIIEBOrO MEIIKa, a TakXKe
aKTUBHO JeldIIMuXcsl TKaHel, ObuIo elle 0OoJiee
ycremHbIM. Torma Kak TojibKo 4.3% TpaHCreHHBIX
pacTeHuii IIepBOro MOKOJCHMS IIPUOOPETAIN XKejlae-
MYIO MyTallMIO MPU UCITOJIb30BaHUM ITpoMoTopa 35S
CaMYV, c npomotopom YAO 3¢ (heKTUBHOCTh TEHOM -
HOro pegakTupoBaHus cocraBuiia 88.5 1 90% B 3aBu-
CUMOCTHU OT HOKayTMpoBaHHOTO reHa (PDS3 v bril,
COOTBETCTBEHHO). TeM He MeHee, MyTalus Iiepeaa-
JIacb TOJbKO 6.67% moromctBa [67]. Ilo3xke Ha
A. thaliana 6p11u ucnbiTadbl TTpoMoTopbl CLAVA-
TA3, YAO u uckyccrBenHbiii EC1.1/EC1.2 ¢ TepmuHa-
topoM rbcS E9 [68]. MHorue TpaHc(hOpMAaHThI, TTOJTY-
YEHHBIE C UCTTOJIb30BaHUEM ITPoMOTOpoB CLAVATA3 u
YAOQ, 6bIIM HEXMU3HECTOCOOHBI UJIN CTEPUIBHBI, TO-
raa kak rnpu ucrnonb3oBanuu EC1.1/EC1.2 myranun
HacJIeAOBaIUCH B 74% MONydeHHBIX JIMHUIA.

B nopyrom wmcciaemoBaHMM yHajaoCh IIPOM3BECTHU
HOKWH T'eHa pryopeclieHTHOro 6e1ka GFP B TpaHCTeH-
HbIe pacteHus1 A. thaliana, sxnpeccupytoniue Cas9 1oz
KoHTposieM tmipomoropa DD45. C mcrnonp3oBaHneM
npyrux nmpomortopoB (Lat52, YAO u CDCA45, crieuu-
¢uuHoro miIs1 OyTOHOB), a TakKXKe IMpU TpaHchopMa-
MU paACTEHUI TUKOTO TUIIA €IMHOM KOHCTPYKIIMEN,
coaepxaleit Hykneasy, rugosyio PHK 1 noHopHyI0
IOCJICIOBATEIbHOCTD, HE YIAJIOCh HJOOUTHCS Hacje-
JIyeMbIX MyTauuii [69].

Takum obpazom, HanboJee 3(PEKTUBHBEIM METO-
JIOM JJIS1 CO3[JaHUsI HAacleNyeMbIX MyTalluii SIBJIsIETCS
HCITOJIb30BaHUE CIEeUMGPUYHBIX [JIs SUIEKIJIETOK
npomotopoB EC1.1 u EC1.2. Xots npomoTtop YAO u
HE TaK XOPOIIIO MOAXOAUT IS 1ieJiel MoJTyYeHu s Yu-
CTBHIX JIMHUIN PACTEHUMN C peaaKTUPOBAHHBIM I'€HO-
MOM, OH MOXeT ObITh 3(PHEKTUBHO UCTOJIB30BAH LIS
OLIEHKM BJIMSIHUSI M3MEHEHUs 3KCIpPEecCUU reHa Ha
¢ eHOTHUIT paCTeHUS B TEPBOM IMOKOJECHUU.

Humeepayus donopuoii ITHK
NpU NOMOWU 20MOAOCUMHOU Penapayuu
deyyenoueynsix paspuléos (HOKUH)

IMociie BOBHMKHOBEHMUSI ABYLIETIOUEYHOTO Pa3phiBa,
nHurpyemoro Cas HyKjiea3oii, BOCCTAaHOBJICHHE Lie-
i JIHK mponcxonut B OCHOBHOM C TIOMOIIBIO JIBYX
MEXaHM3MOB: HETOMOJIOTUYHOM (non-homologous end
joining, NHEJ, HI'CK) u romonornunoii (homology
directed repair, HDR, I'P) penapatiuu monexyn JHK
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[3, 13, 70]. B mepBOoM cityyae KOHIBI COCTMHSIOTCS
HamnpsIMylo, 4acTo ¢ o0pa3oBaHUEM HEOOJIBIINX UH-
cepuuii u meneuuii. Korma B siape KJIETKU MMEETCS
MOJIEKy/Ia-q0HOP, UMEIOIIasi TOMOJIOTHIO C YIaCTKOM
MMPOMU3BEAEHHOIO pa3pbiBa, MOXKET MPOUCXOIUTH TO-
MOJIOTUYHAsI perapanus. 3a c4eT MOCJIeIHETO MeXa-
HU3Ma U OCYIIECTBJISIETCSI HOKMH — BCTaBKa JOHOP-
HOM MOCJenoBaTeIbHOCTU B MeCcTe 00pa3yeMoro
Cas9 gBylLIEIIOYEYHOIO pa3phiBa. DTa 1iejieBasi BCTaB-
Ka JOJKHA OBITh OKpYXKeHa IT0CIEA0BaTEeIbHOCTSIMU,
roMoJioridHbIMU pactutenbHoit JTHK (“romosmormnu-
Hble TUieun”, homology arms) ¢ IByX CTOPOH OT Mpe-
I10JIara€MOT0 MeCTa ABYLIETIOYEYHOIO pa3pbiBa — IIO
500—1000 1. H. ¢ Kaxnoit ctopoHsl [ 14, 47, 70]. Dd-
(EeKTUBHOCTh TOMOJIOTMYHOM perapaluy OKa3bIBa-
JIach BBIIIE IIpU 00Jiee IIMHHBIX IUIeYax, OQHAKO IIe-
pecTaBajia Bo3pacTtaTh Ipu mirmHe cBbime 1000 m. H.
DTa MoCaea0BaTeIbHOCTh BEICBOOOXIAETCS IIPU 11O~
MOIIM HYKJI€a3bl — IJISI TOTO OHA TaKXKe C IBYX CTO-
POH I0JKHA OBITh OKPYK€Ha MUIIIEHSIMU, pacIlO3Ha-
BaecMbIMU THHoBoit PHK (mpoTtocrmeiicepamm) [46,
62, 71]. Jo cux mmop B pacTEHUSIX TOMOJIOTMYHAs pe-
napanus obia MaJIod(EKTUBHA, UYTO OTPAaHUINBACT
BO3MOXHOCTH TeHOMHOTO penaktupoBaHus [70, 72].
HecMmoTpst Ha 1O0CTaTOYHO YHUBEPCAIILHBIN M ITOHSIT-
HBII TEPMUH “HOKMH”, B INTEepaType OJist 0003HauUe-
HUSI 3TOro IIpoliecca dYalle MCIONb3YIOT TePMMWHBI
“romonornyHas pemnapanus” (HDR), a takske “tap-
reTupoBaHue reHa” (gene targeting), KOTopble MOJ-
pa3yMeBaloT HE TOJBKO BCTABKY YY:KEPOMHBIX 3JIc-
MEHTOB (IIPOMOTOPOB, T€HOB YCTOMYMBOCTU U T.II.),
HO W BHECEHUE lieJeHarpaBJIeHHbIX MyTalluii B Cy-
IIECTBYIOIINII I'eH C HCIOJb30BaHUEM MOJICKYJIbI-
JIOHOpAa.

VrmomuHaHus 00 yCIIENITHOM HOKWHE B pACTEHUSIX
BCTpeUaloTCcsl HAMHOTO peke, 4yeM o HokayTe. B mep-
BBIX 9KCIEPUMEHTaX I10 TpaHCHOpMalMd METOIOM
MOIPYK€HMSI 1LIBETKOB YyIAJIOCh TOCTUTHYTH TOJIBKO
sddexruBHocTu 0.14% us 1400 cemsaH A. thaliana.
OO0OHapyKeHO TOJIbKO IBE€ CTAaOWJIbHBIC JIMHWU, TOE
MIPOM30IILIAa MHTErpalus reHa yCTOMYMBOCTH K KaHa-
MUIIMHY, WCIIOJb30BAHHOTO B KauyecTBEe JOHOPHOI1
JHK [47]. YcremHbIM OKa3ayiCsl 3KCIIEPUMEHT I10
BCTpanMBaHMIO mocnenoBaTebHocT CaMV 35S po-
MoTopa Tieped reHoM ANTI, 3anelicTBOBaHHBIM B
OMOCHHTE3€¢ aHTOILMAHOB, YTO ITI03BOJIMJIO 3HA4l-
TEJIbHO IIOBBICUTH YPOBEHb BKCIPECCUU HAHHOTO
reHa [14]. Tem He MeHee, 3((HEKTUBHOCTh TpaHC-
¢dopmanum OblIa JOCTAaTOYHO HU3KOI: 13 0ojiee yeM
200 TpaHC(OpPMUPOBAHHBIX CEMSITOJIEH yIaI0Ch IT0-
JIY4HUTH OT 6 10 19 KaJIycoB ¢ aHTOLIMaHOBO OKpac-
KOii, CBUIIETEIbCTBYIOIINX O BO3pacTaHUU YPOBHS
akcnpeccun reHa ANT1, B 3aBUCMMOCTH OT UCIIOJTb-
3oBaHHOI1 rupoBoii PHK. B 69% kainycoB moHOpHast
JHK BcTpomnachk npaBUIbHO, OTHAKO cpeau 72 pe-
TeHEpUPOBAHHBIX U3 3THUX KaJIJIyCOB pacTeHUIi IIpa-
BUJIbHASI BCTaBKa MMeEJach TOJIbKO Y TPeX, YTO TOBO-
PUT O TEHETUYECKOI1 HEOMHOPOIHOCTHU Kajlryca. OTa
XKe rpymnmna uccieaoBaTesieil 1o0maach roMOJIOTUY-

aoit permapaimn HDR B xaprodene [73], ocymiecTBuB
HampaBJIeHHYIO MyTallliO (3aMeHY OMpeneeHHBIX KO-
JIOHOB) B TeHe alleTosiakTar cuHTasbl (ALST), obecrie-
YUBAOIIYIO0 YCTOMYMBOCTD PACTeHUs K TepPOUIIMIAM.
OmHaKo TOJILKO B OMHOM M3 BOCBMM TTOTyYEHHBIX JIN-
HUIi TIPOU301IUIN OXUAAEMbIE MyTaLIN.

KoHcturytuBHbIil ipoMoTop GOS2 MeTomOM HO-
KMHa ObUI mocTaBiieH nepen reHoM ARGOSS KyKypy3Hl,
YTO MO3BOJIWJIO YBEJIMUUTh MPOIYKTUBHOCTD TOJIyYEH-
HBIX pacTeHMit [74]. B naHHOI1 paboTe TOMOJIOTUYHbIC
wieun uMmenan minHy 400 1. H. [Ipu ncnoiap3oBaHUM
enuHcTBeHHOM rugoBoit PHK tonpko 1% monydeH-
HBIX MTPOPOCTKOB UMEJ LIEJIEBYIO BCTaBKY, TOTAAa KaK
MIpU UCIOJAb30BaHMM ABYX TMa0Bbix PHK 3ameHa Ha-
TUBHOIO npomotropa Ha GOS2 nabmoganach y 1.7%
MPOPOCTKOB.

C ucniosibzoBanueM SaCas9 u crieuuUIHOrOo 1151
giekneTok npomoropa AtECI.1/1.2 aHajmornyHas
myTtanus B reHe ALS1 A. thaliana 6b1na ycrienrHo nH-
OyLypoBaHa B 6% ceMsH mocie TpaHchopMalun
in planta [69]. MeTonoM GHOOAITUCTUKU TIPOU3BE-
JIeH HOKMH B KJIeTKaX MIIeHULIbI ¢ 3PHEKTUBHOCTHIO
ot 0.5 10 6.4% B 3aBUCHMOCTHU OT UCITOJIb30BaHHOI
TeHHO-UHXEHEPHOW KOHCTPYKUMU W peJaKTUpye-
Moro reHa [75]. Pacrenusg m3 tpaHchopMupoBaH-
HBIX KJIETOK MCCJIEAOBATEIM He pereHepupoBau.
Haub6omee s(pdpekTUBHBIMU MOKa3aau cedsl ILias3-
MUJbl HA OCHOBE PEIUIMKOHOB T€eMUHUBUPYCOB, KO-
TOpBIE CITOCOOHBI YBEINYMBATh 3(PHEKTUBHOCTh HO-
kuHa B 10—100 pa3 [70].

C nostBlieHHEM HOBBIX HYKJIea3, KOTOPBIE OCTaB-
JISTIoT “Jmnkue” KoHUBI (Takue Kak Casl2a), u ¢ uc-
MMOJIb30BAaHUEM HE OJHOTO, & HECKOJBbKMX BUPYCHBIX
PEIJIMKOHOB, a TakxKe Mpy HarpeBaHuu 1o 31°C, yna-
JIOCh TIOBBICUTH 3((EeKTUBHOCTh MHTETPAIIH TIPO-
motopa CaMV 35S nepen renom ANTI Tomara [14]
1o 4.51% [27]. DdHeKTHBHOCTE HOKUH-PEIAKTUPO-
BaHMS TeHa YCTOMYMBOCTH K TUTPOMHUIIMHY B PHCE C
ucrosb3oBanueM Casl2a cocraBuia 8% [29], a BHe-
CceHUe MyTalnii B TeH ALS puca TIipy MOMOIIH 3TOM
HYKJIea3bl umelio addekTuBHOCTb 1.8% [76].

Eie ogHUM cI10cO60M COBEpIIIEHCTBOBAHUS TEX~
HOJIOTUM HOKMHA SIBJISIETCSI MCIIOJIh30BaHUE KOMITO-
HEHTOB, ITOBBIIIAIOIINX BEPOSITHOCTh TOMOJIOTMYHOM
penapauun. K TakuM KOMITOHEHTaM OTHOCSITCSI DK-
30HYKJI€a3bl, KOTOPbIE CIIOCOOCTBYIOT OTIICILUICHUIO
HYKJIEOTUAOB Ha KOHIIAX ABYLIETTOYEYHOTO pa3phiBa 1
MpegoTBpamiaoT camojurupoBanue. Ha pacrenmsix
obutn ucnbiTanbl TREX?2 (3 repair exonuclease 2 — 3'
penapanuroHHasl 9K30HyKjIeas3a 2) U TS5 3K30HyKIIe-
aza (T5exo), oobemmHeHHEIEe ¢ Cas. B mpoToruracrax
TOMaTa M STYIMEHSI BEpOSITHOCTh MHJIEJIOB Bo3pacTajia
B 1.5—2.5 paza npu ucnoiabzoBanun TREX2, mpwu
STOM HAOJIIOHAJIMCH Oojiee MIMHHbBIC OeJICIUU U UH-
cepuuu 10 42 11. H. be3 TREX2 y 77% nipoToruiacToB
toMmata U 100% IpoTOIIaCTOB SSYMEHS NeIELUN Obl-
1 MeHb1Ie 10 1. H., a ”HCeplMii BOOOIIe He HAOJII0-
nanoch [46]. B mporormuiacTax MIETUHHUKA 3€JIEHOTO
®UBNOJIOTUS PACTEHUN Ne 1
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Setaria viridis 3¢dextuBHOCTF CRISPR 11pm mC-
nogs3oBaHun TREX2 yBenuuuniace B 1.4 paza, nipu
oToM 94% nenenuii npesbianu 10 1. H., TOrga Kak
WHCepLMit He Habmomamock [77]. I1pu 3ToM OOTBITIH-
CTBO JIeJICLIN I TIPOU3O0ILLIN OJ1arogapsl MeXaHU3My MUK-
pOTrOoMOJIOTUYHOI penapauuu (microhomology-medi-
ated end joining — MMEJ). TREX2 no3Bomi 10CTUYb
nponu 73 u 100% pereHepaHTOB C XKeJlaeMbIMU MyTall-
MU B reHax svDrm la v svDrm 1b, cCOOTBETCTBEHHO. B
MOJIYIeHHBIX ¢ ucnoib3oBaHneM TREX2 Bomoco-
BUIHBIX KOpHX (hairy roots) KapToders Habronazach
BBICOKAsl 4acTOTa MyTalllii B TeHe (pUTOeHAECATYPa3hbl
StPDS (98%), B ToM umciie HeOOIbIIe MHCEPLIMU, Ofl-
HaKO OHU He TlepeAaBaliCh pereHepaHTaM, a 4acToTa
pereHepaluu Obljla KpaliHe HU3KOIM [78]. DK30HYKJIe-
aza T5exo yBenImuuBalia 4acTOTY M pa3Mmep Jeieluii B
MMPOTOILIACTaX U TpaHCHOpPMaHTaX puca, pa3Mep Je-
Jenuii nocturan 446 1. H. [79]. o menenuii cpenu
oO1ero uncia myranuii Beipocna B 1.3—4.3 pasa, To-
IJa KaK J0JIsI UHCEPLUiA CHU3UJIACK.

Csepxakcmnpeccust ¢pakropoB HDR, Ttakux kak
CtIP, CDK1, RS-1, RADS1 u RAD54 (benkoB, KaTa-
JIM3UPYIOIINX TOMOJIOTUYHYIO PEKOMOUHAINIO), U
cynipeccust uarnontopoB NHEJ, takux kak SCR?7,
paccMaTpHMBaeTCs B KQ4eCTBeE ellle OJHOTO MEXaHM3-
Ma MHOBbIIIEHUS 3((EKTUBHOCTH HOKWH-pEIaKTU-
poBaHus pacteHuit [70], moka 4To HEMPUMEHSIEMOTO
Ha IIpaKTUKE.

2. CUCTEMBI BEKTOPOB

B envnnuHbIX padoTtax KomroHeHTbl CRISPR/Cas
cuctemsl (runoBast PHK u nykiteaza, a mHorna u no-
HopHasg JIHK) nocraBnsuiucek B pacTeHUsI 110 OTAEIb-
HOCTHU, B TOM YHCJIe, B TPAHCTE€HHBbIC pAaCTEHUSI, SKC-
npeccupywoiue Cas9 [8, 80]. Ho B mopaisoiiem
OOJIBIIMHCTBE CIy4YaeB IIPOUCXOIUT JOCTaBKa B pac-
TEHUST BCEX KOMIIOHEHTOB B COCTaBe €AMHOI reHHO-
WHXEHEePHOM KOoHCTpyKLuHu [21, 44, 46, 81, 82]. Cu-
CTEMBI BEKTOPOB IIPEICTABIISIIOT CO0O0¥ pa3zHOOOpas3-
Hble TUJIa3MUIbl, M3 KOTOpbIXx MeTogamMu Gateway
cloning mimm Golden Gate (1 ero IpoOu3BOTHBIMU —
Golden Braid u MoClo) cocrasisieTcs enuHast 6ec-
IIOBHAs KOHCTPYKIIUS 111 TeHOMHOTO PeJaKTUPOBa-
Hus1. Eciim MoClo mo3BoJisieT ¢ IIOMOIIBIO CEPUM Pe-
akauii Golden Gate cobpaTh eqMHYI0O KOHCTPYKIINIO
U3 YeThIpeX Maa3Mu pa3HOro YpoBHS (MOIYJIsI) B O~
HoM mpobupke, To MeTogoM Golden Braid rrasmunpr
00BEeINMHSIOTCS TIOMMapHoO. Pexxe mpemiaraioTcs roTo-
BbI€ €IMHbIE KOHCTPYKLIMU, KyJa HEOOXOAUMO KJIO-
HUpoBaTth ToabKo JHK-nmociemoBaTeIbHOCTD CIICii-
cepa runoBoii PHK [46], onHako 31ech BBIOOD J0O-
CTYITHBIX 2JIEMEHTOB CYIIIECTBEHHO OTpaHUYEH.

B 6onbiimHcTBe ciydaes anemeHTH CRISPR/Cas
cucteMbl HaxongsaTcss B coctaBe T-JAHK, u masa
YCIIEIITHOTO peJakKTUPOBAHUsS HEOOXOOAMMAa UX MHTE-
rpauys B TeHOM pacTeHUsI, KOTOpasi IIPOMCXOIUT B
CIIy9aiflHOM MeCTe, YTO MOXET HETaTUBHO OTpaxKaTh-
ca Ha 3(pPpeKkTuBHOCTU UX 3Kcrnpeccuu [83]. Cyie-
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CTBEHHBIM HEIOCTATKOM 3[eCh SIBISIECTCSI U TO, YTO
pacTeHUsI CTAHOBSTCSI 110 CYyTU TPAaHCTE€HHBLIMU, CO-
JepXallUM1 B CBOEM T'€HOME ITOCJIEIOBATEIIbHOCTHA
reHa Hykjeassl, rmgoBoit PHK 1 cenektuBHOTO TeHa.

AJIbTepHAaTUBHBIM, HO PEOKO IIPUMEHSIEMBIM Ba-
pMAHTOM SIBJISIETCSl MCITOJIb30BaHUE MOAUMUILINPO-
BaHHBIX PEIUIMKOHOB reMuHUBUPYCcOB (BeYDV — Bu-
pyca xKenToi KapJmkoBocT 6060B, ToLCV — Bupyca
Kyp4yaBOCTH JUCTheB ToMaTa, WDV — Bupyca Kapiu-
KOBOCTY MILEHUIIBI U JIP.), HAXOOSIINXCS B COCTaBe
T-JAHK u comepkalmyx TOYKY Hadajga peIUIAKAIINH
LIR 1o 06e cCTOpOHBI OT MOCJIeA0BATEIbHOCTU BUPYC-
Horo reHoma [ 14, 73, 75]. Ilocne nomamanus T-JIHK B
SIOpPO, BUPYC PEIUIMLIMPYETCS II0 THUILY KaTSIIErocs
KOJiblia, BbicBOOOXHast Bce aneMeHThl CRISPR/Cas
cucteMbl [83]. Mx KOMM4YeCcTBO B KJIIETKE MOXET OBITh 1O
80 pa3 BpIIlIe, YeM 0e3 MCHOJb30BaHUST BUPYCHOTO
PEIIMKOHA, a TPOJOIKUTEIbHOCTb HAXOXKIACHUS pe-
IUIMKOHA B KJIETKE IOCTUTAET BOCHMHU HeJIesIb ITOCIIE ar-
pobakTepnanbHON TpaHchopmain [27]. Tlpum aTom
BCTpauBaHUs B TeHOM (eCJIU peub He UAET O HOKUHE,
IIe¢ PEIUIMKOHLI TeMUHUBHUPYCOB TOXE OYEHb 3(-
(beKTUBHBI) He mpoucxoauT [ 14], 1 mojrydeHHBIE pac-
TEHUSI HE CYUTAIOTCSI TPAHCTCHHBIMMU.

Bce ommcaHHbIe HUXKE CHUCTEMBI, KPOME OIHOI
[46], oTHOCATCS K TIEpBOMY TUMY (3JI€MEHTHI CHUCTE-
MBI BCTPanBaIOTCS B TEHOM), a TaK:Ke HE IMMO3BOJISTIOT
OCYIIECTBJISITh HOKUH. CoaepkaHUe KaXXIoi U3 HUX
npencrasiceHo B Tabauie 1. HekoTtopble mia3Mumbl
JUISI TEHOMHOTO peTaKTUPOBaHUs OBIJIM 3aKa3aHbl 13
peno3utopus 6osee 100 pa3, 4To TOBOPUT O BEICOKOI
MMOTPEOHOCTU HAyIHOTO COOOIIECTBA B TOTOBBIX T€H-
HO-WHXXEHEPHBIX KOHCTPYKIIMSIX IJIST peIaKTUpOBa-
HUSI pacTUTEJIBHBIX T'€HOB. 3HAYMTEIbHOE KOJIMYe-
CTBO LUTHUPOBAHUI psma pabOT CBUACTEILCTBYET O
TOM, 9TO TOTOBBIE CHCTEMBI BEKTOPOB MOTYT OBITH
YCIEIUIHO MCHOJb30BaHbI JJISI TTOJYYEHUs] Hay4YHBIX
pe3yIbTaTOB.

OnHa u3 HauboJsiee paHHUX cucTeM Xing ¢ COaBT.
[81] cocTout 13 19 ma3mua, B KOTOPHIX MCIOIb3YIOTCS
Cas9, onTUMHU3MpPOBaHHbBIC TSI KYKYPY3bl, a TUIOBbIE
PHK naxopsrcs mmom koHTpojieM Pol 111 npomoropoB
KakK OHOJIONbHBIX, TaK 1 AByNOJbHBIX. IMeeTcs Takxke
Y IBa BapuaHTa fAeakTuBupoBaHHOI Cas9 — ¢ pemnpec-
croHHbIM JoMeHOM KRAB (pHSN6101, Addgene plas-
mid # 50587) u aktuBatopom VP64 (pHSN6AO1, Ad-
dgene plasmid # 50586). Ha BeIGOp JOCTYIIEH U OOVH
U3 TPEX MapKePOB [IJIs1 CeIeKIIMU B PaCTeHUsIX — KaHa-
MULIMH, TUTPOMULIMH WK (ochuHoTpuiivH. [1o3nHee
aBTOPbI CO3MIAIN MAJICHBKYIO, HO JOCTATOYHO TOITYJIsIP-
HYIO cuctemy ¢ nonuuucTpoHHbIMUA tRINA-gRNA non
KoHTposieM IpoMmoTopa puca snoRNA U3 u Cas9 nox
KOHTpOJIeM YOMKBUTUHOBOIO IPOMOTOpa puca.
IlnasMua B cucteme BCero Tpu, OHU ObUIM 3aKa3aHbl
takke 6oiiee 100 pa3. Be1oop MOXHO crenaTh TOJIBKO
MEXIy TpPaH3UEHTHOI AKCIIpeccueil B IIpoToriacTax
U arpobdakTepraibHOMI TpaHchopMaLueii [58]. 3ateM
aBTOPBI CO31AJIU NATh MIA3MU/ U151 pE1aKTUPOBAHUS
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OCHOBaHUI1 y OByHoJbHBIX [49]. Bce oHM comepxkar
nCas9(D10A) nmon koHTpoJieM nmpomotopa 35S CaMV,
kapkac gRNA 1j1s1 omHOro crelicepa U OOUH U3 Ce-
JIEKTUBHBIX T€HOB IJISI paCTeHUIA.

KomnrektuBom Ma ¢ coaBr. [82] ObLIO cO3maHO
17 nmma3zmun. Yacts M3 HUX KOAUPYET KOJOH-OITHU-
MU3UPOBaHHYIO IJIsT ceM. 31akoBbix Cas9 (c moieid
GC 62,5%), nmpomotop 35S CaMV 160 yOUKBUTH -
HOBBIH IIPOMOTOP KYKYypy3bl Pubi, 1 onuH 13 Tpex ce-
JISKTUBHBIX T€HOB, 4YaCTh — KapKachl rugoBbix PHK
nox KkoHTpoJieM Pol 111 mpoMoTOpoB Kak OmHOIOJIb-
HBIX, TaK U ABYA0JbHBIX. C IIOMOIIIbIO JAaHHOM CHUCTe-
MBI aBTOpaM yIajoCh MHIAYLIUPOBATh HaCjeayeMbIe
MyTaluu B 46 pa3IMUHBLIX y4acTKaX reHoOMa puca, 1
IIECTU yJyacTKax reHoma A. thaliana.

MexXnyHapOIHBIM KOJUIEKTUBOM aBTOPOB [41] co-
3JaHa cucTema, cocrtosias yxe u3 37 miasmun. B
Heit umeetcss Tpu Monyisa Golden gate- u Gateway-
COBMECTHMBIX BEKTOpOB. PaHee ommcaHHBIE CHUCTE-
MbI ObLIM HE OoJiee yeM ABYXMOAYIbHBIMU. I1epBbIit
MOMY/Ib CONEPKUT HyKJIea3y, HuKasy n1moo dCas9, B
TOM 4YHCJIE C aKTUBAaTOPOM M PEIpPeccOpoOM TpaH-
cKkpunuuu. Bropoit mo3BoJisieT KIOHUPOBATh CIICi-
cepbl ruaoBbiXx PHK, Haxonsimuxcs mom KOHTPOJIEM
Pol III mpomortopos. Tperuii 1mo3BoisseT BHIOpATH
IIPOMOTOP, T1OJI KOTOPBIM OyIET SKCIIPECCUPOBATHCS
Cas9. CylllecTBEeHHbIM HEIOCTAaTKOM Habopa SIBJISIETCS
TO, uTO cIreticepnl THIoBLIX PHK HeoOxommMo cHavama
KJIOHMPOBAaTh KaXIbIii B OTAE/IbHYIO I1asMuny. B cu-
CTeMe He IIpedyiaraeTcsi BhIOOp CEJICKTMBHOIO arcHTa.
Taxcke Cas9 onTuMu3npoBaHa MO KOMOHHOMY COCTaBY
TOJIbKO Non, A. thaliana mibo JesloBekKa.

KomnextnB Lowder ¢ coaBt. [4]] mpomoKuiin
CBOIO pabOTy, CMECTUB aKLIEHThI B CTOPOHY aKTHBa-
muy TpaHcKpurmy — cucteMbl CRISPR-Act2.0 [43,
44], HOBBIX HyKJIea3 [22] 1 mpaitMHUpOBaHHOIO pelaK-
tupoBaHus [23]. Ele omHa co3maHHass MMM cUCTeMa
basupyercs yxe Ha Hykiea3e Casl2b, KIIOHMpOBaHNUU
Gateway 1 puO03UMHOM MpolieccuHre TuaoBbix PHK
[23]. OHa comepxuT 29 niaa3Mu st TEHOMHOTO pe-
JAaKTUPOBAHMST OMHOIOIBHBIX, I HAa BEIOOP JOCTYITHEI
TosibKO Cas12b pa3nmyHbIX OaKTepuil, a TAKKe TeaKTH-
BUPOBaHHbIE HYKJI€a3bl C aKTMBATOpaMUu TPaHCKPUII-
mun. Co3gaHHbie Tang ¢ coaBT. [55] BEKTOPBI HE MOTYT
B TOJHON Mepe cuMTarhbcsl cucteMamu. Jist ocy-
IIECTBIICHUSI TPaliMUPOBAHHOIO pPEJAKTUPOBAHUS
JIOCTYIHBI TOJIBKO IBE IJIa3MUObI: MOMYJIb 111 KJIOHU-
poBaHus cneiicepa runosoii PHK n monynb, comep-
Xalluii HUKasy.

B cucreme, cosmaHHoii Vazquez-Vilar ¢ coaBT.
[42] meTomoMm GoldenBraid MOXHO OTHOBpEMEHHO
HWCHOJIb30BaTh 0 MSITU IMOJULMCTPOHHBIX TMAOBBIX
PHK-TPHK. K BbI6OpY noctynHsr Cas9, KonoH-omn-
TUMM3UPOBaHHAsI IS Y€JIOBEKaA, a TAKKE IeaKTUBUPO-
BaHHas1 Cas9, aktuBaropsl VP64 u EDLL u penpeccop
BRD. XoTs B cTaThbe OMMUCHIBAIOTCSI HECKOJIBKO ACCSIT-
KOB IUIa3MU/I, Bcero 14 13 HUX IOCTYITHEI IJIs 3aKas3a.
Hanpumep, 10CTyneH TOJAbKO CEJIEKTUBHBIN MapKep

YCTOMYMBOCTH K KAHAMUIIMHY U, YTO OTJIUYACT CH-
CcTeMy OT BCeX IPOUYMX, — PENOPTEPHBINA IeH JIIOLM-
depasnl Renilla reniformis. ABTopaMu COOCTBEHHAasI
cucTeMa Oblla ITpoBepeHAa TOJBKO TPAH3UEHTHO.

KonnextnBom Ordon c¢ coaBrt. [84] co3maHa cu-
creMma “pDGE Dicot Genome Editing Kit” (Addgene
kit # 1000000084) n1st penaKTUpOBaHMUS TeHOMA JIBY-
JIONBHBIX, KOTOpas OblIa MCIThITaHA Ha Bumax Nicoti-
ana benthamiana n A. thaliana. Ha6op conepxut 41
ILUIA3MULY, TIOCTABIISIEMYIO KaK B 96-JIyHOUHOM IIJIaH-
11IeTe, TaK 1 0 OTaebHOCTU. PaHee ormrcanHbie HA0O-
PBI B IJIaHIIETE HE MOCTaB/ISLIMCh. CHCTeMa ITO3BOJISIET
KCIIOJIb30BaTh €IMHOBPEMEHHO 10 BOCHMU THMIOBBIX
PHK, xaxknast 13 KOTOPBIX HAXOAUTCS 101 KOHTPOJIEM
otTmenbsHOro rmpomoropa AtU6. Ha BeIOOp IIpeara-
IOTCSI TPY CTaHIAPTHBIX CEJIEKTUBHBIX Mapkepa. M3
HyKJIea3 1ocTyIHa ToabKo Cas9, B Tom uuciie dCas9 ¢
akTuBaTopoM oskKcrpeccun Hax3 m Hukaza (nCas
D10A). B HabGope mia3Mu nmpeacTaBiieH cieuuuy-
HbII WS stiiiekyeTok mpomotop DD45/EC1.2. Tem
He MeHee, B IMyOIMKallMK yIop cAejaH Ha CO3MaHUuU
JeJielnii, a BOSMOXHOCTH UCTIOJIb30BaHUS JOTIOJIHM -
TEIbHBIX 2JIEMEHTOB HE 0OCYXKIar0TCsI.

OnHoii n3 HanboJiee MacIITAOHBIX CUCTEM, BKJTIO-
yaromux 200 pasadyHbIX TJ1a3MUI, KOTOPbIE MOTYT
ObITh CKOMOMHUPOBAHBI B 3aBUCUMOCTH OT LIEJIU MC-
cJIeTIOBaHUsI, SIBJISIETCSI MHOTO(YHKIIMOHAIBHBIN KUT,
CO3MaHHbII B YHUBepcuTeTe MUHHECOTHI [46]. DTa pa-
0o0Ta paccurTtaHa He Tojibko Ha cuctemy CRISPR/Cas,
Ho U TALEN, a Takke BKJII0o4aeT reMUHUBUPYCHBIC
BEKTOpPBI. JIOCTYIHBI KaK TOTOBbI€ BEKTOPbI, Kyla
TpeOyeTcsl KJIOHUPOBaTh TOJBKO crieiicep TMI0BOI
PHK (cepust p DIRECT), Tak 1 BEeKTOpPEI, COCTOSI-
1IMe U3 TpeX MpruodpeTaeMbIX OTAEIbHO MoayJieit (A,
B, C) u ocroBa (p_TRANS — transformation back-
bone).

IMTmasMuaer Momynss A KomupyloT Hykiaea3dy Cas9
JIMKOTO TUIIa, 1100 HuKazy, 1noo dCas9, B TOM uuciie
C aKTuUBaTopaMu BKcrpeccuu. [IpM 3TOM HHMKa3bl
(D10A 1 H840A) B cucteMe npenHa3HadYeHbI He JJIst
peIakTUPOBAHUSI OCHOBAHWIA, a JJisl CO3IaHUsI IBYX
OIHOLICTIOYEYHBIX PA3PBIBOB, YTO CHIKAET BEPOSIT-
HOCTh HelleJIeBbIX MyTanuii. B mmasmunbsl Mmonyins B
HEOOXOOUMO KIIOHMPOBATh OOWH WM HECKOJIBKO
crneiicepoB rumoBoii PHK, kxoropeie Moryr Haxo-
IUTHCS KaK oA KOHTpoJieM MHANBUAyaabHbIX Pol 111
MMPOMOTOPOB, TaK U MOJULUCTPOHHO (C TTOMOIIBIO 1
Csy4, n pudo3umon, u TPHK). B mmazmuasr momyiist
C MmoxHO KioHmpoBaTh noHopHyio JHK mrg ocy-
mecTtBiaeHuss HokuHa. [Tnasmuner p. TRANS kommpy-
IOT pa3lINYHbIE CEJICKTUBHBIE Te€HBI JIJIsT TpaHCHOpMa-
uuu pacteHnit. OMHUM U3 CYIIECTBEHHBIX MpPEUMY-
IIECTB JTAHHOM CHUCTEMbI, OTJMYAIOIIUX €€ OT BCeX
OCTaJIbHBIX, SIBISIETCSI BO3MOXHOCTb OCYILIECTBIICHUSI
HOKMHA, BO3MOXHOCTb BbIOOpa TKaHeCTELM(MDUIHBIX
npomotopoB (EC1.2), a Takke HaIuyrMe BEKTOPOB Ha
0CHOBe perumMKoHOB BupycoB (BeYDYV, ToLCV, WDV).
®U3MOJIOTUS PACTEHUM Ne 1
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KommexktmBoMm Hahn ¢ coasrt. [21] 6b11 pa3paboTaH
WHCTPYMEHTApUii I T€HOMHOIO pPeaaKTHPOBAHMSI,
COCTOSIIINI 13 95 MOIYJIBHBIX IUIA3MUI, KOTOPBIE MOXK-
HO ITPUOOPECTU KOMITIIEKTOM B 96-IyHOUHOM TIIaHIIIE-
Te, a TaKKe 1Mo oTmeiabHocTH. Habop comepXut He-
CKOJILKO BapMaHTOB HYyKJI€a3 M3 Pa3jIMYHBLIX BUIOB
oakrepuii (Cas9, onTUMHU3MPOBAHHBIE IS OJHO-
JOJBHBIX M ABYAOJbHEIX, 1 Casl2a, onTUMN3UPOBAH-
HEBIE TOJILKO JIJISl pyica U Y€JI0BEKa) U pedaKTOPhl OC-
HOBaHUiA. JIIOGOIBITHO OTMETUTH, YTO TUIA3MUIBI C
Hykieaszoit Cmsl (pFH18—21), xoTs u ripeacTaBiieHbI B
CTaThe KaK 4YacThb CHUCTEMEI, OTCYTCTBYIOT B PEO3UTO-
PUM Y MOTYT OBITh IOJTyYeHBI TOJILKO MO 3ampocy. s
BBIOOpA JOCTYITHBI MTpoMoTopHBIe Momynu — Pol I11
(TaU3, OsU3, OsU6 u AtU6) 1 yOMKBUTUHOBEIE 1
akTmHOBBIE TTpoMoTophkl Pol 11, a Takke BUpyCHBII
npoMoTop CmYLCV, u3oaupoBaHHBIN U3 TJIa3MU],
Cermak c coaBr. [46]. JlOCTYITHBI MOIYJTA C OCTOBaMHM
IJIsI crieificepoB KaK MWHIWBUIYAIbHBIX, TaK U TTOJIH-
nuctpoHHBIX THIOBBIX PHK (Tombko gRNA-tRNA
cucteMa). C oqHOM I1a3MUIbI MOXKHO 3KCIIPECCHUPO-
BaTh 10 24 runoBeix PHK. Xotda nanHas cucrema co-
JIePXXUT HanboJiee MUPOKUIT aCCOPTUMEHT HYKJIeas,
OHA HE IIO3BOJISICT CHEIaTh HOKMH U HE CONEPXKUT
dCas c peryngropaMm 3KCIIpecCUM. TakKe crucTeMa
elle He yclieja MOJy4YuTh IPU3HAHUS — aBTOpaMu
OHa OBIIa IPOTECTUPOBaHA TOJILKO Ha IIPOTOILIACTaX
MIIEHUIBI, 1 IMEET BCETO MSTh LIMTUPOBAHUN U Me-
Hee 50 3aKka30B.

SAKJIIOYEHHME

I'eHoMHOE pemakTUpOBaHUE — OIHA M3 CaMbIX
CTPEMUTEIBHO Pa3BUBAIONINXCS TEXHOJOTHIA HAIIIETO
BpEeMEHM, KOTOpasI ITO3BOJISICT TOCTUTHYTh MHOXKE-
CTBa ILIeJIEU TIPUKIIaATHON U (PyHIaMEeHTaJIbHON Hay-
k. OgHAKO IIPAaKTMYECKM BCE HOBBIC 3JIEMEHTHI
CRISPR-cucTteM TecTupyroTcsd Ha KJIETKax XKUBOT-
HBIX, a UX IPUMEHEHME Ha PaCTUTEIbHBIX OOBEKTax
3ara3abIiBacT Ha HECKOJBKO JieT. K mpumepy, HoBas
aykiea3a Casl2b op1a otkpeiTa B 2015 1., B 2018 1. €e
dopma, Haubosee 3pdeKTUBHAS TIPU TeMIIepaTypax
Huke 40°C, Obl1a oOHapykeHa M IMpUMEHeHa Ha
KJIETKaxX MJIeKoTTiTarommx [85], 1 Toimpko B 2020 1.—
Ha pacteHusx [20, 22, 28]. Tem He MmeHee, IJ1SI TEHOM -
HOTO peJaKTUPOBAHMS paCTeHUI pa3paboTaHO 0OJIb-
Imoe pa3HooOpasne KOIOH-OITUMU3MPOBAHHBIX
Cas9, monuduimpoBaHHbix Cas9, B TOM yucie neak-
TUBUPOBAHHBIX, HUKa3, a TakKXe pPacIO3HAIOIINX
pasmmuHbie BapuaHTel PAM [21, 33, 41, 42, 81, 82].
JIocTaToOgHO XOPOIIO OTPadOTaHBI CITOCOOBI JOCTAB-
K1 MHOXecTBeHHBIX TunoBbiXx PHK, 4yTo ocobeHHO
aKTyaJlbHO UMEHHO JJIs1 pacTeHuii [23, 46, 56—59].

Ecnu TexHosorust HokayTa Oblia yCIEeIIHO OIpo-
0OoBaHa yX¢ Ha MHOTHX BUIAaX PacTeHMIA, B TOM YHCIIC
XO3IMACTBEHHO IIEHHBIX, TO HOKMH OCTaeTCsl CAOXKHBIM
1 Mano3(d@eKTUBHBIM. TeM He MeHee, BO3MOXKHOCTU
HOKMHA IIMpPe: UMEHHO 3TOT METOJ, ITI03BOJISIET ITOIY-
YUTh PACTECHUS C MPUHLUIIMATIBHO HOBBIMU CBOMCTBA-
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mu. [1pu aTOM, B OTIIMIME OT TpaZUIIMOHHON TeHHOMN
WHXEHEPUU, TOSIBJISIETCS BO3MOXHOCTh MHTETPUPO-
BaTh noHOopHyo0 JIHK MMeHHO B TO MECTO reHoMa,
e oHa Oynet Hambosee 3 peKTnBHO padoTaTh. [To-
WCK TaKUX PETMOHOB MPOBOIUTCS TOJBKO Y MOIEIb-
Horo pacteHus A. thaliana [18], HO He IJIST CEIBCKO-
XO3SICTBEHHBIX PACTEHUIA.

M3 1eHHBbIX XO3SIMCTBEHHBIX PAcCTeHU caMbIM
pacrpocTpaHeHHbIM 0ObEKTOM T€ HOMHOTO pEeIaKTH-
pOBaHMUS SIBJISIETCS PUC, ITOCKOJIBKY €I0 TEHOM U Me-
TOABI TpaHcGhOpPMALIUY XOPOILIo u3ydeHsl [86]. K 1mo-
NyJISIPHBIM OOBEKTaM OTHOCITCS Takke A. thaliana,
TOMaT, KyKypy3a, Kaprodens [14, 20, 22, 29, 46, 73],
HO B 1I€JIOM BbIOOP 00bEKTA JJ151 TEHOMHOTO pelaKTH-
pPOBaHUS OTPAaHUYEH BUJAMU U COPTaMU, TEHOM KO-
TOPBIX MIOJTHOCTBIO CeKBeHUpoBaH. Eciin paHee TeHbl
B PacTeHUS BHEIPSUIM “BCICIIyIO”, TIOTydast OOBIYHbIE
TPaHCTE€HHBIE PACTEHUS, TO 7151 yCTIEIITHOTO FTEHOMHOTO
peIakTUPOBaHMSI HEOOXOOMMO 3HATh LISJICBOM y4acTOK
C TOYHOCTHIO [0 HYKJIEOTHAa. DTO CYIIECTBEHHO
OCJIOXHSIET BHEAPEHNE TaHHOU TEXHOJIOTUHN B MpaK-
TUKY, YYUTBIBas CJIOXKHOCTb PACTUTEJIbHBIX TEHOMOB,
B TOM UMCJIe OJIUIIouauto. TeM He MeHee, UMeIoTCs
yCIEUIHbIE MPUMEPbI T€HOMHOTO pelaKTUPOBaHUS
reKcaryiouaHOM MILIEHULIbI, BO BCEX TPEX CyOreHoMax
KOTOPOW yIanoch HOKayTUPOBATh LIECTh ajlielieii re-
Ha MLO, 9T00BI pacTeHUS CTaI HEBOCIIPUMMYMNBEI K
My4YHUCTOM poce [87], a TakKe TOOUThCS CHUKEHUSI
conepxaHus moTeHa [88]. BBICOKYIO IPaKTUYECKYIO
3HAYMMOCTh UMEET TaKXKe TEHOMHOE peAaKTUPOBaHE
parica, KOTOpbIi SIBJISIETCSI TeTPAIJIOUAOM, U JPYTUX
XO3MCTBEHHO ILIEHHBbIX pacTeHuii ceM. KarycTHBIX.
Hecmotpst Ha TO, YTO TTOJTHOCTBIO CEKBEHUPOBAH Te-
HOM BUIOB Brassica napus, B. rapa, B. oleracea, Came-
lina sativa u Opyrux CeIbCKOXO3SICTBEHHBIX pacTe-
HUIA 9TOTO CEMEMCTBA, OHU PEIKO CTAHOBSITCS OOBEKTA-
MM TEHOMHOTO penakTupoBaHus. Ilo paricy Toka
UMEETCS TOJIbKO JIEBSITH IIPUMEPOB YCIIELTHOTO HOKAy-
ta MmeTonoM CRISPR/Cas, B omHOM 13 KOTOPBIX HOKAYT
BCEX YeThIpex ajeseil reHa BnaMAXI no3Boaui yBe-
JINYUTh YPOXKANHOCTD KYJIBTYpHI [89].

Takum o6pa3zomM, B 0061aCTU TEHOMHOIO pPedaKTU-
pOBaHUS PACTEHUIA €CTh MHOXECTBO aKTYyaJIbHbIX Ha-
MpaBJICHUN UCCAEeI0BaHMsI, CBI3aHHBIX KaK C COBEp-
meHcTBoBaHUeM TexHosoruu CRISPR/Cas, Tak u ¢
IIOMCKOM HOBBIX T€HOB-MMUIIICHE y HOBBIX BUIOB
pactenuii. HammeHee nccnemoBaHbl MMEHHO (DU3MO0-
JIOTUYECKUE UBMEHEHMUS y PACTEHUI C OTpEeIaKTUPO-
BaHHBIM T€HOMOM, ITOCKOJIbKY B OOJILIIIMHCTBE pac-
CMOTPEHHBIX pabOT aBTOpaMy IMPOBOAMIACH TOIBKO
OlLICHKA YPOBHSI 9KCIIPECCUU TeHOB-MUIIIEHEN U CTe-
IICHb BHIPAXXEHHOCTU (PEHOTUNMNYSCKUX IIPU3HAKOB.
OmHAaKO ITOCTOSTHHO YBEJIMYMBAIOIINIICS TOCTYITHBINA
apceHal J1Jis1 TeHOMHOTO pedaKTUPOBaHUSI pacTeHUit
MO3BOJISIET MOAKIIOUUTHCS K paboTe Bce OOIbIIEMY
KOJIMYECTBY HayYHBIX T'PYIIII, UCCIeN0BaTh (DYHKIIUN
U POJIb MHOXECTBaA PAaCTUTEJIbHBIX TEHOB U CO31aTh
copTa ILIEHHBIX CEIbCKOXO3SMCTBEHHBIX PACTCHUI C
HOBBIMY IpU3HAKAMMU.
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ABTOpLI 3aABJIAIOT, YTO Y HUX HET KOH(I)J'H/IKTa NH-

TEPECCOB. Hacrosias craTbs He COOCPKUT KaKMNX-JIU-
00 ncciengoBaHUl ¢ yqaCcTuemM JIIONEM U XKUBOTHBIX B
KadecTBe OOBEKTOB UCCIIEIOBAaHUIA.
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B conpstkeHnu ¢ pacrio3HaBaHUeM (CEHCUHT) M TPAaHCIIOPTOM PacCMaTPMBAIOTCSl CUTHAJIbHBIE CBOMCTBA
Hutpara (NOj3) y BUIOB, pa3InMYaioIUXCsl B 3BOTIOLUOHHO-TAKCOHOMUYECKOM OTHOIIEHUU, OT IPUMU-
TUBHBIX ITPOKAPHUOT 10 LIBETKOBbIX pacTeHUuii. Ha ocHOBaHUYM CpaBHUTEIbHO-(DU3MOJOTMYECKOro aHaaus3a
aBTOPHI IEJIAIOT MPEATIOIOXKEHMS O HEKOTOPBIX MY TSIX (PUIIOTEHETUYECKOTO CTAHOBJIEHUSI CUTHAJIbHBIX Kac-
KaJl0B, 3alTyCKaeMbIX yKa3aHHbBIM UOHOM. BO3MOXHO, HUTpAT BO3HUK Ha 3eMJie ellie B KaTapxee Mpu aHad-
poOHOM XxapakTtepe TepBUUHOI aTMochepbl. Jlanee mossBUICS OKCUTEHHBIN (DOTOCUHTE3, CO3MIaB MPEIIo-
CBUIKHU JUIs1 HUTpUbUKAIIMY KaK IMIaBHOTro UcTouHuKa NOj . Bo3pacrarouii rpanueHT ypoBHeit HUTpaTa B
cpene Crioco0CTBOBAI CO3MAHUIO TTIOJIMMOPGU3Ma €TI0 HU3KO0- U BEICOKOAM(MUHHBIX CEHCOPOB U TPaHCIIOP-
TepoB. CucTemMa CeHCUMHTa M CUTHAJIMHTAa HUTpaTa OT ITPOKapuOT Obl1a yHAcJieqoBaHa 3yKapuoTaMHU, MOy -
YUB Yy HUX JajibHel1Iee pa3BUTHE. Y LIBETKOBBIX PACTEHUI HAJIMLIO CTAHOBJIEHUE HOBBIX PETYJISITOPHBIX M-
XaHU3MOB, OTIPENEISIOIINX BO3MOXHOCTb TOHKOI HACTPOUKM CEHCUHTA Y MTOMIOLIEHUS pa3HbIX 103 NOj
C y4acTUeM TPaHCIIOPTEPOB COOTBETCTBYIOIIETO CPONCTBA. B 3aBUCMMOCTU OT OpraHHO-TKaHEBOM JIOKAU-
3al[MM TaHHOTO MOHA PACIIUPSIETCS CIIEKTP €r0 CEHCOPOB, YTO OMPEIESIET METa00JINYECKYIO HallPpaBJIEH-
HOCTb OCHOBHBIX (DYHKIIMIi pacTeHUI1, CBSI3aHHYIO C YCBOEHUEM a30Ta, POTOCUHTE30M, POCTOBBIMU U TIPO-
NYKIMOHHBIMU TIPOIIECCaMU.

KuioueBble ciioBa: CCHCUHT HUTpaTa, HUTPATHBIM CUTHAJIMHT, pacTeHUsI, TPUOBI, TTPOKAPUOTHI, OMOTEOXH -

MUYecKasl U MOJIEKYJIsIpPHAsT 9BOJIIOLIUAS
DOI: 10.31857/50015330322010158

BBEAEHWE

O0630p ABSIETCS JIOTUYECKUM TTPOIOJIKEHUEM Ce-
PUM HALIUX TIPEIIECTBYIONIMX MyOIUKaIIU, TTOCBS -
IIIEHHBIX CO3MAI0NIEMYCs 3a TTOCIETHUE NeCATUIICTUS
HOBOMY paszneyly (pu3nojaorud u OMOXUMHUU — HUT-
paTHOMY CUTHaJIMHTY. B mpenirecTByommnx o63opax
[1, 2] ocBemanuch BOMPOCHI, OTHOCSIIIMECST K BO3-
HUKHOBEHWIO WCCIEOOBAHUNA B 3TOUW 0OJACTU Kak
CIIEACTBUIO CO3[MAaHUSI HOBBIX WHCTPYMEHTAJIBHBIX
BO3MOXHOCTEH B pSII€ CMEXHBIX OMOJOTMYECKUX
nucuuIuinH Ha pyoexe XX—XXI Bekon. Ilomsonu-
JIUCh WTOTU PE3YJIbTATaAM TIEPBBIX M3BICKAHUU 10
UAeHTU(PUKAIUU TIyTe CEHCHMHra M TpaHCIopTa
HUTpAaTa B CBSI3U C JAJIbHEUIIEN KAaCKaaHOW NPpUpo-
JIOl CUTHAJIMHTA a30THOTO, YTJIEPOIHOTO, BTOPUYHO-
ro obMeHa, a Takxke MEXaHU3MOB ee peaiu3aluu. B
TAHHOM 0030p€ paccMaTpUBAETCS TPOILIECC IBOIIO-
IV HUTPATHOTO CUTHAJINHTA KAK SIBJICHUS], HAUMHAS
OT ero (hopMUPOBaHUS C TTOCTEayIONEe MoauduKa-
e U yclIoxXHeHueM. Mlcnonb3yeMblii CpaBHUTEb-
HO-(U3UOJOTUYECKU A TTOIX0 TTIO3BOJISIET HE TOJIBbKO
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paccMoOTpeTh (PUIOTEeHETUYECKOEe pPa3BUTHE Mexa-
HU3MOB PETryJIITOPHOTO ACUCTBUSI HUTPATa, HO U €T0
COBPEMEHHBI pe3yJibTaT — NOJIMMOP(U3M MPOosIBIIe-
HUI1 Ha OpraHU3MEHHOM YpOBHE.

MPEAITOCBIUIKHY HUTPATHOT O
CUTHAJIMHTA B KATAPXEE

beityeT nmpencrasnenue, yto HUTpaT (NO5) npak-
TUYECKM MOJHOCTBIO MPEACTAaBIsIET COO0M MPOAYKT
OMOreHHOI HUTPpU(DUKALIUU. DTO OOCTOSITENBCTBO, a
TaK>Ke TUIoTe3a 06 aHa’pPOOHOM XapakTepe NepBUY-
HOIi aTMocdepbl, TO3BOJUIU TPEANOJIOXUTh, UYTO
a30T B JOOMOJOTMYECKNII KaTapXeWCKuii 20H —
4.5—4.0 mapa. JeT Ha3ajd (majee MJpPA. JI. H.) ObLT B
BOCCTaHOBJIEHHBIX (hopMax, TaKUX KaK aMMOHUI U
uuaHua. OnHako yxe Toraa, no-BUaIuMoOMy, TpOuc-
XOJMJI 3JEKTPOXMMUUYECKUI CUHTE3 HUTpaTa C ydya-
ctueMm CO, Kak noHopa Kucyopona [3—5]. Beuny ¢o-
TOJIM3a U BOCCTAHOBJIEHUS IBYXBaJIEHTHBIM XKeJIe30M
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BepoOsTHasI KOHIIEHTpalus HutpaTta ripu pH 6—8 u
temneparype 0—50°C 6bu1a He 60s1ee 1 MKM [3, 5].

OnHako cyniecTBYeT U Apyrasi TOUKa 3peHUs. YKe
B caMOM HayaJjle CyIeCTBOBaHMUsI reorpadudeckoii
0007104KM 3eMIM OBUIO BO3MOXHO M JIOKAJIbHOE 00Oora-
IIeHNE Cpeabl HUTpaToM 0 KoHleHTpauu 10—20 MM
[3, 4]. B yacTHOCTH, OHO MOTJIO UMETHh MECTO B TOXK-
JIEBOI1 BOJIiE, BCJIEACTBUE 0Opa30BaHUS IIPU I'PO30BBIX
pa3psigax OKCUOOB a30Ta U UX JaJIbHEUIIEN peakLuu
C KareJIbHO-XUIKO Boaoii B oosakax. C yueToM To-
ro, 4TO B KPYT IIPOAYKTOB IIEPBUYHOIO JIEKTPOCUH-
Te3a Hapsay C OpraHMYSCKIMM BeIlleCTBaMU BXOMWIT
W HUTpAT, ObUIO BEChbMa BEPOSTHO COBMECTHOE MX
HaKOIUUIEHHWE, B CHJIy YeTO YKa3aHHBIM MOH OKa3aJjcs
CBOETO pojia MapKepoM TUAPOXUMUYECKOIl 0OcTa-
HOBKHM, HeoOxoaumoii mist abuoreHesa. Orciona u
CJIEACTBHE — BO3MOXHOCTD ITOSIBJICHMS MEPBUIHBIX
peakiuii CCHCMHTa HUTpaTa y>Ke Y paHHUX OpraHu3-
MOB KaK afjanTalluy K IMTOMCKY aOMOTeHHBIX OpraH-
YEeCKMX COCTUHEHUIA.

CTAHOBJIEHUE HUTPATHOI'O
CUTHAJIMHTA B APXEE

Hszmenenue oxpyxcaroweli cpedvt

B apxee (4.0—2.5 mapa. JI. H.) Ha4YaJIOCh aKTUBHOE
npeoOpa3oBaHUe Cpelbl OOUTaHUSI TTPOKAPUOTaAMU.
He no3gHee 3.2 mupa. 1. H. TIOSIBUJIMCH 1lIMaHOOaKTe-
pUMU C OKCUTEHHBIM (DOTOCUHTE30M, X KOJJOHWUU Ha
MOBEPXHOCTU OMOTEHHBIX KapOOHATHBIX MOCTPOEK —
CTPOMATOJIMTOB CTajJld MEPBbIMU a3pOOHBIMU Oa3urca-
MH [6]. 2.7 MIIpI. J1. H. TTIOCIIETHUE PaCIPOCTPAHUIINCH
o Bcemy menbdy [7]. Yke B caMBIX IpeBHUX 00pa3-
11aX CTPOMATOJIMTOB BBISBIEHBI Cledbl aKTUBHOCTHU
I1a30TpodPOB, HUTPUPHUKATOPOB U ACHUTPUDUKATO-
POB, COBMECTHO peai3yIoIX 3aMKHYThI 1IUKJT a30Ta
coBpeMeHHoro Tura [8—10]. BeposiTHO, COOTBETCTBYIO-
1I1e TTPOKAPUOTHI HAXOMWJIUCh B Pa3HBIX CJIOSIX OaKTe-
PUATIbHBIX MATOB, PA3IMYAIOIIMXCS 110 YPOBHIO KUCJIO-
pona v, COOTBETCTBEHHO, HUTpara. HbIMU clioBamu,
TOCTETHUI ObLT MapKepoM a’pOOHON MUMKPOCPENbI.
OnHako, Kak OTpaXkeHO Ha puc. la, Ha MPOTSDKEHUU
BCEro apXemcKoro 0Ha OCHOBHAasl 4acTb MHUPOBOTO
OKeaHa ocTaBajach aHa’pOOHOM, YTO OOYCIOBUJIO
npeoObiagaHe aMMOHUIHOI (POPMBI a30Ta.

BrimeomnmcanHble 0COOEHHOCTH apXeMCKNX OMo-
T€OLICHO30B OMpPENeWJIM BO3MOXKXHOCTh U dhepeHII-
POBAaHHOI'O CEHCUHTAa HUTpaTa B HU3KMX (MUKPOMOJISIP-
HbBIX) ¥ BBICOKMX (MIIIMMOJISIPHBIX) KOHIIEHTPALIUIX,
HauMHasi ¢ HanboJjlee paHHUX 3TAIllOB OUOJIOTMYECKOM
SBoMoLIMU. BecbMa BEPOSITHO, YTO CB3b OIpeAesIeH-
HBIX JMAIla30HOB YPOBHSI YKa3aHHOIO MOHA C MUKPO-
YCJIOBUSIMU CPElibl, ONITUMATEHBIMU JIJIsI KOHKPETHBIX
TPYHII IIPOKAPHUOT, CTajla IBMXKYIIEH CUJION 3BOJIIO-
LIMOHHOTO CTAHOBJIEHUSI TIEPBUYHBIX KACKAAOB HUT-
paTHOIO CUTHAJIMHTIA.
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Cencune u noeaouieHue Humpama npokapuomamu

AKTUBHBIE MCCJIEIOBAHUSI CEHCHMHIa HUTparta
OakTepusiMU MMEJIM MeCTO yXe B KoHle 1980-x rr.,
YTO OBLIIO CBSI3aHO CO CPABHUTEIbHOM JIETKOCThIO pa-
OOTHI ¢ YKa3aHHBIMU oOBbeKTaMU. Tak, y Escherichia
coli ObUIM BBISIBJIEHbl PELIENTOPHbIE TUCTUAMHOBBIC
nporenHkrHa3bl NarX, NtrB 1 NarQ [11, 12]. ¥ npyrux
MpoTeobakTepuii oOHapyKeHbI Nar-0eJIKu OTHOTO TH-
na — NarX wi NarQ [13]. ITokazaHa crtocoOHOCTb Ha-
3BaHHbIX CEHCOPOB HUTpara K aBTOohochOopuInpoBa-
HUIO B €r0 MpUcyTcTBUM [12].

V psima mpokapmoT HakaeHbl BEICOKOadOUHHEIC
CEHCOPBI ¥ TpaHCIopTepbl HUTpaTa: NreA (KOHCTaH-
Ta IUCCOLMALIMU COOTBETCTBYIONIEro Komruiekca Ky
22 MxM) Staphylococcus carnosus Schliefer & Fischer
[14] u NrtB (K, nopsiaka 1 MmxM) Synechococcus sp.
PCC7942 [15], onHoli 13 HauboJiee MPUMUTUBHbBIX
HuaHoOakTepuii [16], coorBeTcTBEHHO. Takue OeJIKu
MOIJIM OBITh YHACJAeAOBaHbI OT BUIOB IEPBUYHOM
o6uocdepsl, e yKazaHHbII MOH HAXOIWJICS TTpeuMyIe-
CTBEHHO B CJIeIOBbIX KoyinuecTBax. CBUAETENIHCTBOM B
TI0JIb3Y TPAHCLEIITOPHOI TTPUPOIbI IMAHOOAKTEPHATb-
Horo NrtB saBsieTcst To, uto y Anabaena sp. OH accoliu-
npoBaH ¢ pakTopoM TpaHckpunuu NtrC [17].

Y npokapuoT BBISIBIEHBI W HU3Koa(GUHHBIE
TpaHCIopTepbl HUTpara, Hanpumep, NrtS (Ky; 2.5 MM)
Synechococcus elongatus [ 18]. Ero romosioru HaitieHbl
y HMaHOOaKTepuii, IpOTe00aKTEpUi 1 aKTUHOOAKTE-
puii U, MO-BUAMMOMY, YHAC/IeTOBaHbl OT BUIOB KHC-
JIOPOAHBIX 0a3UCOB, CTaB adalTUBHBIM IPEUMYIIE-
CTBOM yKa3aHHBIX TPYIIN B a3p0oOHOi1 cpene.

CponctBo 6enkoB NrtS K HUTpaTy y psiia BUIOB
cpaBHuTenbHO BhIcOKOoe (Ky 0.49 MM, y-mipo-
teobakTepust Marinomonas mediterranea) [18], 4To
MOXET ObITh KaK MMPUMUTUBHBIM MPU3HAKOM, TaK U
MO3MHEM aganTaleil K oJTUTroTpo(HBIM 3KOTOMAM.
V ¢dunoreHeTnyecKu MpOABUHYTOrO IITamMma Syn-
echococcus sp. PCC 7002 [16] oGHapyXeHBbI aBa
OGIM3KHMX MEXIY co00if TpaHCIIOpTepa HUTpaTa HU3-
koro cpoactBa — NrtS1 u NrtS2 (K, > 3 MM), rete-
POMEpPHBINA KOMILJIEKC KOTOPBIX HMEET BBICOKOE
cponctBo K cyoctpaty (Ky; 0.15 MM) [18].

TpaHncOyKyus HUMPAMHORO CUCHAAA Y NPOKAPUOM

K xoniry 1980-x IT. y>Xe ObLII0 M3BECTHO, 4TO 3aITyC-
KaeMble HUTPATOM JIBYXKOMITOHEHTHBIC MPOKAPHUOTH-
YeCKMe KacKaabl TPAHCIYKIIMM CUTHAJIA COCTOSIT U3 pe-
LENITOPHON TMCTUAWMHKMHA3KL U (PochOoprmImpyeMoro
el pakropa TpaHckpurnuuu [11]. ¥V E. coli mocnennmit
npencrapyieH AByms 6enkamu — NarL u NtrC [11]. Y
JIPYTUX IIPpOTeo0aKTepuili 0OHAPYKEHO JIMIID 110 Ofl-
HOMY MOAYJII0 TPaHCAYKIIMM HUTPATHOTO CUTHAJIa —
NarX-NarL uiau NarQ-NarP [13].

DdochopunupoBaHHbiii Narl uHayLupoBan psn
0EJIKOB, 3aAcICTBOBAHHBIX B “HUTPATHOM AbIXaHUMN~ —
¢dopmuatneruaporeHasy (fdnG), ITMCCUMUISITOPHYIO
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(a) aTtMocoepa
— CH,
NH, runpocdepa _
jmrocdepa 4 poccep s?
I MM NO3 Fe2*
FeS1{
ﬂ\ moeheps 0,10 7%
mmTocdepa NH 4+
runpocdepa
S*
F62+
FeS1{
(B) armocdepa
’\ 0, 10—30%
ruapocoepa
mmTocdepa o
0.01—100 MM NO3 ?
Fe,Oy¢

Puc. 1. l'eoxumust HUTpaTa B OCHOBHBIE YO0HbBI T'€0JIOTMYECKO NCTOPUU: a — apxeii, 6 — mpoTepo3oil, B — daHepo3oii. BepTu-
KaJIbHBIMH CTpEKaMu 0003HaueHo oTnoxeHune rupura (FeS) u okenunos xenesa (Fe,O,).

HuTpaTtpenyktasy (narG) y E. coli [19] u Mycobacterium
tuberculosis [20], axcnioptep HutpuTa (nark), dymapar-
penykrasy (fidA) E. coli [21], mepuiria3MaTudecKyio
Hutpatpenykrasy (napF) Haemophilus influenzae Rd u
E. coli [22]. Y Klebsiella pneumoniae M5al NarL unny-
IIMPOBaJI peCITMPATOPHYIO, HO HE aCCUMIUISITOPHYIO
HUTpaTpemyKTasy [23], 4To MoaTBepKIaeT CBSI3b CUT-
HaJILHOTO JIeiCTBUS HUTPATA C UCIIOJIb30BaHUEM IT0-
CJIeMHETO KaK TOHOPpa KMCI0poa.

OnHa 13 NPOKaApUOTUIECKUX CUCTEM COBMECTHO-
Io CUTHAJIMHTa HUTpaTa 1 KUCJIOPOIa, CIOKMBIIASICS
KaK MeXaHM3M BbIOOpA TOCTYITHOTO aKIIENTopa 3JIeK-
TPOHOB, HCCJIeIoBaHa y S. carnosus N MPencTaBisieT
co060i1 KommireKe Nre-0eTKOB, BKITIOYAFOIINIA BRITIIE -
YIoOMsIHYThI perienitop NreA, O,-CeHCOPHYIO Tpo-
tenHkuHa3zy NreB u dakrop Tpanckpurmmm NreC
[14]. ITpm coueTaHnm HUTpATa C aHOKCUE y 5. carno-
Sus THIyLIUPYIOTCS IUIa3MaJieMMHasi HUTpaTpeayKTa-
3a, TpaHCHOPTEPHLI HUTpPaTa U HUTPUTA, LIUTO30/IbHAs
HUTPUTPENYKTa3a, y4acTBYIOIINE B “HUTPATHOM IbI-

xaHUn”. BBUAY BBICOKOI 4yBCTBUTEIbHOCTH NreA K
HUTPATy MOXHO TIPEANOoJIOXUTh, 4TO S. carnosus
CMOCOOEH UCIOJIb30BaTh yKa3aHHBIN MOH KaK OKUC-
JINUTEJIb YK€ B MUKPOMOJISIPHBIX KOHLIEHTPAIIUSIX, KO-
TOpbI€ UMEJIU MECTO B apXEUCKUt Tepro.

BroimreornmcanHble CUTHaIbHBIE KacKambl 3ameii-
CTBOBaHEI, B TIEPBYIO OYepellb, BO BKIIIOYCHUM “HUT-
paTHOro apIXxaHus” y (aKyJIbTaTUBHO aHa’pPOOHBIX
IpOKapuoT. Takasi 0COOEHHOCTDb COIVIACYeTCs C Mpel-
MOJIOKEHUEM, YTO B YCJIOBUSIX HMCXOMHBIX apXeMCKUX
OMOreoleHO30B UMEHHO HUTPAT KakK aKIIEeNTop 3JIeK-
TPOHOB MOT MUTPUPOBATh HAa CPABHUTEILHO IAJIEKHE
PaCCTOSTHUSI, 2 KMCJIOPOII PacXoI0BaJICs ellle B mpelie-
Jax OakTepuajabHBIX MaTOB, C(HOPMUPOBAHHBIX C
y4acTheM UaHOOAKTepUil.

Y npumMuTHBHOI muaHoOakTepumn — Synechococ-
cus WH5701 onucaH TUONMWYHBINA 111 BCEro OTAEsa
kackan C/N-curHanuHra, BKJoyawouuit 6enku Py,
NtcA u PipX [24]. I1epBblil U3 HUX SIBJISIETCSI IIUTO-
30JIbHBIM ceHcopoM oTHoureHust AT®/AID, a Tak-
®U3UOJIOTU PACTEHUN Ne 1

TOM 69 2022
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Puc. 2. Kmouesble 3BeHbst C- 1 N-curHanunra y nuaHoo6akrepuii. AIK — N-auerunryramatkunasa, AKK — anernn-KoA-
Kapbokcuiaza, [C — mryramuHcuHTeTa3a. MexnyHapoaHbie o60o3HaueHus:: NrtB — tpaHcnoprep Hutpara, NrtC — 6Gesok,
B3aMMOJIECHCTBYIOIINI ¢ MpeablayinnuM, NtCA — akTop TpaHCKPUIIIIUY TeHOB a30THOTO 0OMeHa, P — docdart, PipX — koak-
TUBATOP TPAHCKPUIILIMU T€HOB a30THOro ooMmeHa. Ctpenku: [ — Merabonnyeckue MmyTu, 2 — MO3UTUBHOE CUTHAJIbHOE Neli-
CTBUE, 3 — HEraTUBHOE CUTHAJIbHOE IECTBUE, 4 — IOJABJICHHOE B OTCYTCTBME aKTMBHOIO KoMIuiekca ¢ PipX neiictBue ak-
Topa TpaHCKpUNuuu NtcA, 5 — repexoabl MeXIy BO3MOXHBIMU COCTOSIHUSIMU PETYJISITOPHBIX MOJIEKYJT.

xe C-akuenropa aMMuaka — 2-okcorimyrapara. [Ipu
JIOCTaTOYHOM YPOBHE PHEpPruu u yriiepona Py nedoc-
dopumpyeTcst, 4TO IMPUBOAUT K IUCCOLIMALIMM €TO
komriuiekca ¢ PipX. ITocnemnuii aktuBupyeTt pakTop
TpaHCKpUIIIUU NtCA, KOTOPBIiI MHIYLIMPYET HUT-
paTt- ¥ HUTpUTpenykTasy [24], ay Anabaena PCC7120
1 nIyTaMuMHCUHTeTasy (glnA) [25]. B pe3ynbrate UHTEH-
CU(pUIIIPYIOTCS BOCCTAHOBIICHWE HUTpaTa M aCCUMM-
naaus amMmonus. Hampotms, dochoprmmpoBaHHBI
P;; aktuBupyet N-auetuimtyraMaTkriHasy (KJIIO4eBOit
¢depMeHT cMHTEe3a aprMHUHA) M MTHTUOMPYET TPaHCIIOP-
Tepbl HUTpAaTa [26], BbI3bIBasI IIEPeXOo/, OT MOMIOLLIEHUST
K JIETIOHMPOBaHUIO a30Ta. OnucaHHasl peryJsiTopHast
cucTeMa XapakTepHa il muaHobakrepuii [26]. Co-
OTBETCTBYIOIIIME MPEACTABICHUS OTPaXKeHbI Ha puc. 2.

YV HedOTOCHMHTE3UPYIOUINX MPOKAPUOT TMPU Jie-
¢dunute 2-okcornyrapata pochopusiupoBaHHbIii Py
aKTUBUPYET TIIIOKO3aMHUH-6-bocdaTneamMnHasy, HO
nHruoupyetr anetwi-KoA-kapbokcunazy (Kiawoue-
BOIf (bepMEHT CHMHTe3a JUIUIOB), TPAHCIOPTEPHI
HUTpaTa ¥ aMMOHUS, TIIyTAaMWHCUHTETA3y, a TakKe

OU3NOJIOTUA PACTEHUN Ne 1

TOM 69 2022

¢daxkTop TPAHCKPUNIIMM TEHOB a30THOTO OOMeEHa
GInR [26]. B pesynbrare mporcxoauT 3(pGeKTUBHOE
MCMOJIb30BaHNE OPTaHUYECKUX UCTOUHUKOB a30Ta 1
yrepona. Hammito apxandHbIit CUTHAJTBHBINA KacKa,
MO3BOJISIONINI KJIETKe ONpeAeanTh, KaKoil U3 Mak-
pPO3JIEMEHTOB — YIJIEPOA WU a30T — HaXOIUTCS B
MUHUMYME, U MEPEKIIOYNTh META00JU3M Ha Tpe-
WMYIIECTBEHHYIO YTWIM3ALUIO Je(PUIIMTHOTO pecypca.
CoxpaHeHre TaKoro pona “MOJIEKYJIIPHOM MalllHbI
JI0 HAIlIMX THEW CBUIETEILCTBYET B MONB3Y ee dpdek-
TUBHOCTHU B TOCTOSIHHO MEHSIBILICICSI HA TIPOTSDKEHUN
reoJIOrMYecKoi ICTOPUU OKpyXKalolliei cpese.

OTMmeTuM, 4YTO aKTUBHOCTb OenkoB Py y Proteo-
bacteria n Actinobacteria peryaupyetcsl ToCpencTBOM
YPUOUHWIAPOBAHUS M aleHWINPOBAHUS, COOTBET-
CTBEHHO, a He (pocHOpUIMPOBAHMS, XapaKTePHOTO
nmMmeHHo st Cyanobacteria [27].

VY E. coli v psina npyrux nporeobdakrepuii [28], a
Takke limaHobakTepuu Anabaena sp. [17] muireHb0
P,; saBAsteTcss BBIIEHA3BaHHBIN pelleNTOP HUTpATa
NtrB. Y Rhodobacter capsulatus nosiBuiach 4OIOJTHU-
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TenbHasg TUCTUIMHKMHAa3a NtrY, crrocobHast pocdo-
punupoBaTth nBa ¢akropa TpaHcKpunuuu — NtrC u
NtrX [28]. ¥V Herbaspirillum seropedicae SmR1 BbIsIB-
JIEHBI HEe3aBHCHMbIE KacKaabl IIepemadyyd CHUTHaJIa O
Haymmuuu a3oTa B cpene — NtrB-NtrC u NtrY-NtrX,
MpUYeM MOCICTHUI MHAYLIMPYET pELeNTOp HUTpaTa
NarX m cooTBeTCTBYIOIIN (PAKTOP TPAHCKPHUITIINHA
NarL [29]. Takast MHOTOILJTAHOBOCTb PETYJISIIMM CTa-
HOBUTCS IIOHSITHOI UCXOISI U3 TOro, uTo H. seropedi-
cae — mua3zotpod. Cencunr Huskoro C/N-06aaHca ¢
yuactueM Kak NtrB, NtrY, tak u Py-6e1koB npusoaut
K perpeccuu TeHOB, 3aeICTBOBAHHBIX B a30T(hUKCa-
1M, TI0CJIE Yero MHAYLIMPYEMBbIA B TaKUX YCIOBUSIX
ceHcop NarX ormpenaesseT amanTaidio MeTadoan3Ma
0GakTepuil K yTUIM3allui COOCTBEHHO HUTpaTa.

IMo-BuauMoMy, yKe y paHHUX IIPOKAPUOT HAPSIAY
C HUTPATHBIM CIIOXUJICSI U CUTHAJIUHT MOHOOKCHUIA
azora. [Ip1 3TOM OCHOBHBIM €r0 UCTOUHUKOM SIBJISI-
eTCd He HUTpAT, a apruHUH — cyocTpaT NO-CUHTA3bI
[30]. CencmHT OoKCcHMaa a3oTa B KJIeTKaxX MPOKapuoT,
MO-BUAUMOMY, OCYILECTBJISICTCSI C Y4ACTUEM CBSI3bI-
BAIOIIEr0 €ro U KUCIOpOod TreMONpoTena, a CUTHa-
JIMHT — acCOLUMPOBAHHOTO C IIOCIEOIHUM II-IH-
I'M®-pacueruisiioniero gpepmerTta [31]. AHanoruu-
HO, mo KpaiiHeii Mepe, y Burkholderia pseudomallei
1026b HuTpaTr ¢ yyactueM (akropa TpaHCKPUIILIAU
NarL munyuuponan u-gu-I'M®-dochommacrepasy
(cdpA), TeM caMBIM CHMXKasl YpOBE€Hb BTOPUYHOTO
Meccerkepa — H-ou-I'M@ [32]. KoneuHbIM 3¢ dek-
TOM U HUTpaTa, ¥ OKCHJIa a30Ta ObLIO TToJaBIeH1E 00-
pa3oBaHUs OMOITJICHOK W/WIN UX pacrai Ha OTOE/Tb-
Hble KJIeTKHU. Takoil mapasuiein3mM MOXeT OBITh CBSI3aH
C TeM, YTO OMOIUIEHKM — YHUBepCaJbHasl agarTamnus
MPOKAPHOT K a30THOMY TOJIONAHUIO, CBI3aHHAs C UX
MEXKIIETOUHOM KooTepamyeil. DTOT BOIIPOC ellie Tpe-
OyeT CBOEro AKCIEPUMEHTAILHOTO U3yYSHUS.

Kaxk BUAHO 13 BBILIEU3IOKEHHOTO, B paHHEN 9BO-
JTIOITAH TTPOKAPHOT, TIPOVMCXOAMBIIIEH B YCIOBUSX ITpe-
00JIamaHusT AaHOKCUHU, TIPOUCXOIMIa aganTalus K uc-
MOJIb30BaHUIO HUTPATa KaK OKHUCIUTENIS, paciipocTpa-
HSIOIIETOCS 3a TIpemesibl a3poOHBIX coobimecTB. Tem
He MeHee, YK€ TOTJa MOSIBIIMCH MPUCITOCOOJIEHUS K
YTUIM3ALMMU YKa3aHHOTO MOHA U KaK OCHOBHOTO MC-
ToyHMKA a3oTa. CpeIyr HUX: BEICOKO- 1 HU3KoahOuH-
HbIE CEHCOPBI W TPaHCIENTOPHl HUTPATa, BO3MOX-
HOCTb PETyJISILMU UX CPOACTBA K MOHY, CITOCOOHOCTb
YKa3aHHBIX O€JIKOB K aBTO(ochOprIMpoBaHMUIO, aK-
TUBaLMs (paKTOPOB TPAHCKPUILIMU ITyTeM dhochopu-
JmpoBaHus nocieaHux. CooTBETCTBEHHO, B Ipoliecce
SBOJTIOINY TTPOU30IIIa CIeINATN3alMs C JOTOTHE-
HueM C/N-curHajimHra COOCTBEHHO HUTPATHBIM.

PA3SBUTHUE HUTPATHOI'O
CUT'HAJIMHTA B [TPOTEPO30OE

Hszmenenue oxpyxcarowieli cpedvt

Kak otobpaxeHo Ha puc. 10, B mpoTepo3oe
(2.5—0.54 mapm. 1. H.) ypOBeHb CBOOOIHOI'O KMCI0POIa

B atMocdepe noctur 7% [33]. OmHoit u3 IpUIUH 3TOTO
ObLIO OCBOCHNE [IMAHOOAKTEPUSIMU HOBBIX 9KOJIOTHYE-
ckmx Hul. Tak, yke B caMOM HadaJjie IIpoTepo30sI IIPO-
M30IIIe]T TIePeXo OT IUICHOK K MaTaM M3 HUTEBUIHBIX
kosionuii [16]. B mepuon 1.6—1.0 Mipad. 1. H. CIOXU-
JIMCh KaK 3KOJIorM4ecKasl rpynmna IIaHKTOHHEIS 111 -
aHoOakTepnn [34]. Takke MpoMN30MII0 HaKOIJICHE
CBSI3aHHOTO a30Ta B Cpeie, YTO OTPAKEHO B yBEJIMYE-
HUY KOHLICHTpAallMM YKa3aHHOI'O0 MaKpOd3JIEMEHTAa B
MPOTEPO30MCKMX OCaATOYHBIX ITopomax B 3.8 pas [35].
B nnanerapHoM MaciuTabe pacrnpocTpaHuJIcs Ouo-
reOXMMUYECKU 1LIMKJ a30Ta COBPEMEHHOTO THUIIa,
BKJIIOYAIOLIMI HUTpUdUKaLuio [36].

OTtMeTuM, 4TO 2.2 MJIP. JI. H. BCJIEICTBUE YMEHbIIIE-
HUs Imysna atMmochepHoro CO, yMEHbLIMIACH DJIEKTPO-
XUMMUYECKasi HApabOoTKa OKCUIOB a30Ta, YTO YBEJIUYU-
1o 3HaveHMe azordukcamuu [37]. Kpome Toro,
0.85—0.64 mupa. 1. H. IOBBICUJIACH OMOTOCTYITHOCTD
MoJIMOAeHAa U BaHAAUsI, YTO 00eCHeYnsio HUTpaTpe-
IyKTa3zy HeoOxomuMbIMU KodakTtopamu [38]. B pe-
3yJbTaTe CIOXWUJINCH YCIOBUS IJisi OMOJOTMYECKOTO
nporpecca nua3orpodos [38].

Deonrouus npoKapuom

M3ydeHHBIM B MOJIEKYJISIPHO-OMOJIOTMYECKOM ac-
IIEKTE IIPUMEPOM IBOIOLMOHHO IIPOABUHYTHIX LIV~
aHOOAKTEPHUii, OTIMYAIOIIUXCS TAKUMU UWHHOBAIUS -
MU, KaK HUTYaTble KOJJIOHUU U TeTePOLIMCTHI, SIBJISIET-
csi Anabaena [39]. s Hee xapakTepHa peryJsiius
SKCIIPECCUU HUTPAT- U HUTPUTPEIYKTa3bl HE TOJIbKO
C/N-6anaHcoM, HO U CaMUM HUTPATOM C y4acTUEM
yke IByX (haKTopoB TpaHcKpunuum — NtcA u NtcB
[17]. BepositHO, 3TO O3BOJISIET TN DEepEeHIIMPOBATH
peakiMyi KJIETKM Ha YPpOBHU yKa3aHHOTO HMOHa. Y
MpencTaBuTelieil poaa HaiiieHbl TUTTMYHBIE 1151 BCETO
oTAesja TPaHCIOPTEPbl U CEHCOPbl HUTpaTa, pac-
cMoTpeHHbIe Bbilie — NrtB [17].

B cBsi3u ¢ HakoIJIeHHMEM CBOOOIHOTO KMCIOPOaa
B Cpelle IMaHOOaKTepUr IpUOOpEIn pa3IndHbIe Ba-
PMAHTHI IIPOCTPAHCTBEHHO-BPEMEHHOIO pa3rpaHu-
YeHUSI OKCUTEHHOro (POTOCHMHTE3a W aHa’pOOHON
nuazorpoduu [38, 39]. B uacTHocTH, chopMUpOBa-
¢Sl CIIeaNbHBIN TUI a30T(UKCUPYIOIINX KIETOK —
reTepolucTsl. VX amanTUBHBIMU OCOOEHHOCTSIMU
SIBJISIFOTCSI: MHOTOCJIOHAST 000J109Ka ¢ HU3KOM IIPO-
HUILIAEMOCThIO JUISI KUCJIOPOAa, OTCYTCTBHUE IIpoIecca
¢doTocuHTEe3a U HaJTUUue MHTEHCUBHOTO JAblxaHusl. B
CBSI3U C MOSIBJIEHMEM T'e€TePOLIMCT PACIIMPUIIOCH pa3-
HOOOpa3ne MUIIeHeH TeX (PaKTOPOB TPAHCKPUITLINH,
YTO paHee peryJIMpOBaJIU JUIIb UCTIOJIb30BaHUE CBSI-
3aHHOTO a30Ta. Tak, 6e;1oK NtCA cTajn MHIyLIMPOBaTh
hetR (3ammycK ¢oopMUpOBaHUS TeTEpOLUCT), nifH (pe-
JIyKTa3a IMHUTPOreHasbl), gor (IJIyTaTUOHPEIyKTa3a)
U perpeccupoBath rbe LS (poTrocuHTe3). Y MyTaHTOB
ntcA Hapylajaoch yCBOEHHUE KaK HUTPATHOIO, TaK U
MOJIeKyJIsIpHOTO a3ota [26]. C mpyroit CTOpOHBI, Y
muaHoOakTepuit  Calothrix rhizosoleniae SCO0l u
Richelia intracellularis HHO1, uMmerommx reTepoim-
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NO;

Ca2+

ITnactuna

C-mMmeTabonusm

N-MeTabonm3m

Puc. 3. I1peamnonaracMasi cxeMa HUTPATHOI'O CUTHAJIMHTA Y 3eJieHbIX Bogopocieil. CDPK — kanbluniizaBUCUMbIe IPOTEMHKM~
Ha3bl, NIT — cnenuduaHbIi 1719 Bogopociieit haKTop TPaHCKPUIILIMY TeHOB, peryinupyeMbix HuTpatom, NRT — TpaHcuenTo-
pel HUTpaTta, PLC — docdhonunaza C, P — pocdar, MU-3-® — unosurrpudocdar.

CTBI, HET TE€HOB, OMNpEIESIONUX (OopMUPOBAHUE
aJIbTePHATUBHBIX KUCJIOPOIHBIX 0apbepOB — TOMaHO-
uacoaepxammux Mmemopan [40].

Cyns 1o GuaoreHuM KJiaouyeBOro st 1Ma3oTpo-
¢uu reHa nifD, GopMbI € TETEPOLIMCTAMU UMEIOT MO-
HodwieTnueckoe TpoucxoxnaeHue [41]. IMo-Buau-
MOMY, JTaHHOE 3BOJIIOLIMOHHOE TIPUOOPETEHUE CTAJIO
yIa4yHbIM apoMOop(d030M, 32 KOTOPHIM OBICTPO (B Ieo-
JIoTMYecKoM MaciuTabe) TrocienoBaja aaalTUBHAs
panuaiysi TPymnIbl € 3alojHEHWEM MpaKTUYeCKu
BCEX JOCTYMHBIX 9KOJIOTMYECKUX HUIII.

Cencune u noeaowieHue Humpama syKapuomamu

Kak oTpaxkeHo Ha puc. 3, y 3yKapuoT CUCTEMBbI
CEHCHHIa U CUTHAJIMHTa HUTpaTa, YHACJIEMOBAaHHBIE
OT TIPOKApUOT, TOJYyYWIN NalbHeiillee pa3BUTHUE.
PaHHue aTanbl Takoli 3BOJIOLMY BUAHBI HA TpUMEpe
NPUMHUTUBHBIX TMUKOIUIAHKTOHHBIX BOJOpOC/Eil mo-
psinka Mamiellales (knacc Mamiellophyceae) [42]. Tak, y
Micromonas sp. RCC299, Ostreococcus Ilucimarinus
CCE9901, O. tauri OTH95 o6HapyXeHO MO OTHOMY
Hu3Koa(PUHHOMY TpaHCHOPTEpy HUTpaTa M3 ce-
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meiictBa NRT1 [43]. ¥ TunmuHOI 3eIeHOM BOOOPOC-
Jm — xsmamugomoHansl Peitnxapara (Chlamydomonas
reinhardtii P.A. Dang.) Takke BBISIBJCH JIMIIL OIUH
6emok NRT1 [44]. ITpocnexuBaeTrcs poactBo NRT1-
ceMeliCTBa 1 IMIPOKAPUOTUIECKUX MENTUIHBIX TPAHC-
nmoptepoB POT u PTR ¢ coxpaHeHueM MexaHH3Ma
CHMIIOPTA JINTaH/Ia C IPOTOHOM, a TaKxXKe 00YCIIOBJICH-
HBIX UM KOHCEPBAaTHMBHBIX OCOOEHHOCTEI CTPYKTYpPhI
[45]. HekoTopble M3 HUX ONPENEsiiOT 1 BO3MOXHOCTh
CeHCHMHTa HUTpara. MOXHO IPEIIIOIOKUTh SBOJTIOLIM -
oHHYI0 cMeHy y3HaBaeMbIx NPF/POT/PTR nuranmos
OT OpraHMyYeckKux (op™m asora, TUITMYHBIX MPOAYK-
TOB aOMOIeHHOI'O0 CHMHTEe3a, A0 HUTpaTa KakK xapak-
TEPHOTO KOMIIOHEHTAa a’pOOHOro OMOJIOTMYECKOTO
Kpyroopota. OTMeTuM, 4yTo Nrt-0eJIKh MPpOKapuoT
OTHOCATCA K TpaHcropTtepaM ABC-tuma, a He
NPF/POT/PTR [17], u, oueBUAHO, CTaJIK CEHCOpa-
MM HUTpaTa He3aBUCUMO OT ITOCICIHUX.

Ilo mocitenoBaTeIbHOCTSIM TeHOB BHICOKOA(hhOUH-
HBIX TpaHCIIOPTEpPOB HUTpaTa M3 cemeiictBa NRT2
Mamiellales 3aHUMaIOT MTPOMEXKYTOUHOE MOJIOXKEHUE
MEXIY OIpYTUMU 3eJleHbIMU BomopocisiMu (Ch. rein-
hardtii, Chlorella sorokiniana Shihira & R.W. Krauss n
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Dunaliella salina (Dunal) Teodor.) 1 mpokapuoTamMmu
[43]. ABTOpPBI UCCIeIOBaHUS IPEAIIONIAraoT, YTO pu-
JoreHusi NRT2 oTpaxaeT NPpUMUTUBHOCTh yKa3aH-
HOTO IIOpSIIKa B PSIAy OOHOKJIIETOYHBIX PACTCHUM. Y
Ch. reinhardtii obHapyxXeHo 4eTbipe Oenmka NRT2,
Y3HAIOILIMX HUTPAT, ¥ ABa TpaHCIIOpTEpa HUTPUTA TO-
ro Xe ceMmelicTtBa [44]. OTCIoga BUOIHO, UYTO Y pAaHHUX
¢doTOTPO(dHBIX BYKApMOT cyOcTpaTrHasi criemuduka
npenacraButeneii cemeiicta NRT2 enre Haxomuiiach
B COCTOSTHUH CBOETO CTAHOBJICHUS.

Okcnpeccust NRT2 nunodnarennar Lingulodini-
um polyedra (F.Stein) J.D. Dodge He mHIyuupoBa-
JTachb HUTpaToM [46]. BeposTHO, MeXaHU3M TaKoO
VHAYKIINY CJIOXWJICS Y BOJIOLMOHHO MIPOABUHYTHIX
OQHOKJICTOUHBIX Bomopociieil. Y Arabidopsis B Heii
yuactByeT HuTpaTHBEI ceHcop NRTI1.1 [47]. Bos-
MOXHO, ncxomHo 6eiaku NRT1 0w1mm TpaHcenropa-
MU HUTpaTa, Torna Kak NRT2 TojabKo ero TpaHcIop-
TepaMu.

Tpancdykyus HumpamHuoe2o cueHana y 3yKapuom

[Mo-Bunumomy, yXxe y paHHUX 9YKapHUOT CKJIadbI-
BaJloCh B3amMojeilicTBue TpaHcropTepoB NRT2 ¢
amantopHbiMu O6enkamMu NAR2, HeoOxomuMoe IS
JIOKaJM3allMyd MX KOMIUIEKCa Ha Ijla3MajieMme, a
TaKXe OCYLIECTBIIEHUS CEHCOPHOU U TPAaHCIIOPTHOM
dyHkumit. ¥ niecHeBoro rpubda Aspergillus nidulans
(Eidam) G.Winter NRT?2 ¢yHKIIMOHMPYET aBTOHOM-
Ho [48]. ¥ Chlamydomonas nuilib 1Ba W3 IIECTU
TPaHCIIOPTEPOB YKAa3aHHOTO CEMECTBa B3auMOICH -
cTBYIOT ¢ OenkamMu NAR?2 [44]. ¥ 11BeTKOBBIX pacTe-
HUIi, Takux Kak Arabidopsis, NAR2 HeobxomuMm Ist
pab6oTthl Bcex n3BecTHbIX NRT2-6enkos [49]. Hamuio
CTaHOBJICHWE HOBOTO Me€XaHM3Ma “TOHKOII HAaCTpoOii-
KM CEHCUHTa U MONIOIICHUS] MUKPOA03 HUTpaTa.

CurHanbHble 6enku Py ObUIM yHacienoBaHbI OT
MPOKApUOT PACTEHUSIMU, ¥ KOTOPBIX JIOKATMU30BaHbI
B MOSIBUBIIIMXCSI B XOJle CUMOMOTreHe3a TiacTuaax u
CTaJIM CEHCOpaMU IIyTaMKWHA, OCHOBHOTO MapKepa
N-craryca opranmu3Mma [50, 51]. Ha mpeemMcTBeHHOCTH
XJIOPOILIACTOB MO OTHOULIEHUIO K IIMaHOOaKTeprsM
YKa3bIBA€T U OOIIMIA TUIT HOCTTPAHCISIUMOHHON MOAM-
¢uKalmy yKazaHHBIX OEIKOB (pochopminpoBaHuEM, a
HE MHBIMU MYTSIMU, XapaKTePHbIMU 151 APYTUX MTPOKa-
puot [28]. Takke nmpouzolia cuenuaii3anys Kpyra
MulleHeu 6einkoB Py B nminactumax nmocinegHue pe-
TYJUPYIOT HAPAOOTKY aprMHUHA (YTO XapaKTepHO U
IUIST TIPOKApuoOT) U MONIOLIEHUE LIMTO30JbHOIO
HuTpuTa [52].

Y Ch. reinhardtii cam Hutpat (4 MM) nHIOyLUPYET
Py; [51]. B pesynbraTe co3naercss OcHOBA ISl TIOCTey-
fomiero C/N-cUrHajavMHra, 4to oOpaTHO IOCJeIOBa-
TEILHOCTH MOJIEKYJISIPHBIX COOBITHIA, XapaKTEPHOM [IIsT
nuaHoOakTepuii. BeposiTHas mpramHa — 3BOJIFOITMOH-
HOE yBeJIMUeH1e 3HAYMMOCTH HUTpaTa KakK UICTOUHHUKA
a30Ta U perysitopa pa3sHoOOpa3HBIX (PU3MOJIOrnYe-
CKUX IPOLIECCOB.

B HammeM npenpiayiieM o630pe pacCMOTPEHO yda-
CTHE B IIepeiaye HUTPATHOTO CUTHAJIA Y BBICIIINX pac-
TEeHWI MOHOB KbV U KAJIbIIUI13aBUCUMBIX IIPOTE-
nHKuHa3 [2]. Kak oka3anoch, TaKoro poma 3BEeHbS
MOSIBUINCH YK€ Y BeCbMa MPUMUTUBHBIX 3YKapHOT.
Taxk, y O. tauri BHISIBIIEHA MHIYKIIWS, TI0 KpaitHeit Me-
pe€, OMHOro M3 IF€HOB YIMOMSIHYTBIX MPOTEUMHKWHA3,
OtCDPKI, ipu pedunure MUHEPaJIbHOTO a30Ta B
cpene [53]. AHanoruuHo y Arabidopsis B TIOMOOHBIX
YCJIOBUSIX MPOUCXOAUT aKTHUBAlUSI MPOTEUHKUHA3
CIPK7, CIPK12 n CIPK14 ¢ ywyactmeM ceHcopa
KaJIbliMsl — KaJibLIMHEeUpUH-B-nogooHoro 6enka
CBLS8 [54]. 3mech MOXHO TOBOPUTh O KOHBEpPIeH-
LIUU, 2 HE O TOMOJIOTUH.

J171s1 GONBIIMHCTBA BOJIOPOCIIEii XapaKTEepHBI O~
KU ¢ KoHcepBaTUBHBIM RWP-RK-gomeHoM, Hampu-
Mmep, NIT2, omuskne K dakropaM TPaHCKPHUITLINHA
HUTPATUHAYIIUOEIbHBIX TEHOB BBICIIIUX PACTEHUMN —
NLP n, mo-smanmMomy, SBISIOIINECS NX SBOJIIOIIMOH-
HbIMU nipoToTuriamMu [55]. NLP-6enku HalineHbl yXe
y Micromonas pusilla CCMP1545, M. sp. RCC299, Os-
treococcus lucimarinus 13 nopsinka Mamiellales [56].
Bo3MoxHO, 3TO pe3yibTaT TOPU30OHTAJIBHOTO IIepe-
Hoca JIHK 1160 He3aBuCHMMOro coxpaHeHUs yKa3aH-
HBIX O€JIKOB, YHACJeAOBaHHBIX OT OOILIETO MpenKa, B
ymHusIx Mamiellophyceae n Embryophyta. B nmocinen-
HeM cay4dae TeHbl N/ T 3eJIeHbIX BOJOPOCeii SIBIISTIOT-
CsI pe3yJIbTaToOM (PUJIOTeHEeTUYECKOM IeBUALIUH.

C mosiBJIeHMEM U paHHEH 3BOIOLIMEIT 3yKapuoT
MIpeTepIieNa psia U3MEHEHUIT HE TOJIBKO HUTPATHBIM,
HO U NO-curHaJuHr. B 4acTHOCTU, yBEIUUYMIIOCH
pa3HooOpa3ue (pepMEHTOB, YYACTBYIOIINX B Iepeaade
curHazia. Cpeay HUX paCTBOPUMBIC TyaHWIATIUKIIA3bI,
' M®-3aBrcuMble MPOTEMHKWHA3bI U (pochoanacTe-
pasbl, peryadpyemMble HUKIMYECKMMMU HYKJICOTHIAMU
KaHaabl. OgHAaKO JajieKo HE BCETraa YIOMSIHYThIE 3Be-
HbsI KacKaja nepegayy CUTHaja, 1aXe Y BOTOPOCIE,
MPUCYTCTBYIOT coBMecTHO ¢ NO-cuHtazoit [57]. ITo-
CJIeqHsIsI XapaKTepHa JJIsI XKMBOTHBIX, HO CPEIM pac-
TEHUII MPUCYTCTBYET JaXXe HE y BCEX BOIOPOCIEH.
BepositHo, coxpaHeHue reHoB NO-cUHTa3bl y psiaa
IMIOTOMKOB MNEPBUYHBIX (DOTOCHHTE3UPYIOIINX yKa-
pUOT JIMOO X TOPU3OHTATBHBIN MEPEHOC MEXKITY TaK-
COHOMMYECKU OTHaJICHHBIMU TIpyNHaMU pacTeHUM
[58]. Cpenu BUmOB, CKOpee BCEro, MMEIOIINX YKa3aH-
HEBI1 (pepMEHT KaK apXaudHyl0 OCOOEHHOCTD, BhIIIIE-
YIIOMSTHYTHIM MMKOIUIAHKTOHHBINA O. tauri [59]. Yxe
y Chlamydomonas okcua a3oTa HapaOaTbIBalOT HUT-
paT- U HUTPUTPEAYKTa3a, IpUIeM IIepPBhIiA (pepMeHT
CIIOCOOEH BBITIOJHATD TY K€ (PYHKIIMIO U Y BBICIIUX
pacteHuii [44]. B utore 3BOJIOLIMOHHOI CMEHBI UC-
TOYHMKOB OKCHJIa a30Ta MOCIeAHUI CTall MapKepoOM
JIOCTYITHOCTU 3K30T€HHOTO HUTpaTa, a He BETMYUHBI
SHIOTeHHOro N-ITyia, IPenCcTaBJIeHHOIO apTUHU-
HoM. OgHAKO 1 B 3TOM CJIy4ae COXpaHUJICS TIPUHITAT
CEHCHHTa OKCHJa a30Ta CIeUMaJIbHLIM ITeMOIIPOTEe-
UIOM — F€MOIJIOOMHOM.
®UBNOJIOTUS PACTEHUN Ne 1
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Kak BumuMm, yXe y paHHUX 3yKapuoT (BOIOPOCIN
1 TpUOBI), TIO CYILIECTBY, MOSIBUINCH OCHOBHbBIE KOM-
IMOHEHTHI TOTO KacKaaa HUTPATHOIO CUTHAJIMHTA, YTO
M3BeCTeH Ha nipumMepe Arabidopsis. OmHako pa3HOO0-
pa3yre COOTBETCTBYIOIIMX OEJIKOB HEBEJIMKO, YTO, BE-
POSITHO, CBSI3aHO C OTCYTCTBUEM NP depeHIIMPOBKU
Ha (PyHKIIMOHAIBHO Pa3HbIC TUIIBI KJIETOK.

PASBUTHUE HUTPATHOTI'O
CUTHAJIMHTA B ®PAHEPO30E

HUzmenenue okpyucaioujeil cpedvt

B daneposzoe (541 MiH. 1. H. 1 ganee) comepxka-
HUe KHcaopoaa B atMocdepe BapbupoBajio ot 10% B
MEePUOIBI MACCOBBIX BEIMUpaHuii 1o 30% — npu Hau-
oosremieM pacusete Xu3HM [33]. Bo3pocna 1 mHTEH-
CUBHOCTb HUTpMGUKALMKU. JIMIIb I Io0aabHBIX
OrocdepHBIX KPU3HUCOB OB XapaKTEPEH aHA9POOHBIN
MupoBoii okeaH ¢ mnpeoOiagaHueM aMMoOHus [60].
Kpowme Toro, Bech (paHEep0O30iiCKMIT S0H ITPOIOIKA-
JIOCh HAaKOIUIEHUE CBSI3aHHOIO a30Ta B CPe/E, YTO OT-
pa3uiIoCh B YBEIMYEHUH YPOBHSI a30TCOAEPKAIIINX BE-
IIECTB B OCagOYHBIX TTopoaax B 1.5 pa3za [35]. B urtore
yXe Ha pybexe smmakapus (635—541 MuIH. JI. H.) U
kemOpus (541—485 MJIH. JI. H.) IUMEHHO HUTPAT CTaJl
OCHOBHBIM MCTOYHMKOM a30Ta IS pacTeHUI, ompe-
JISJISTIOIIUM TPOAYKTUBHOCTh MOPCKHUX 3KOCUCTEM
[61, 62]. B HacTogIIee BpeMsI B COCTaBE OKEAHCKOTO
¢uTOMIaHKTOHA TOCHOACTBYIOIIEE ITOJIOXKEHUE 3a-
HUMAIOT HUTPOGUIbHbBIE 3eJICHbIE BOIOPOCIU, a HE
aMMOHUO(WIbHBIE WIN IUa30TpOodHEIE ITMaHOOAK-
tepuu [61, 63, 64]. CymmaLMs U3JIOKEHHOTO BbILIE
MIpuUBeIcHa Ha puc. 1B.

IIpencraBasieT MHTEPEC TO OOCTOSITETLCTBO, YTO C
IreOJIOTUYECKOM OUHAMUKONH OMOreOXMMHUYECKOTO
YKJIA a30Ta CBSI3BIBAIOT YepEIOBAaHUE XOJOMHBIX U
TEIUTBIX BIT0X, XapakTepHoe 114 ¢aHeposos [65]. Tak,
XOJIONHbBIE (“JIEMHUKOBbBIE™) AMOXU MPUYPOUEHBI K OT-
HOCHUTEILHO BBICOKOMY COAEPKAHUIO HUTpaTa B Mu-
POBOM OKeaHe, BCJIEACTBHE 3TOr0 — JEMOHUPOBAHUIO
yriiepona (pUTOIUIAHKTOHOM, YTO YMEHLIIAJIO YPO-
BEHb OJHOTO M3 OCHOBHBIX IIPUPOMTHBIX HAPHUKOBBIX
ra3oB CO,. B teruible anioxu cutyanusi oopatHas, ypo-
BEHb HUTpaTa HaXOOWJICS BMUHMMYMeE 1 IIpeo0Jianaio
reTepoTpodHOe BEICBOOOXIACHUE YyIepoda B aTMO-
chepy. OTpuliaTenbHble 0OpaTHBIE CBSI3U (B EPBOM
cilydyae yMeHbIIEHUE MyJIa JOCTYITHBIX (PUTOILIAHKTO-
HY MaKpO>3JIEMEHTOB M3-3a OTpaHUYEHMS CTOKA PeK
MIpHY OJieAeHEHNH, BO BTOPOM — HAKOIJIEHHE OMOTreH-
HBIX 3JIEMEHTOB B MMPOBOM OKeaHe BCJICACTBUE WUH-
TEHCU(pUKALIMM UX BbIMBbIBAHHUSI) OOECIIEYMIN KOJIe-
OaTeNbHBIN XapaKTep OITMCAaHHBIX N3MEHEHMI.

Cencune u noeaouieHue Humpama
6blCUMU pACMEeHUAMU

B nmepByio ouepenb YCIOXKHEHUE MEXaHU3MOB
CUTHAJIMHTa HUTPATa KOCHYJIOCh €0 TPaHCLICTOPOB.
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Y BBICIIIIX PACTECHUI ITOSIBWUIMCH MHOTOYMCIIEHHBIC
NRT1-6enku, paznuyaroniygecs: Mo CBOEH JioKaju3a-
i 1 GyHKmsM [44, 66]. Cpenr HUX M OCHOBHOI
ceHcop Hutpara y Arabidopsis — NRT 1.1, Haxonsuiics
MPaKTUYEeCKN BO BCEX OpraHax pacTeHUs, HO MpeXIe
BCeTo, B MeprcTeMax [66, 67]. Takoe IImpoKoe pacipo-
CTpaHEHWEe CBUICTETLCTBYET B ITOJIB3Y KaK (DM3MOIOTH-
YeCKOM 3HAYNMOCTH (DYHKIINIA, TaK U APEBHETO IPOMC-
XOXICHUS TAaHHOTO OeJIKa.

Paznoo0pasue TpaHCIIOpTEepOB HUTpaTa HU3KOTO
CPOIICTBA XOPOIIIO U3y4eHO Ha npuMmepe Arabidopsis.
NRTI1.5 nokanuzoBaH B nepuuukie, a NRT1.8 — B
MapeHxuMe KcujeMbl KopHs [66, 68]; NRT1.9 — B
KJIETKax-CITyTHUKAX (J103MBI KopHs [69]; NRT1.4 — B
npoBodieii cucreme yepeinka jgucta [70]; NRT1.7,
NRTI1.11 1 NRT1.12 — B kujiKax 3pejbIX TUCTheB [ 71,
72], Torma kak NRT1.6 — B IpoBoAsILIMX ITy4Kax ce-
Ms13adyaTKoB [73]. Takoit moauMop@du3M CBSI3aH C pe-
TyJISIOUE HE TOJBKO OPraHHOTO pacHpeIe/IcHUs
HUTpara (OJaHHYIO0 (YHKIWIO MOT Obl BBIIIOJHSTH
NRTI.1), Ho 1 MopdoreHe3a BereTaTUBHbBIX U IeHe-
paTUBHBIX OpraHoB. BeposTHO, muBepcudUKanus
cemerictBa NRT1 mpowncxonnna mpn cTaHOBJICHUH
MHOTOKJIETOYHOI OpraHu3ally U BbIXOJE paCTEHUM
Ha CyIly, KOIJa B YCJIOBHUSIX TeTePOreHHOCTU OKpPY-
XKampllell cpembl Havaja CKJIagbIBaTbCS OpraHHas
KOMMAapTMEHTALIUS TTyJIOB HUTpAaTa.

Ha npumepe Arabidopsis MOXHO TIpOCI€IUTh MO~
JUuMopduU3M TPaHCIIOPTEPOB HUTPaTa BbBICOKOIO
cponctBa ceMmerictBa NRT2. Tak, NRT2.1 cocpeno-
TOYEH B puU30AepMe U Kope KopHs [49], Torma Kak
NRT2.5 — B xunkax cGOpMUPOBAaHHEIX JIMCTHEB
[74], a NRT2.7 — Ha TOHOIIACTE KJIETOK 3apOJIbIlIa
[75]. B mociaemHem ciydae (QYHKLUHMOHUPOBaAHUE
WMEHHO BbICOKOA(p(UHHOro TpaHCIopTepa MO3BO-
JIsieT 00€ecCIeYuTh yCclex CEMEHHOTO Pa3MHOXEHUs
Jaxe TIpU a30THOM TojiogaHuu. COOTBETCTBEHHO,
MoKa3aHa CTUMYJISILIUST 9K30T€HHbIM HUTPATOM MpO-
pacTaHus CEMSH yXe B KOHIeHTpausax oT 100 (Ara-
bidopsis, TYAIIBHUK JeKapCTBeHHBIN Sisymbrium offi-
cinale (L.) Scop.) no 200 MkxM (oBctor Avena fatua L.,
SIIMEeHb IBYpsinHblit Hordeum distichum L.) [76, 77].
1 MM HuTpar TakxKe CTUMYJIMpPOBAJl IIpopacTaHue
CIIOp IIUTOBHUKA MYKCKoro Dryopteris filix-mas (L.)
Schott, cuctemaTyecku OTAAIEHHOTO OT IIBETKOBBIX
pacTeHuil TIpencTaBUTENISI IarlopoTHUKOB [78]. B
MpUBEICHHBIX CilydyasiX neificTBUe yKa3aHHOTO MOHa
ObLIO cBgI3aHO ¢ 3PdeKTOoM (puTOXpoMa, ITOmaABIsI-
JIOCh XJIOPATOM M HE 3aBUCEJIO OT MHTMOWUTOpa HUTPAT-
penykTa3bl — BojibpamaTa. DTO TIO3BOJISIET CHENaTh
BBIBOJl O HAJIMYMU KOHCEPBATMBHOIO MeXaHM3Ma CUT-
HaJIMHTA, 3aJICHCTBYIOILIETO TPAHCLIEITOPHI HUTpAaTa.

B xome 3BOTIOLNY OT OMHOKJIETOYHBIX BOIOPOCIIEH
JIO LIBETKOBBIX B TPAHCIIOPTE U paclpeaeaeHU HATpa-
Ta CTaJIM y4acTBOBaTh xjiopunHbie kKaHansi CLC/CLV
[66], a Takke He HalineHHbIe Y Chlamydomonas MenneH-
Hble aHnoHHbBIe KaHaiubl SLAC1/SLAH u Oenku ce-
MEMCTBa aKTUBUPYEMBIX aJIOMUHUEM TpPaHCIIOpTE-
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poB manata ALMT [44, 79, 80]. IIpaktnyecku Bce
OHU YYacTBYIOT B ajanTaliy pacTeHUil K BOTHOMY
nedunuty. Hanpumep, 6enok Arabidopsis SLAH3 ¢
HU3KUM CpOACTBOM K cyoctpary (Km 8.3 MmM) obGec-
MEYMBAET BBIXOI HUTpaTa U3 3aMbIKAIOIINX KJIETOK
YCTBUII U Aajiee 3aKphITUE YCTbMYHOM Imean. Cam
yKa3aHHBIN NOH B KoHIIeHTpanusx 20—100 MM ak-
tuBupyer SLAH3, nomaBnss Tpancnmpauuoo [80].
AHanornyHblii 3¢pdhekT HuTpata (>3 MM) Kak aKTH-
pupytontero SLACI1 anHTuTpaHcnMpaHTa ITOKa3aH
IS OMHOJOJBHBIX pacTeHUl — (DPMHUKA MajJb4aTOro
Phoenix dactylifera L. n ssumeHsI 0OBIKHOBEHHOTO
Hordeum vulgare L., 910 CBI3aHO C AByMSI TOUYEYHBIMU
MyTallMsSIMM B TPETbEM TpPaHCMEMOpPAHHOM JIOMEHE
yKa3zaHHoro KaHaza [81, 82]. BeposiTHO, 4yBCTBUTEb-
HOocTh SLACI1 351aK0B 1 TAJIbM K HATPATy CIIOKUIIACH
KaK oJHa M3 ajanTaluii K HapacTaBIIEil B HEOTreHe
(23.0—2.6 MJTH. JI. H.) 3aCyIIUTMBOCTH KJIIMaTa.

B pesynbTare COBEpIIEHCTBOBAHUS CUCTEM
TPaHCIIOPTEePOB HUTpaTa yBeJIuuuBaaach 3pdeKTuB-
HOCTb €ro IMOIJIOIIEHUST Y BUIOB U3 MPOTrPECCUBHBIX
TaAaKCOHOMMYECKUX TPYIII, TOrna Kak MPUMUTUBHbIE
pacTeHUsI YaCTO OKa3bIBAIMCh aJalTUPOBAHHBIMU K
MUHUMAJIbHOMY YpPOBHIO a3oTa HuTpodobamu. Y
ncuiaoTta rojoro Psilotum nudum (L.) Beauvois yxe
3.5 MKM HuTpat 6oJjiee 4eM BIBOE YTHETaJl IpopacTa-
HuUe crop, a 35 MKM — TpakTUYeCKU ITOJHOCTbHIO
010K pOBaJI TIPOIIECC HE3ABMCUMO OT IIPUCYTCTBUS B
cpene amMoHus [83]. IlocaenHuit Kak eTMHCTBEHHAS
¢dopma azora yxKe B KOHIeHTpauu 3.5 MKM Ha 50%
yBEJIMYMBAJI pOCT raMeToduTa INCUJioTa, a B KOHILIEH-
Tpauuu 35 MKM — mpakThdecku B 4 pa3a. AHaJIOTUY-
Hble pe3ybTaThl ObLIM TIOJyYeHbI JJIs IPO3MTOBHUKA
pacceueHHoro Botrychium dissectum f. obliquum (Muhl.)
Fernald [84]. O6a ucciegoBaHHBIX BUAa BeCbMa IIpH-
MUTHUBHBI B 9BOJIIOLIMOHHOM TLJIaHE Y MOTJIM YHacJe-
JIOBaTh 39KCTPEMaJbHYI0 aMMOHUOMUIBHOCTb OT
paHHMX Ha3eMHBbIX pacteHuii. HampoTtuB, Kak 3TO
ObLIO YITOMSIHYTO BbIllle, TPOpacTaHUe CITIOP IBOJIIO-
LIMOHHO MPOJABUHYTOIO NAallOPOTHUKA — IIMTOBHUKA
MY>KCKOTO cTuMyupyetcsi 1| MM HuUTpaTtom, mogo0-
HO MPOPaCcTaHUIO CEMSIH UCClIeTOBaHHbIX LIBETKOBBIX
pacteHmit [78]. Bo3aMoxkHO, 3T0 mpuMep PU3UOTOTH -
YeCKOI KOHBEPIeHIIMU.

MeHnee onuroTpogHBIil, YeM IICHJIOT U TPO3I0B-
HUK, TIpUMEp pacTeHUil, TakKe ITPEAIIOYUTAIOIINX
HUTpaTy aMMOHMIA — XBOMHEIE, OoJjiee IPEeBHUE, YeM
LBETKOBEIC pacTeHMs1. Ocoboe MeCTO 3aHMMAaeT Ta-
KO NMIPUMUTHUBHBIN UX MPEACTaBUTENb, KaK apayKa-
pust Opasusibckast Araucaria angustifolia (Bertol.)
Kuntze, y koropoii pocT Ha 4 MM aMMOHUM ObLI yI0-
BJIETBOPUTEIILHBIM, TOTJA KakK Ha 4 MM HUTpaTe Ha-
onmroganock azoTHoe rojiomaHue [85]. Ha mpumepe
cocHBI MaccoHa Pinus massoniana Lamb. mokasaHo,
YTO TOJIEPAHTHOCTh K BBICOKUM J103aM aMMOHUSI CBSI-
3aHa Cc IeMOHUPOBaHUEM a30Ta B (hopMe acraparmHa
[86], B KOTOPOM ydacTBYEeT apXaW4HBII PETYISITOP-
Hblid Oesiok Py [52]. BecbMma BeposSTHO, YTO JaHHas

dusnomornyeckass OCHOBa aMMOHUOMIWILHOCTH
yHacjieoBaHa OT APEBHEUIIIUX 3yKAPUOT.

Y nporpeccuBHBIX XBOWHBIX MPENNOYTEHNE HUT-
para Wiu Ipyroro MCTOYHMKA a30Ta 3aBUCUT OT YCJIO-
Buii. Tak, cocHBI Kopeiickas Pinus koraiensis Siebold &
Zucc. u oObIKHOBeHHas1 Pinus sylvestris L., enb Ko-
petickas Picea koraiensis Nakai 1 0COO€HHO JTUCTBEH-
HULIa onbIuHCKas Larix gmelinii var. olgensis (A.Henry)
Ostenf. & Syrach ripu HM3K0# 06eCTIeYeHHOCTH a30TOM

MPEANOUYTUTEIHbHO MOIIOIIATIN PN O;,aHe PN HI , TO-
r1a Kak Mpu BbICOKOM — HaoGoport [87]. B ycinoBusix
TeTJIMIbl COCHA KopeiicKas moryoliaia npeumMyliie-
CTBEHHO IJIUIIMH, TOTJA KaK JUCTBEHHUIIA TOHKOYE-
wyituarast Larix kaempferi (Lamb.) Carriere, my0
MoOHTONIbcKUt Quercus mongolica Fisch. ex Ledeb. un
opex MaHbwKypckuit Juglans mandshurica Maxim. —
HuTtpar [88]. 3aech 1 Bblllie HAIUIO TPHUMEPHI OCTe-
TMEHHOTO CTaHOBJIEHUSI HUTPATO(MUIbHOCTH.

Tpancodykuus numpammoeo cuenanra
¥ 8bicuiux pacmenuil

B xone 3BOMIOIIMOHHOIO YCIOXHEHUST MOpdoTre-
He3a BBICIINX pacTeHUil Ha 0a3e ceMeicTBa TpaHC-
nenTopoB HuUTpaTa HuU3Koro cpoactBa NRT1/NPF
CJIOKMJICSI OOLIMI MPUHIIUI KOTPAHCIIOpTa yKa3aH-
HOTO MOHa W pas3JuvHbIX (utoropmoHos (MYK,
ABK, xacmoHat, rud6epemunbl) [89]. Ha ocHoBe
Takoro pojaa (akToB ObljIa BHIABUHYTA TUIIOTE3a, YTO
pELENTOPHI HIOTEHHBIX CUTHAIBHBIX MOJICKYJI IIPO-
M30IIUIM OT TPAHCUENTOPOB M MX TOMOJIOTOB C HC-
KJIIOUMTEIbHO pelienTopHoi ¢dyHkuueit [90]. B xone
SBOJIIOLIMKA MOIJIA IIOCJIEAOBATEIbHO IIPOUCXOIUTH
necrermmanusanmsd NRT-0e1KOB 1O OTHOLIEHUIO K
JIMTaHJaM, BKJIIOYEHHE B UX YUCJIO (PUTOTOPMOHOB,
MOSIBJICHUE TOPMOH-TPAHCHOPTHON (PYHKIUU U €€
COIIpSDKEHME C CEHCMHIOM HuTpaTra. B pesynbrare
MOSIBMJIACh BO3MOXHOCTb PETYJISLIMM yKa3aHHBIM
MOHOM MHOTMX MOP(MOreHeTUHYEeCKNX IMPOIEeCCOB,
CBSI3aHHBIX C KOPHENIOOETOBOI OpraHn3amueii.

ApKuM TIOATBEPXKACHUEM TaKOTO IMPEnrnooxe-
HUS ABJIsieTcs mogasiieHue 1—10 MM HUTpaTOM 3KC-
nmopta MYK U3 KieTOK KOpHEBBIX NPUMOPIVEB Yy
Arabidopsis, 4TO TIPUBOAUIIO K JIOKAJTLHOMY HaKOTLJIe-
HMio aykcuHa ¢ ygactueM NRT1.1 [91]. [Tocnemumii
WHAYLUMPOBAICS YyKa3aHHBIM TOPMOHOM B 00JacTu
MECTHOIO MaKCUMyMa BHEKJIETOYHOI KOHLIEHTpaluu
HuTpata [92]. Takasi mojgoxuTeabHasi oOpaTHasi CBSI3b
Moria ObITh B OCHOBE 3BOJTIOIIMOHHO PAHHUX MEXaHU3-
MOB BETBJIEHUSI OCEBBIX OPraHOB €llIe 0 TOTo, KaK CJI0-
JKUJlach COBpEMEHHasi cUcTeMa TpaHCIIopTa U B3au-
MoIeUcTBUS (PUTOTOPMOHOB, BOBJIEKAIOIIast B ceOs
MHOTroo0pa3Hble TPaHCHOPTEPHI, PELENTOPHI U OeJ-
KM KacKaJoB CUTHaJIbHOM TpaHcayKuuu. Jlokanuza-
uusg NRT1.1, mpexxne Bcero, B 3ayaTKax pa3jIMYHBIX
yacTeil pacTeHust [67] CBUACTENBCTBYET B IOJIB3Y
YHUBEPCAILHOCTU CBSI3aHHOTO C HUM IIpoliecca
MecTHOTO cocpenoroueHns MYK B ygyactkax Mepu-
®UBNOJIOTUS PACTEHUN Ne 1
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CTEeMBI ¢ TIocnenytoleil nuddepeHINPOBKO UX 10
TeMIlaM pocTa.

Jlpyroii mpmuMep 3BOTIOIMOHHON HAACTPONKN Me-
XaHU3MOB HUTPATHOTO CUTHAJIMHIA — TIOSIBJICHUE
NLP-6e1K0B, OCHOBHBIX PEryJISITOPOB TPaHCKPHUII-
UM UHAYIUPYEMBIX HATPATOM I€HOB y Pa3IUuIHBIX
BUIOB C KOPHEIIOOETroBO opraHu3alueii 1 MOXoo0-
pasHoro Physcomitrella patens (Hedw.) Bruch &
Schimp., HO He y OOJBIIMHCTBA MCCJIETOBAHHBIX
KPaCHBIX M 3eJIEHBIX Bomopocieil [56]. Ilporeccel
nosiBiieHusT U auBepcudukauuy NLP-06enkoB Kop-
peIMpOBaIU C YCIOKHEHUEM OPTaHHO-TKaHEBOM Op-
raHM3aluru pacTeHUM, CTaB OCHOBOM MIJIsl LIMPOKOTO
Kpyra Mop(doreHeTH4eCKMX peakiuii, 3aIryCKaeMbIX
auTpatoM. [IpuMmepamMut MoryT ciry:kuTth cBsI3b NLP7
0eJiKa ¢ pOCTOM KOpHEBOM cUCTeMBbl, a Takke NLP8 — ¢
npopactanuieM ceMstH Arabidopsis [93, 94]. Pazmrausam
B CTPYKTYPE YKa3aHHBIX (haKTOPOB TPAHCKPUITILIUK CO-
OTBETCTBYIOT crielduueckre HabOpbl T€HOB-MUIIIC-
Heil. ITokazaHo, yto 6emok NLP7 uHaynumpoBan reH
JIpyroro peryisrtopa Tpanckpunonu — ANRI, moka-
JIM30BAHHOTO B ariekcax 60KOBBIX KOPHEU 1 Toaaep-
KMBAIOIIETO UX POCT B 000TaIlIeHHOII HUTPATOM ITOY-
Be, a Takke reH peuenropa UYK, AFB3, yaacTByio-
1M B TOpMOHAJILHOM perysiiuu pu3oreHesa [93].
Muirensto NLP8 6b11 ren ABK-8'-ruppoxcuiassl
CYP707A, xoTopasi KaTaIM3upoBaia IIEPBYIO peak-
nuio gerpaganuu ABK u TeM camMbIM BBIBOJIMJIA CE-
MeHa 13 cocTosiHUS TTokos [94]. Kpyr 3HaHMii 0 MO-
JIEKYJISIPHBIX ME€XaHM3Max Takoro poga auddepeH-
LIMPOBAHHBIX HUTPAT3aBUCUMBIX IIPOIIECCOB pOCTa
MopdoreHe3a MOpomonKaeT pacmupsarbes. CTaHO-
BUTCS IIOHSITHBIM, YTO BaXKHO€ 3HAYECHUE B DBOJIIO-
1 6enkoB cemelictBa NLP numeno nusmeHeHue pac-
IM03HAaBaeMbIX PETYJISITOPHBIX ITOC/ICA0BATEIbHOCTEM
JHK. HanmpoTnB, camM IIpWHIIAII ITepegaun CUTHAaJIa ¢
TPAHCLENITOPOB, Y3HAIOIIUX Pa3NYHbIC JUTAHIBI,
Ha IPOTEeMHKWHA3bI, (pochoprmmpyolnne KOHcepBa-
TUBHBIE (DAaKTOPHI TPAHCKPUIILIMU, KOTOPBIE 3aTeM
MUTPUPYIOT B SIPO, TIE B3aMOIEICTBYIOT C TeHAMMU--
MUIIEHSIMU, TUITMYEH 11 COBPEMEHHBIX 3YKapUoT U,
BEPOSITHO, YHACJIEAOBaH MMU OT o0I1Iero npeaka [95].

Hamu mokazaHo Ha IIpuMepe ropoxa MOCeBHOTO
Pisum sativum L., 9T0 cpeayn MUIIEeHEN TO3UTUBHOTO
CUTHAJILHOTO IEHCTBUSI HUTPATA Y BBICIIMX pacTeHUit
HaXOIUTCSI U CTAPTOBBIA (pepMEHT YIJIEBOTHOIO Me-
TabonmM3Ma — caxapo30CHHTa3a, oOecrieunBarolas
cyOCcTpaToM HapabOTKy CTPYKTYPHBIX MOJMcaxapu-
JIOB U PSII APYTUX GUOCUHTE30B [96, 97]. YuuThIBag,
YTO YKa3aHHBIN O€JIOK BBISIBJICH JaxKe y IIMaHOOaKTe-
puii [98], MOXHO mpenroaaraTh LIMPOKOE PacIpo-
CTpaHEHME U €r0 Pery/slUi HUTPATOM y IIHPOKOTO
Kpyra pacTeHUI KaK CIIoco0a CTUMYJISIIIMU POCTa Ie-
TepoTpodHbIX opraHoB. Cpeau HUX: CeMs3a4yaTok,
3apOobIIIeBas OCh, KOPEHb, TUIIOKOTWIb, a TaKXe
MPaKTUYECKHU BCE MEPUCTEMBbI pa3HOI TOKAIM3AlIUN.
B ynioMstHyTHIX TpUMepax BO3MOXKHBI pa3JIM4Ksl B CO-
OTHOIIIEHUY MTHTEHCUBHOCTE1 KOHCTUTYTUBHOM (Ha-
puMep, ¢ yd4acTUeM IUTO30JbHOII MHBEPTa3bl) U

®U3UOJIOTHS PACTEHUN Ne 1
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HUTPAT3aBUCUMOI YTUIIN3ALIMH CaXapOo3kl, UTO, B KO-
HEYHOM CYEeTe, Ha JOHOPHO-aKIIEIITOPHOM YpPOBHE
omnpezessieT BapUaHThl MEPECTPONKU apXUTEKTOHM-
KM pacTeHHUs] B 3aBUCUMOCTU OT OOECIIEYeHHOCTH
HuTpaToM. BKitag MO3UTUBHOTO HUTPATHOTIO CUTHA-
JIMHTa CaXapO30CUHTAa3bl B KOHKPETHBIE MOP(OreHe-
THUYECKME MPOLIECCHI — aKTyallbHasI TpobJjieMa, 110 Cy-
LLIECTBY, OCTaloIIasics Hepa3paboTaHHOM.

SAKJIIOYEHHME

INIporpeccuBHast HaIIPpaBJIEHHOCTh 3BOJIIOLIUN CU-
CTeM CEHCUHTa M Tepedayd CUrHaja HUTpaTa B Iie-
JIOM BBIpaxkaeTcsl B MOSIBJIEHUU OPTaHU3MOB CO BCE
0oJiee BLICOKOIT MpUCIOCabIMBaeMOCThIO K IITMPOKO-
MYy AVAaIla30Hy KOHILIEHTPALWili yKa3aHHOTO MOHA B
okpyxatomieil cpene. OT MepBbIX MPOKAPUOT K pas-
HOOOpa3HBEIM COBPEMEHHBLIM PACTCHUSIM ITOCTEIICH-
HO CIIOXUWIUCH U depeHIMPOBaHHBIE MEXaHU3MBI
CEHCHHTa U TIepefady CUTHAJIOB HUTpaTa, y4acTBYIO-
IIMe B PE3YIbTUPYIOIINX (PU3NOJIOTTYSCKIX PeaKIINSIX.
ITpu 3TOM peann30BaInCh Pa3IMUHbIE TUITHI 3BOJTIOIV -
OHHBIX U3MEHEeHU (TTapajieIn3M, KOHBEpreHLusT Ha
OCHOBE MCXOIHOM TOMOJIOTMHU, IEeBUALISI, a TakKXKe
nuddepeHINaNS CEMENCTB GEJIKOB OT OMHOTO Tpe-
IeCTBeHHMKAa). B Onmmkaiilieil repcrieKTuBe Ipes-
CTOUT Pa3BUTUE UCCIICAOBAHMI 110 U3YYCHUIO OpTaH-
HO-TKAHEBOI U BHYTPUKIIETOUHOM CHELM(GUKUA CUT-
HaJbHBIX KaCKaJoB, 3aIllyCKaeMbIX HUTPATOM, U MX
B3aMMOJICUCTBUIO C IPYTMMHU areHTaMu (CBeT, GpUTO-
TOPMOHBI, YIiieBOIbI U Ap.). C y4eTOM BasKHOCTH MO-
MyJISIUMY KaK eIMHUIBI BOJIIOLIMOHHOIO IIpoliecca
Ba>KHO BBISIBUTH BHYTPU- U MEXBUIOBYIO CITELIM(PUKY
TPaHCLENITOPOB HUTPATA U CBI3aHHBIX C HUMU ITyTei
rnepegayd CUrHAJIOB, BILJIOTH IO MOJIMMOpdU3Ma re-
HOB-MMILICHEN Yy TIpeACcTaBUTEIICd pa3HbIX KOOI~
YECKUX HUIII C LEeIbIO TTOBBILIEHUS TTPOIYKTUBHOCTU
KYIBTYPHBIX paCTeHUI U coXpaHEeHUsI OMOpa3HO00-
pa3usi IpUPOIHBIX KOMIUIEKCOB.

ABTODBI 3agBIISIIOT 00 OTCYTCTBUM KOHGINKTA WMH-
TepecoB. Hacrogiast ctaTbst He COOEPXKUT OIMCAHUS
KaKUX-JIM0O SKCIIEPUMEHTOB C YJACTUEM JIIOAEH U KU~
BOTHBIX B KQUeCTBE OOBEKTOB UCCIICIOBAHUSI.

Pa6orta BeINoTHEHA B paAMKaxX rOCyIapCTBEHHOTO 3a-
JaHus MUHUCTEPCTBA HAYKH U BBICIIIETO 0Opa30BaHUST
Poccwuiickoit @enepanym (tema Ne 121033000137-1).
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H3y4eHbI CTpyKTypa Me3odmiia v JTUITUIHBIN PO MeMOPaH B JIUCThSIX YEThIPEX BUIOB raJIo(OUTOB CEM.
Chenopodiaceae ¢ pa3HbIM TUIIOM (POTOCUHTE3A: ONHOJETHUKOB Salicornia perennans (Cs-tun poTocuHTE3a) U
Sedobassia sedoides (C5-C4-tun), Climacoptera crassa (C4~-HAJl-TUIT) 1 MHOTOJIETHETO MOJyKyCTapHUYKa Ko-
chia prostrata (C4~-HAJL®-Tur), mpounspacraioimyx B GMOTOINAxX C pa3HO CTETIEHBIO 3aCOIEHUST U YBJIaKHEHUS
1ouBbL. OMHOJIETHUKY C CYKKYJICHTHBIMHU JIUCTBSIMI HAKAIUTUBAIU B 7— 15 pa3 6ompme Na*, vem MHOroneTHuit
MOJIYKYCTapHUYEK. YCTaHOBJICHA TECHAsI TTOJIOXKUTETbHASI B3aUMOCBSI3b TOJIIIMHbI JIMCTA C OBOMHEHHOCTHIO JIU-
cteeB (= 0.98, P=0.04) u cymMOii HaKOTUTEeHHBIX 3JieMeHTOB (7= 0.96, P=0.04) B Hux. Knetku me3oduia
C;-Buna S. perennans 6bUIM CyLLIECTBEHHO KPYIIHEE B CPABHEHUHU C KJIETKAaMU Me30(]uiia u ooKIanku
C,4-BunoB U uMenu B 1.5—3.5 pa3za 6ombuie xyioporuiactoB. Buasl ¢ KpaHu-aHatomueit pasnuyanuch pas-
MepaMU M COOTHOIIIEHWEM YHciia KJIETOK OO0KIanku u Me3odwuia. CyMMapHas TUTOIIAIb TOBEPXHOCTH
XJIOPOILIACTOB B €MMHMIIE TUIOMIAAM JIMCTA Y pacTeHuii ¢ KpaHil-aHaToMueli B KileTkax Me30(huiuia okazajaach
BBILIIC, YEM B KJIeTKaX 0OKIaaku. OGHApYyKeHO CXOICTBO 3HAUCHUI aCCUMUJIMPYIOLLEH MOBEPXHOCTU ME30-
unna u xsoporiactoB y pacteHuit Cs- u C;-C_4-tmnos dotocunTesa, a Takxke Cy-HAL- u C4~-HAID-Tumos.
O6111ee YMCII0 KIIETOK 1 YMCIIO XJIOPOIIACTOB KJIETOK Me30(MIUIa TIOJIOKUTETEHO KOPPETMPOBAIN C CoepIKa-
HUEM OOILIMX JIMMMAOB B pacyeTe Ha equHully rutomanu gucrta (r = 0.95, P = 0.04). ConepxaHue KUCJIOTbI
18:2(n-6) cHmxanocs, a 18:1(n-9) ysenmmunanocs B psiny C;— C;—C, — C4- HAIL — C4-HAAP-Bunos. Cre-
JIaH BBIBOJI, YTO YBEJIMUEHUE PA3IUIMil MEXITY 0O BEMOM U TTOBEPXHOCTHIO KJIETOK M XJIOPOIIIACTOB Me30oduILia
1 OOKJIAKU TTPOBOISIIMX IMyYKOB, a TAKXKe CHUKEHUE KOJIMYECTBA MEMOPaHHBIX JIMITUIOB KJIETOK, XJIOpOILia-
CTOB ¥l MUTOXOHZIPHIA B €IMHUILIE TUIOIIAIH JIVCTA CBSI3aHO C BBIpaXkKeHHOCThIO Cy-cHnpoMa. CocTaB TUIHAIOB
U XKMPHBIX KACJIOT ITOAAEPXKMBAET METAOOIMIECKYIO aKTUBHOCTD XJIOPOILIACTOB 1 MUTOXOHIPUi B 3aBUCH -
MOCTHU OT TUIa (OTOCUHTE3A.

KioueBble cioBa: Chenopodiaceae, Tun poTocuHTE3a, CYKKYJIEHTHOCTh, ME30CTPYKTypa JIMCTa, pa3Mephl
KJIETKH, XJIOPOTLIACTBI, MUTOXOHIIPUY, TUTMEHTHI, JIMTTUABI, )KUPHbBIE KUCJIOTHI

DOI: 10.31857/50015330322010171

BBEJIEHUE HOB pacTeHmit. CorlmacHO COBpeMEHHBIM IIPEACTaB-
CCMCfICTBO, WIA KJiaaa Chenopodiaceae Vent. JICHUSIM, Chenopodiaceae YyacToO pacCcMaTpuBaACTCA B

(Amaranthdceae) — onvH U3 CaMbIX PA3HOOOpasHbIX B cocTaBe Amaranthaceae Juss. (s.1.) Kak IpUOPUTETHO-
CTPYKTYPHO-(YHKIIMOHAJIbHOM OTHOIIIEHUU TaKCO- TO Ha3BaHUs WM Kak kKjiaga Chenopodiaceae/Ama-

Cokpamenus: I71 — mvikomununst, APT — mudocharnaunmmuepun; AT — nuranakroswiavanuaniepyrt; KK — KupHble KMCIOTHI;
Kap — kapotuHouas; KOX(M)/(BS) — 06beM KiieTKu Me30dhuiia/00KIaaKu, MPUXoasiiuiics Ha onvH xjoporuiact; MIITT — MoHora-
Jnakro3wnrauiriiueput; MJ1 — mem6pannbie bt OJ1 — obiue urmasl; CXAT — cynbhoxuHoBosmwiavanmimiepu; O —
docharnomnrmuieput; ®U — docharnamminosut; OJI — dochomumuabr; DX — pocharuamnxonun; PO — dochodaruanasTaHOI-
amuH; Xi — xsopodwmwnibr; Acell/A(M), Acell/A(BS) — cymMmapHas T1o1anb moBepXHOCTH KJIeTOK Me3oduiia (M) minn oOKIaaku
(BS) B enunuLe miowmany aucra; Achp/A(M)/Achp/A(BS) — cymmapHasi rioniaab MOBEPXHOCTH XJIOPOIUIACTOB B KJIETKaxX Me30-
dwuta/ooknanku; NcellM/BS — uncno kirerok Mme3odwmnia/ ookinanku; NChpM/BS — guciio XJioporuiacToB B KiieTKax Me30(hwI-
na/ooknanku; VeellM/BS — o6bem kineTku Me3odwuia/ooknanku; VehpM/BS — o6beM xioporuiacta B kjieTkax Me3oduiia/o6-
knanku; VchpM/VeellBS, VehpBS/VchpBS — oTHOocuTeTBHBIN 00BEM XJIOPOIUIACTOB B KJIETKE Me30(h1WI1a/00KIaaKu.
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ranthaceae [1]. bonpmmmucTBO BUnoB Chenopodiaceae
aJanTUPOBAHbBI K TATOUTHBIM, TUTIEPTaIOUTHBIM,
KCEpOMUTHBIM M KCepOoraJTo(UTHBIM COOOIIECTBAM
WIN pyIepadbHBIM MecTaM oOuTaHud [2].

CrpyKTypHO-(pYHKIIMOHAJIbHEIE CBOMCTBA OTpa-
»KaloT pa3HOOOpa3re MeXaHU3MOB afanTallui BUIOB
Chenopodiaceae X crieuM(pUIeCKUM MOYBEHHO-KJIH-
MaTUYECKUM YCJIOBHUSIM M OMNPEIENISTIOT MX KOOI M-
yeckue crpateruu. IlpencraBuresin JaHHOTO ceMeli-
CTBa CIIOCOOHBI PETYJIMPOBATh ITOIVIOLIEHUE COJICH,
YCUJINBAs UX BHYTPUKIIETOUHYIO KOMITAPTMEHTAIIIIO
(ayrano¢huThl) WIKM OrpaHUYMBasI IPOHUKHOBEHUE B
METa0O0INYECKM aKTUBHEIC YaCTU (KPUHO- U TJIMKO-
raaodutsl) [3, 4]. Cpenn HUX IIMPOKO PacIIpoCcTpa-
HEHBbI BUIBI C PAa3HBIMU META0OJIUMYECKUMU TUIIAMU
dotocuntesa [3]. Bunbl ¢ Cs-tunom (oTocuHTEe3a
BCTPEYAIOTCS 10 BCeMy IpaJueHTy 3aCOJICHMsI MTOYB,
BILIOTb JI0 ITYXJIBIX COJIOHYAKOB, HA KOTOPBIX, HAIIPU-
Mep, IpouspacTtaeT onHoueTHuit Cs;-ayranodut Sal-
icornia perennans. Ha cpemHe-3aCOJIEHHBIX Y4YacTKax
yacto BcTpeyatoTcs Bubl ¢ C,~-HAI-M 3 Tunom doto-
cuHTe3a (acnaprarHelii noatun C,-dhoTocuHTe3a), Th-
MUYHBIM TIPEACTABUTEIEM KOTOPBIX SIBJISIETCSI OMHO-
nmetHUK Climacoptera crassa. Bunsr ¢ C,~-HAJIPD-MD
TUIIOM (pbOoTOCHHTE3a (MajaTHBIN ITOATUII), HAIIpUMep,
noJjiykyctapHuuek Kochia prostrata, npearodnTaloT Me-
Hee 3aCOJICHHbIE U IecyaHble IoYBkI [5]. Kpome Toro, B
ceM. Chenopodiaceae BCTpeYalOTCSI IPOMEKYTOUHbBIE
C;—C, Bugpl ¢ C,-GOTOCUHTE30M, NTPUMEPOM KOTO-
PBIX, HA OCHOBE aHATOMMYECKIX OCOOCHHOCTEH, a TaK-
Ke aHa/mmM3a ra3000MeHa 1 UIMMYHOJIOKAIN3aN I~
LIMHAEKApOOKCUIIA3HI [6], SIBJIIETCS OMHOJIETHEE pacTe-
Hue Sedobassia sedoides. Bun S. sedoides wmeer
cnelm(pUIecKoe aHATOMUYECKOE CTPOEHHE, KOTOpOe
BBIIICJICHO B OTACIBHBIN TUIT — Sedobassia [7, 8].

B npouecc ¢otocrHTe3a BOBJIEYEHBI CIIOXKHBIE
B3aMMOJICUCTBUSI OTIEIbHBIX (DOTOCUCTEM, OpraHell,
KJIETOK M TKaHEM JIMCTa JUIsl CO3MaHNsI ONTUMAIbHOTO
COOTHOIIIEHUSI CTPYKTYpbl W (yHKIMM. Kaxxnpiii u3
3TUX YPOBHEN opraHu3aiu (POTOCUHTETUUECKOTO ar-
rapara xapakTepu3yeTcsl OnpeaeeHHbIMU KpUTEPUSI-
MM, KOTOpBIE MOTYT MEHSTbCSI B 3aBUCUMOCTU OT
BHelIHUX ycioBuii [9, 10]. Hanpumep, nuctoBast ap-
XUTEKTOHUKA OIPENesISieTCs] TUIIOM CTPOSHUSI ME30-
dwina nmMcra, KOJIMYECTBOM, pa3zMepaMu U GHopmoit
dotocuHTe3npyrommx kiaetok [11]. MHTerpagbHbIe
rnmapamMeTpbl Me3oduilia, TaK1ue Kak YrucJio XJIOporia-
CTOB B €IVHMUILIC TJIOLIAAX JINCTA U OO1Ias IJIOIalb
MOBEPXHOCTU ME30(DUITBHBIX KJIETOK U XJIOPOTIJIACTOB,
XapaKTepU3YIOT BEJIMUMHY TTOBEPXHOCTU OOMeHa Jisl
CO, ¥ B 3HAUUTEJIBHON CTENIEHU BJIMSIIOT Ha €I0 IIPO-
BonuMocTs [12]. Ckopocts nuddysuu CO, u3 Mex-
KJIETOUHBIX TPOCTPAHCTB Me30(duIIa 10 CTPOMBI XJIO-
poruiacTa 3aBUCUT TAKKe OT TPOHUIIAEMOCTU KJIETOU-
HOIi CTEHKU U MEMOpaH KJIETKU U XJIOPOIUIACTa.

DdoTocuHTE3UpYIOIIAsi OpraHesia — XJIOpOoIiacT —
MMeeT IBOMHYIO BHEIIHIOK O0OJIOYKY W CONEPXKUT
BHYTpEHHUE TIJIaKOMITHEBIe MeMOpansl [ 13]. Trmakon-
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bl SIBJISTIOTCSL ydacTKamMu (POTOCHMHTE3a, OTBedasl 3a
CBETOBBIC peaKlMu. B HUX JIOKaIM30BaHbI YeThIPE OC-
HoBHBIe cyobeauHULIBL: DC I, OC 11, iutoxpom b6f u
AT®-cunraza. O6e P®C cBI3BIBAIOT XJIOPODUILIBI
(X1) mu kapotuHouasl (Kap) u cocTosT u3 siapa 1 cBe-
Tocobupatoinx KoMmruiekcoB (CCK). CTpyKTypHbIMU
BJIEMEHTaMU MEMOpaH TWIAKOWIOB SIBJISTIOTCS JIMIIM-
IIbl: MOHoranakToswinuauwirmuiepud (MIIT), nu-
rajakroswinuanvirauiepus (JATAT), cynbhoxuno-
poswnnanyianmiepuH (CXIN) u dpochopcomepxka-
it munug pocharuaunrnuuepus (OI) [14].

DOyHKINY XJIOPOILIACTOB TECHO CBSI3aHbI C MUTO-
xoHOpUaMH [15]. O6Ge opraHeIBI B pacTUTEIILHBIX
KJIETKaxX CJy>XaT BHYTPUKJIETOYHBIMU SHEpreTuye-
CKUMM LIEHTPaMU, KOTOPbIe CHAOXKAIOT KJIETKY SHEp-
TMeil IIOCPEICTBOM [ESITEIbHOCTU IBIXaTeIbHBIX U
(OTOCMHTETUYECKUX LIeTIei, IOKAIM30BaHHBIX B MEM-
Opanax. J1s1 BBITIOJTHEHUST 3TOI PO UM TpeOyeTcs ak-
TUBHBIIA OOMEH MOHAMHU, METa0OJMTaMM, JIMIIMIAMU
[16]. MutoxoHIpuanbHble MeMOpaHbI PACTEHHIA CO-
JIepsKaT ABa MpeobIaarolInX Kjacca JUnuaoB — ¢oc-
datuguixonmuH (PX) u pochodaTuanIzTAHOIAMUH
(DY), a Takke apyrue kiuacchl aunuaoB — @I, poc-
daruaunuHo3ut (PH) 1 cneunUIHbINA 11T MUTO-
xoHapuit tudocharnaunrmunepuH (API) [15]. JIu-
nuabl B MeMOpaHaxX XJIOPOIJIACTOB U MUTOXOHIIPUIA
HE TOJIbKO OOECIIeUMBalOT MX ILIEJIOCTHOCTh, HO U
MOMIEePXKUBAIOT (PYHKIMOHAIBHYIO CIIEHU(DPUIHOCTh
MHTErpajibHBIX OEJIKOB, BOBJICUEHHBIX B MIOHHOE TO-
MEOCTaTupOBaHUE, (POTOXMMUUYECKNE U DJIEKTPOH-
TPaHCIOPTHbIE U Apyrue npouecco [17].

CTpyKTypHBIE 1 OMOXUMMYECKUE PA3TUIUs MEKITY
BUJAMMU C pa3HbIMU TUIIAaMU (OTOCUHTE3a HA YPOBHE
CTpoeHUsT (DOTOCHMHTE3UPYIONINX TKAHEH M KIIETOK
XOPOILIO M3BECTHHI [5]. B oTiinyue OT KJIETOYHOIO
YPOBHSI, TOHKME Pa3JIU4Us B CTPYKTYPHOI OpraHu3a-
UM OTHOEJbHBIX OpTaHeJUI MEXIy TalopuramMu u
MUuKoUuTaMU, a Takxke rajoduraMu ¢ pa3HbIM TH-
noM (GOTOCHUHTE3a OCTAIOTCS B 3HAYUTEIILHOM CTeIe-
HU HeM3y4EeHHBIMMU.

Ilenb pa®oThl — BBISIBIICHUE ME30- U YIBTPACTPYK-
TYPHBIX OCOOEHHOCTEN (DOTOCUHTETUYECKHX OPraHOB U
TKaHel y ranoputoB ceM. Chenopodiaceae ¢ pa3HbBIMU
TUIIaMU (POTOCUHTETUYECKOTO MeTaboIM3Ma.

MATEPHAJIBI U METOJbI

Paiion nccaemosanusa BxonuT B coctaB Ilpukacrmii-
CKOIf HU3MeHHOCTH. KimMaTrndeckue yciaoBUsSI Teppu-
TOPUU XapaKTEPU3YIOTCSI HETOCTATOYHBIM YBIIAXKHEHM -
€M, CHJIBHOM 3aCylIMBOCTBIO, OCOOCHHO B BECCHHE-
JIETHUI1 iepuoa. MakcuMasbHas1 TeMIiepaTypa UIojis 3a
nocieqaue 5 et cocraBwia 41.4°C. CpenHerogoBoe
KoOJIM4YecTBO ocankoB — 181.9—190.0 MM, cpenHeme-
CSIYHAas BJIAXKHOCTh BO34yxa HanboJiee TeIJIOro Mecsi-
na — 47%, BeIU4MHA TUIPOTEPMUYECKOTO KO3 Pu-
nuenTta ~ 0.4 [18].



70 PO3EHIUBET wu ap.

PacTurenbnslii MaTepuaa. OObeKTaMM UCCIIEAOBA-
HUS cTalu yeThipe rajgoduta ceM. Chenopodiaceae c
pa3HbBIMU TUIIaMU (DOTOCHUHTE3a: OAHOJIETHUKU CO-
JIepoc CcoJIOHYaKoBbIi (Salicornia perennans Willd.,
C;-tun ¢otocuHTE3a) U cenodaccus ouuTKoBas (Se-
dobassia sedoides (Pall.) Freitag & Kadereit, mpome-
KyTouHblit C;-C,-TUM), KIMMakonTepa MsCUCTas
(Climacoptera crassa (M. Bieb.) Botsch., C,~-HAJI-Ttumn)
11 MHOTOJIETHUI TTOJIYKYCTapHUYEK KOXUSI paciipocTep-
tasgs (Kochia prostrata (L.) Schrad., C,~-HA®-tur).
st aHanM30B UcToib3oBasiu TUCThs C. crassa, S. se-
doides, K. prostrata n TUCTbsI, CpOCILIHMECS C TT0OeromM
y S. perennans. O06paslibl pacTeHUId OTOMpanu Ha
mwiomankax pasmepoM 20 x 20 m. Buner C. crassa,
K. prostrata n S. sedoides mpouspacTtajii Ha BepXHEM
HaANOMMEHHOM Teppace B CEBEpO-3allaJlHOM 4acTu
03. OnbToH (49°10712” ¢. 11., 46°34’30” B. 11.), a S. pe-
rennans — B HENOCPEICTBEHHOI OJM30CTU OT ype3a
BoIbI (49°10°09” c. mr1., 46°34’36” B. n.). Buouenos
MEPBOTO PKOTOTNA MPEACTABIEH pa3pekeHHbIM MSIT-
JIMKOBO-NIPYTHSIKOBBIM COOOIIECTBOM C y4acTUEM
YEPHOM MOJILIHU, TUIT TTOYBBI — COJIOHEI] MEJIKUI He-
MPOMBITBIN OT coseit. Bropoii sKoTon mpeacraBiieH
MOHOJIOMUHAHTHBIM COJIEPOCOBOM COOOIIIECTBOM,
THII [TIOYBBI — COJIOHYAKMU JIyTOBBIE.

PacTutenbHBI MaTepuall OTOMpaiy B IepBOii fe-
Kane uitoHsa 2018 r. B mepBoii 1monoBuHe mHS. s
OMOXUMUYECKUX aHAJIM30B MCIOJb30BaJIU TMOJHO-
CThIO C(DOPMUPOBABIIMECS JIUCTbSI CPEAHErO sIpyca
(unu B ciyvae S. perennans — CpeIHIOO 4acThb II00e-
ra) u3 5—10 pacTeHunii OJHOTO M TOTO Ke BUIA B Ipe-
JeJiax OfHOTo 3KoTomna. 1151 aHajiu3a MUrMeHTOB OT-
oupanm HaBecKu 1o 0.5 r CBIpOil MacChl, IS JIUITH-
0B — 110 1 1, W11 onpeneneHusI COAepKaHUs BOIAbI U
WoHOB — no 1 1. st BeigeaeHUsl ppakMii XJI0po-
IUIACTOB M MUTOXOHIPUI OTOMPAIIM IIPOOKI 110 5 T 11T
KaxXIoro BrUma pacteHuit. Bce oGpas3mel B Tpex 610JI0-
TMYECKUX ITOBTOPHOCTSIX 3aMOPaXXVBAJIU B SKUIKOM
a30Te ¥ XpPaHWIN BIUIOTH JIO IIPOBEICHMS aHAIN3a.

Codeporcanue oH06 B TACTBSIX (ITOOETrax) oIpeesisi-
JIA B CYXOM Pa3MOJIOTOM MaTepuaJie Iociae MIHE paIi-
3alMy Mpod C MPUMEHEHUWEeM MeTOoIa OMNTUYECKOM
SMUCCUOHHOM CITEKTPOCKOITNH C THIYKTUBHO CBSI3aH-
HoM Tm1a3Moii Ha Tipubope Spectro Ciros-CCD
(“SPECTRO Analytical Instruments”, I'epmanus) [19].

Coodepaucanue 600bt OTIpENEIISUIN TTIOC/IE BBICYIIIBA-
HUST 06pas3LoB 10 MOCTOSTHHOTO Beca rpu 60°C U BbI-
paxanu B % OT CBIpOi1 MaCCHI.

Konuuecmeennvle noxkazamenu me30CmpyKmypol Au-
cma TOJIydeHbl COIVIACHO METOIMKE aHallu3a Me30-
CTPYKTYPbI JIUCTa 1 MPOEKIIMOHHOTO METOIa OMpeiese-
HUS TIapaMeTpoB KiIeToK me3oduimia [11]. Breiceukm
CBeXXMX JUCTheB 5—10 pacTteHuil uUKcUpoBaIn B
3.5% pacTBOpe NIyTapoBOTO ajbieruma B ¢ocdar-
HoM Oydepe (pH = 7.4) B moJieBbIX yciaoBusx. Yucio
KJIEeTOK B €AWHWUIIE TUIOLIAAW JIUCTA OMpenaessiiu B
CYCIIeH3UM KJIETOK, MOJyYeHHOI Toc/e Mallepaiuun
JIMCTOBBIX BbIceYeK M3BecTHOII rutomanu B 20% pac-

tBope KOH 11pm HarpeBanum no kurieHns. Iloncum-
THIBAJIM KOJIMYECTBO KJIETOK Me30¢uljIa 1 OOKJIagKU
(NcellM/BS) npoBonsiiiux My4koB B CYETHOI KaMme-
pe TopsieBa mon cBETOBBIM MHUKPOCKOTIOM Zeiss Ax-
iostar (“Zeiss”, I'epmanus) nipu yBeanyenuun x200.
Yucno xmoporuiactoB B kjetkax (Chp) u pasmepsl
KJIETOK M3MEPSUIA B CYCIIEH3MHU KJIETOK I10CJIe Malle-
panyu aucToBhIX BeicedeK B 1 NHCI mpu HarpeBaHuM
1o 50°C B teuenue 10 muH. O6beM KiteTok (Vceel) pac-
CUMTHIBAIA C TIOMOIIBIO MPOEKIMOHHOTO METOIa,
WCMOJIb3Y4 U1 paCueTOB CPeIHME 3HAaUYeHMSI IO~
M U IIepUMeTpa MPOeKIUM 1 KO3 MUIIUEHTHI, 3aB1-
camme ot GOpMBI KJIETKH. JIByMepHBIT Koadduimi-
eHT dhopmbl KiieTku K, paccuuTbiBasiv, Kak 0e3pas-
MEpHOE OTHOILICHUE KBajapaTa MepuMeTpa NPOeKINU
K ee rronranu [ 11]. PasaMepsl XJI0poriacToB U3MeEPSUIA
Ha MOIIepeYHBIX CPe3ax JIMCTHEB, UCTIOIb3YsI CBETOBOM
MUKpOCKoI Zeiss Axiostar u mporpammy SIAMS Me-
soplant (“SIAMS”, Poccus). Ilyrem yMHOXEHUS
yuciia xyopormiactoB (Chp) B KJIeTKe Ha YHUCIO KJIe-
TOK B €OWHUIIE MJIOLIaAU JIMCTa Me3oduia U 06-
KJIagKWA OIpeleIsI KOJUYECTBO XJIOPOILIACTOB B
equHue Twiomanu aucrta (NchpM/BS). Kinerounsriii
o0beM omHoro xjaoporuiacta (KOX) — 06beM KJIETKH,
COOTBETCTBYIOLIUII ONHOMY XJIOpoIuiacty (MKm?) —
pacCYMTHIBAJIM KaK OTHOIIEHHE O0beMa KIIETKU K
YMCIIy XJIOPOIUIACTOB B HEil, CYMMapHYIO ILIOIIAlb
MMOBEPXHOCTH KJIeTOK Me3oduiia (Ames/A(M) u 06-
kimanku (Ames/A(BS)) onpeneisyivi B eIMHUIIE TJ10-
LAy JIUCTa, CM2/cM?.

AHamm3 (oToCHHTeTHYECKHX NMUTMEHTOB M pacyer
CCK. Conepxanne (HOTOCMHTETUYSCKMX ITMTMEHTOB
OIIpeNessIA  CIIEKTPOPOTOMETHYECKM Ha Tpubdope
I15-3000 YO (OO0 ITpomBdkoJlab, Poccust) B atieTo-
HOBOM BHITSTKKE (90%) mipy irHaX BOTH 662, 664 HM
(X a, b) u470 um (Kap). PacueT KoHIIEHTpalluu BblIe-
JIEHHBIX MUTMEHTOB Ipou3BoauIn 1o Metony [20]. Ho-
mo Xi1 B CCK paccunteiBamm 1o ¢opmyne (1.2 X1 b +
+Xnb)/ Y Xna+ Xnb).

Bbinenienne U aHaIM3 XJIOPOMJIACTOB M MHUTOXOH-
apuii. HaBecKy pacTeHUiA Maccoii 5 r mociie u3pjiedye-
HUS U3 XUAKOTO a30Ta TOMOTEHU3UPOBAIU C TIOMO-
1m0 papdopoBO CTYIIKM U TIECTUKA C TOOABICHU -
eM 15 mn oxmaxneHHot cpenbl BoeiaeaeHus (0.5 M
caxapo3sbl, 50 MMTtpuc-HCI1, 5 MM BATA, 5 MmxM
MepkanroataHoia, pH 7.8), dunsrpoBanu yepes Tpu
cjost KarpoHa. Ha mepBoM 3Tarie romMoreHart 1eHTpU-
¢yrupoBamu 1 MuH 1ipu 500 g 111 OTACIEHMST TSKEITBIX
3JIEMEHTOB KJIETKM, 3aTEM CYII€pHATAHT LIEHTPpUdYTru-
poBanu 10 muH mipu 3500 g. B moimyyeHHOM ocanke co-
nepxuTcs ppakius xjioporiactoB. CyrnepHaraHT LeH-
tpudyruposanu npu 15000 g (mpu +4°C) B TeueHuUe
15 MuH Wit noydeHust (ppakiumy MUuToXoHaApui. ITo-
JIy4€HHBbII 0CafoK pecycrieHIMpPOBaJIU B CPEie, CONep-
xkartneit 0.5 M caxaposbsl 1 5 MM Tpuc-HCI (pH 7.2) n
ueHtpudyruposaiu pu 15000 g (mpu +4°C) B Teue-
HYe 15 MUH UIs1 TOJIyYEeHUSI OUMILIEHHBIX MUTOXOH-
npuii. YuctoTy ppakiuii XJJ0ponaacToB 1 MUTOXOH-
®UBNOJIOTUS PACTEHUN Ne 1
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Ta6mmma 1. COI[ep)KaHI/Ie BOOOPACTBOPUMBIX KATUOHOB 1 BOJLI B Haa3eMHOM Macce UCCIeOBaHHBIX BUIOB ceM. Cheno-

podiaceae ¢ pa3HBIMU TUNIAMU (DOTOCUHTE3A

Buner pacrenmii
Ilapamerp S. perennans S. sedoides C. crassa K. prostrata
(C3) (C3—Cy (C4-HAL) (C4-HAI®D)
Ca’" 0.6 £0.1c 53%0.2a <0.04d 1.0 = 0.0b
Mg?* 36.5+0.2b 18.3+0.1c 14.8 £ 0.2d 49.4 £ 0.3a
Na* 612.4 + 30.1c 856.5 + 2.6b 1342.2 +14.6a 87.0 £ 0.4d
K* 13.8 £2.9d 29.1 £ 0.4b 17.0 + 1.4c 47.1 £ 0.4a
Y KaTHUOHOB, 17.8 11.1 17.7 1.2
% OT Cyx0il MacChl
H,0, % 91.3£2.2a 80.7 £ 7.0b 82.0 £ 4.0b 60.0 £ 5.0c

IMpumeuyaHue: pasHbIMU OyKBaMM 0003HaUY€HbI JOCTOBEPHbBIE Pa3Inyus MeXay BUnamMu pacreHuii npu P < 0.05.

IPUiA TIPOBEPSLIN C TIOMOIIIBIO JIEKTPOHHOTO MUKPO-
ckorra JEM 100B (“JEOL”, flmonwms). Bee onepanuu
MMpOBOAWIIN ITpU Temnepatype 4°C.

JIumnuabl U3 TMCThEeB U U3 (hpaKLIMi XJTIOPOILIACTOB
U MUTOXOHAPHUMN BKCTPArupoBaJii CMECHIO XJIOPO-
dopma 1 MeTaHosa 1 : 2 (mo oObeMy) M pasuessiiin
METOI0M TOHKOCJIOMHO XxpoMaTorpaduu. DKcTpak-
1110, pa3lieJIeHUe U aHAJIU3 JIMTTUAOB OCYIIECTBIISIIN,
Kak onrcaHo paHee [21]. ConepxkaHue oOIIUX JIUTIU -
noB (OJI) paccuuThIBaau KakK CyMMY MTpOaHaJIU3UPO-
BaHHbBIX OTAEIBbHO HEUTPATBbHBIX JIMITUAOB, INTMKOJIM -
mugoB (I'J1) n dpochonunumos (PJI). KommuectBo
®JI, I'JI u crepuHOB OIpeneasiyiui AeHCUTOMeTpuJe-
CKM C moMolbio Iporpammbl HeHckan-04 (OOO
HTII Jlenxpom, Poccus), B OTOEIBHBIX CIyYasixX — C
IMOMOIIIBIO CTIeM(PUIECKUX peaKlInii Ha ClIeKTpodo-
toMmeTpe [1D-3000 YD. Ha geHcuTOMeTpe XpoMaTo-
rpaMMbl aHAJIM3MPOBAIIU B peXXUMe Napadbonnyeckoit
anrpoKCcUMaluy Mo KaauOpoBOYHBIM KPUBBIM, UC-
nonb3yst M n dX (“Sigma”, 'epmaHus) B Kaue-
CTBe cTaHIapToB [22].

Kupnwvte kucaomor (’KK) ananuzupoBaiu B BUOE
UX METUJIOBBIX 3(PUPOB, UCITOIb3Ys Ta30BbIi XpOMa-
torpad Kpucrani-5000.1 (3AO0 CKb Xpomatak,
Poccust), B u30TepMUYECKOM pexkUMe Ha KaruuIsip-
Hoii kojtoHKe Rtx T-2330 (“Restek”, CIIA) mnuH-
Hoit 105 m 1 nuamerpom 0.25 mMm. Temriepatypa Ko-
JIoHkH — 180°C, ucnapurensa u getekropa — 260°C,
CKOPOCTb TOKA raza-HocuTesIs (rejimii) — 2 MJI/MUH.

AHaJIN3 KaXIOro KOMIIOHEHTa MPOBOAWIN TPU-
KOl B Kax 10t Onojiornueckoii mpode. B rabaunax u
pUCYHKax TIpUBEIEHbI CpeIHHE apudMeTUYeCcKue
3HaueHus (M) co craHmapTHOii ommoOkoit (£SE).
CpaBHeHHEe KOJMYECTBEHHBIX IPU3HAKOB HaHHbBIX
MMPOBOIUIOCH C TOMOIIBIO OJHO(PAKTOPHOIO IUC-
nepcuoHHoro aHanuia (One-way ANOVA). PacueTsl
BBIMOJIHSUIM B TIporpammax Statistica 6.0 for Win-
dows, Past 3 1 Microsoft Excel 2007. /115 BBIIBIICHUS
MH(AOPMATUBHBIX TIPU3HAKOB, XapaKTepU3YIOIINX
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pacTeHusI ¢ pa3HbIM TUIIOM (POTOCHHTE3a, ObLI MC-
MOJIb30BaH MeToz IIaBHBIX KoMITOHeHT PCA.

PE3VJIBTATDBI

Codepoacanue KamuoHoe U 600bl
6 HA03eMHOU Macce pacmeHuil

BCC NCCJIIEAOBAaHHBIC BUIAbI INPEUMYIICCTBEHHO
HakaruiBaay noHsl Na*t. TIpu 5ToM B KJ1eTKax OqHO-
JIETHUKOB C CYKKYJICHTHBIMU JUCThIMU HaKaIrlIuBa-
Joch B 7—15 pas 6onbiie Na*, 4eM MHOTOJIETHETO 110~
JIykycrapHuuka K. prostrata. Paznnyanucek pacTeHUsI
U 110 HaKOIUIEHUIO noHOB K, Gosbllias KOHIEHTpa-
LIS KOTOPBIX OOHapykeHa B KieTkax K. prostrata.
ConepxaHue noHoB Mg?* B moberax TpaBIHUCTOTO
ONHOJICTHUKA S. perennans N JIMCThSIX MOJIYKyCTap-
HMnuKa K. prostrata 6110 B 2—3 pa3a 0oJIbllie 1o CpaB-
HeHuIo ¢ onHosieTHUKaMu C. crassa n S. sedoides. Ko-
am4ecTBo MoHOB Ca’' B JIMCTBSAX M3YYEHHBIX BUIOB
ObLIIO HU3KUM, 3a uckiitoueHuem C;—C,-Buaa S. se-
doides (tabn. 1). ComepkaHUe OCHOBHBIX OJHO- U
JIBYXBAJICHTHBIX KAaTMOHOB B HaA3€MHOI Macce MC-
CJIeJOBAaHHBIX TAIO(MUTOB B ITIepecyeTe Ha CYyXyIo Mac-
Cy CyMMapHO cocTasJiisiiio ot 1.2 no 18%.

Koauuecmeennwie napamempol
ME30CMPYKMYpbL AUCA

AHallu3 nmapamMeTpoB ME30CTPYKTYpHI JIMCTa TTOKa-
3ai1, uto C;5-BU S. perennans umen HeaudbepeHIIMpo-
BaHHYIO 110 (hopMe KIIETOK XJIOPEHXUMY B (DOTOCHHTE-
supytoiux noderax. ¥ C;—C,-Buna u asyx C,-BUI0B,
obmagaroux KpaHi-anaromueii, TkaHu nuddepeH-
LPOBaHbI HA ME30(MILI U XJI0pOPULICOAECPXKAIIYIO
O0OKJIaAKy MPOBOAAIIMX My4kKoB. Yuciio ¢oTtocuHTe-
3upyolux Kietok y Cs;-suna S. perennans 0bu1o B 2—
5 pa3 HUXe, YeM CyMMapHOE YMCJI0 XJIOPOPUIITIOHOC-
HBIX KJIETOK Yy OpPYyTMX BHUIOB pacTeHMil. B nucThax
C;—Cs-Buga u C,-BUIOB coAepXKalloch Oosbliiee



72 PO3EHIUBET wu ap.

Tab6muna 2. Mopdosiorndyeckre napaMmeTpsl Jincta BUIoB ceM. Chenopodiaceae ¢ pa3HbIM TUTIOM (pOTOCHHTE3A

Bunpl pactenuii

[Tapamerp S. perennans S. sedoides C. crassa K. prostrata
(C5) (C3—Cy) (C4-HA) (C4-HALD)

TommuHa 1rcTa, MKM 2300 + 120a 430 = 3.4c 870 =+ 12b 370 £ 7d
Yucno xierok Mezoduria (M) 103 cm—2 247 + 11d 577 + 5b 411 %+ 10c 881 * 80a
Yucno knetok obknanku (BS) 103 cm—2 - 77 + 5¢ 120 + 5b 392 + 6a
O6uiee uncio kietok 103 cm™2 247 £+ 11d 654 + 5b 531 + 10c 1237 £+ 73a
OtHolleHue yncia Kietok, M/BS 7 3.4 2.2
Yuco XJIopoIuiacToB B KJleTKe M, 1IT. 110 + 10a 43 + 3b 19 £ 2¢ 12+ 1d
Yucno xJ0poriacToB B KieTke BS, . — 37+ 3a 39t 4a 15+ 3b

IMpumMeuyaHue: pasHbIMU OyKBaMM 0003HaUYEHbI JOCTOBEPHbBIE pa3Inyus MeXay BUnamMu pacreHuii npu P < 0.05.

YHCJIO KJIETOK Me30(uilIa 110 CPaBHEHUIO C KJIECTKA-
Mn oboknanku. [Ipm 3TOM 9MCIIO KJIETOK OOKIIagKH
yBeJInYruBajioch B psaay Buagos C;—C, — C4-HAJ —
C,-HAL® (Taban. 2).

IMapameTpnl (hOTOCUHTE3UPYIOLIMX KJIETOK XapakK-
TEPU30BATIMCh BBICOKOI CTENEHbIO BUAOCHEIU(DUIYHO-
ctu. Kiietku meszoduna Cs-suna S. perennans Oblu
CYIIECTBEHHO KpyIMHee B CPAaBHEHUU C KJIIETKaMU Me-
3ohuia n ookianku C,-BuaoB (puc. 1a) u umenu B
1.5—3.5 pa3 6omple xnoporuiactoB. Buner ¢ KpaHir-
aHaTOMUEl pa3Iuyaiuch pa3MepaMMu U COOTHOIIIe-
HYEM 4ucia KJIeTOK OO0KIaaku 1 Me3zodusia. Kier-
KM obkJtanku u mezodbunay C;—C,-Buna S. sedoides
umenu paBHble pasMmepsl. ¥ C,-Buna C. crassa 00beM
KJIETOK OOKJIaaKM ObLI B 2.5 pa3a Oobliie, 4eM 00beM
KJeToK Me3oduiia, a y K. prostrata 310 OTHOLLIEHUE
yBenmuuBanoch 10 5. [Ipu atom mnactuasl y C. crassa
u S. sedoides B KJleTKax Me30(puLIa 1 0OKIaAKN ObLIU
CXOIHBIMU TIO pa3MepaM, CpaBHUMBbIE C pa3MepaMu
xjnoporiactoB y Cs-Buna (puc. 16). B ornuuue ot
HUX, y K. prostrata X10poriacThl B KJIeTKaX 0OKJIaIK1
uMeu OoJIbIIKe pa3Mephbl, YeM B KJIeTKax Me30duJI-
na. Y C. crassa 91ACJIO XJIOPOIIJIACTOB B KJIETKax 00-
KJIagK1 ObLIO BABOE BHIIIE, 4YeM B Me3oduiie, a y
K. prostratan S. sedoides Konm4ecTBO XJIOPOILIACTOB B
000MX THMax KJIETOK JOCTOBEPHO HE OTIMYAIOCh.
O0beM, MPUXOASILINICS Ha OOUH XJIOPOILIACT, B KJIET-
Kax Me3opuiiia okazascs HauoosbiuM y C;-Brja, a B
kineTkax ookmanku — y C,~-HAH®D-Buna (puc. 1B).
OnHako cymMmMapHo xjoporuiactsl C4-BUIOB 3aHUMA-
JI1 601N 00beM KJIeTKHU, yeM C;- u C3—C,-BrU1oB
(puc. 1r).

PasMepbl KJIETOK M XJIOPOIJIACTOB U WX YHUCIO B
€IWHULIE TUIONIAAH JIUCTA ONPENeIsiiv OOIYyI0 acCu-
MUJIUPYIOIIYIO TTOBEPXHOCTh XJIOPEHXUMBI (Ames/A)
Y1 CyMMapHYIO TUIOIIaAb MOBEPXHOCTU XJIOPOTIJIACTOB
(Achp/A). Accumunupytoiiasi MOBEPXHOCTh KJIETOK
Me3oduiia y BUIOB S. perennans n S. sedoides Ob1na
paBHa I10 BeJIMUMHE U B 2—3 pasa 6oJbliie, yeM y C,-BU-
noB (puc. 1m). CymmapHas IUIOIIAAb MOBEPXHOCTU

XJIOPOILJIACTOB B enuHMUIIe Tutoiany Jucta (Achp/A)
y pactenuii ¢ KpaHi-aHaroMueit B KJieTkax Me30(I-
Jia ObLIa OOJIbIlIE, YeM B KJIeTKaX oOKiIanku (puc. le).
B 11e710M HabTIODAITOCH CXOICTBO 3HAYCHUIT ACCUMIITH-
pyloIieit TTOBEpXHOCTH Me30(hWUIa U XJIOPOILIACTOB
(Ames/A u Achp/A) y pactenuti ¢ C;- u C;—C_,-TU1om
¢dorocunresa a takxke C,-HAI- u C,-HAID-Tu-
oM (puc. 11, €), XoTs y pacTeHUIA MaJIaTHOTO MeTa-
Oonuuyeckoro mnoaruria (GOTOCUHTE3a IoKa3aTesb
Ames/A Bblllle, YeM Y acllapTaTHOTO MOATUIIA.

Coodepucanue pomocunmemuueckKux NUemMeHmos

CymmapHoe comepxkaHve XJT MEXKAY OTIeIbHBIMU
BUIaMU pa3andanoch B 1.7 pa3 (ta6:n. 3). MeHbI11ast KOH-
uenTpaius X1 ooHapyxeHa y C,-HAI-Buna C. crassa.
Hnsa Cs-Buna S. perennans xapakTepHbIM 0Ka3ajioCh
HU3Kasl BeJIMYMHA ToKasaTesiss oTHoleHus1 Xi a/b,
HO Oombmasg monst Xi, jgokaimsoBanHoro B CCK.
MakcuManbHBIM 3HaYeHUEeM OTHOIeHUs XJI a/b, HO
IIpU 3TOM HM3KMM oTHomeHueM Xi/Kap, xapakre-
pusoBaicsa C,-HAAD-sun K. prostrata.

Jlunuodoet u scupHole KUCA0MbL

Conepxanue OJI B KiIeTKax M opraHejjiax Irajao-
¢duToB npeacrapieHo B Tabdauiie 4. KoinuecTBo MeM-
OpaHHBIX TUnaoB, BKiodas [J1, ®JI u ctepuHsl, co-
craBisio oT 68 (K. prostrata) no 88% (C. crassa) oT 06-
LIEro coliep>KaHUs TUITUIOB KiIeTKU (Taba. 4). bosee
HU3KOE colepKaHne MeMOpPaHHBIX JIUITUAOB B KJIET-
Kax K. prostrata cBSI3aHO ¢ HAaKOILUIECHUEM HeHTpajib-
HBIX JIMIIUIOB, BBITTOJIHSIONINX, BOCHOBHOM, 3araca-
IOLIYI0 (PYHKIIUIO.

bonee mompoOHBIN aHaaW3 cocTaBa JUIIUIOB,
OoIpeIesTIoNINX MeMOpaHbl XJIOPOIJIACTOB ITOKa3al,
YTO IO OTHOCUTEIbHOMY BKJIaly OTIEJIbLHBIX KJIACCOB
JrmaoB y S. sedoides nomuauposan MIT, y ocraiib-
HBbIX BUIOB OTHOCHUTEeNIbHbIe KojudectBa MIAIT u
AUAT 6puin paBHbl (puc. 2). Insa Cs-Buna S. peren-
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Puc. 1. O6beMHbIe MapaMeTpbl Me30duIIa JIMCTa U3YUYeHHBIX BUIOB ceM. Chenopodiaceae: a — 00beM KJIeTKM Me30dhusuia/o0-
xmanku (Veell); 6 — o6bem xstoporiacta (Vehp); B — o6beM kieTku, ipuxoasinuiics Ha oguH xytoporuiacT (KOX); r — otHocu-
TeJIbHI 00BhEM XJIOPOIUIACTOB B KJIeTKe Me3odmnia/ookimanku (VchpM/Veell); n — cymmapHasi TUToIIaab IIOBEPXHOCTD KIIETOK
me3oduiia/ooknanku (Acell/A) B equHMIIE TUIOLIAIY JIUCTA; € — CyMMapHasi TUIOLIaAb MOBEPXHOCTU XJIOPOILIACTOB B KJIeTKaX
me3odwnia/ooknanku (Achp/A). 1 — mezodunn, 2 —obknanka. Cec — C. crassa, Kp — K. prostrate, Ss — S. sedoides, Sp — S. peren-
nans. [lpumevanue. PazHpIMU OyKBaMKM 0003HAYEeHBI JOCTOBEPHBIE pa3Indus MexX Iy BumamMu pacteruii mpu P < 0.05.

nans xapakKTepHO OOUHAKOBOE COAEPXKAHWE aHHMOH-  BCEX BUIAOB OOHAPYKEHO BBICOKOE OTHOCHUTEILHOE
Heix unuaos @I u CXAT, a ana C,-HAA®-Buna  comepxanue dpocharnaHoit kuciaorsl (PK) — okoso
K. prostrata — 6onpiiee conepxxanue @I, uem CXAI.  20%). Kpome toro, y C,-BUIOB B COCTaBe JIUIHAIOB

B cocTase JIMIAI0B MUTOXOHIPUI UCCIENOBAHHBIX  OKa3anach Beicokast 1oist DI (13—16% ot cymMMbl Tu-
BunoB gomuHupoBan X (36—57% ot cymmbr DJI). ¥ numos nipotuB 6—8% y S. perennans u S. sedoides, co-
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Taomna 3. CoctaB U conepkaHue ITMTMEHTOB (MT/T CYXOii MacChl) B JIMCTHSIX UCCIIEIOBAHHBIX BUIOB ceM. Chenopodiaceae

PO3EHUBET wu np.

Bunwl pacrenuit

[Mapametp S. perennans S. sedoides C. crassa K. prostrata
(C3) (C3—Cy) (C4-HAL) (C4-HA1D)
Xna 1.95 %+ 0.19¢ 2.90 £ 0.30a 1.70 £ 0.21c 2.24 +0.22b
Xn b 0.92 £ 0.06a 0.83 £ 0.04a 0.57 £ 0.05b 0.57 £ 0.06b
Kap 0.69 £ 0.01b 0.98 £ 0.06a 0.51 £ 0.03c 0.70 = 0.03b
Xna/b 2.13 3.50 3.00 3.93
Xn/Kap 4.17 3.79 4.44 4.01
CCK, % 70.4 48.9 55 44.6

ITpumeuaHue: pasHbIMU OyKBaMU 0003HaUY€HbI JOCTOBEPHbBIE Pa3Inyus MeXay BUnamMu pacreHuii npu P < 0.05.

Taomuuna 4. O61Ire 1 MeMOpaHHbIE JTUMUIBI KJIETKH, BbIIEJICHHbIE U3 TKaHEH JIMCTheB ranoduroB ceM. Chenopodiaceae

C pa3HbIM THUIIOM (1)OTOCI/IHT€3a

JIunuasl, MKT/cM? TucTa

Kierka/
opraHesuia S. perennans S. sedoides C. crassa K. prostrata
(Cy) (C3—Cy) (C4-HAL) (C,~-HALID)
OJI xknetku 950 + 94a 910 £ 89a 940 * 30a 310 = 30b
MJI knetku 790 £ 80a 740 £ 60a 830 +30a 210 £ 25b

IIpumeyanue: pa3HEIMU OYKBaMU 0003HAYE€HBI JOCTOBEPHBIE pa3InyuMs MexXay Bugamu pacteHuii mpu P < 0.05.

OTBETCTBEHHO). B 11e710M, B MUTOXOHIPUSIX HAOIIO-
Janach TeHACHLUS yBeaudeHust comepxanus PI' B
psany C; —» C;_4 — C,. ConepxaHue cieliuuyHOTO
st MutoxoHapuii mununa JM®I BappupoBaao B UH-
TepBaiie 5—8%.

B numnmpax xJiopomiacToB 1 MUTOXOHAPUIA Taio-
¢GUTOB, TaK:Ke KaK B CyMMapHbIX JIMITNAAX KJIETKH, IIpe-
oomananu KK ¢ mymnoit nernu 16 1 18 atroMoB yriepoaa
(tabin. 5). OTHOCUTENBHOE coAepXKaHUE ITATbMUATHHO-
Boii (16:0), muHoneBoit (18:2(n-6)) U O-IMHOJIEHOBOMR
(18:3(n-3)) kucmoT cocrapisuio 6onee 90% y Bcex BU-
noB pacteHuii. CpaBHeHue coctaBa KK wmccieno-
BaHHBIX BUIOB C TaHHBIMU JIUTEPATYPhl IOKA3bIBAET
00IIyI0 3aKOHOMEPHOCTb pacIlipelieieHUs] HeHacChl-
meHHbIx KK oT HanmboibImero comepskaHus O-JIM-
HOJIEHOBOU KUCJOTBI K HauMMEHbIIIEMY OJICMHOBOI1
kuciaotel 18:1(n-9), a Takke mpeoOiamaHue cpeau
HacbimeHHbIX 2KK 16:0 [23]. Ognako coctaB XKK B
Junuaax odeunx ¢ppakuuii C,-BUIOB OTIUYAICS OT
C;-Buna S. perennans BBICOKUM, TIITUKPATHO MPEBbI-
IIAOIIMM OTHOCHUTEIBHBIM comepxXaHueMm 18:1(n-9)
W MEHBIIUM KojimdecTBOM 18:2(n-6). OTHOCUTETb-
HO€ coaepXaHue ocHOBHOM HachieHHoi KK 16:0
obu10 HauMeHbIUM y C,-HAID-BuAa Kak B XJIOPO-
MJ1acTax, Tak 1 MUTOXOHIPUSIX.

OBCYXIEHHNE

IMTonyyeHHbIE HaMU Pe3yabTaThl TOKA3bIBAIOT, UTO
ucciegoBaHHble TanoduTel ceM. Chenopodiaceae 06-
JIamaoT pa3HbIMU OMOXUMUYECKUMU TUIIAaMU (hOTO-
CUHTE3a, pa3HOM peryjsiiueil BOIHO-COJEBOro 00-
MeHa M XKU3HeHHo cTpaTterueii. Coagep:kaHne NMOHOB
Na*, TakKe Kak CyMMapHOE COIEpXKaHUE HNOHOB Y
onHoJieTHUX TpaB S. perennans (Cs-Bun), S. sedoides
(C3—C,4-Bun) u C. crassa (C,~-HAJl-Bra) MHOTOKpAT-
HO BbIlIE, YEM Y MHOTOJIETHErO TOJyKyCTapHUYKa
K. prostrata (C,-HAA®-Bun). Bonbinee conepkanue
WOHOB Y OOHOJIETHUX PACTEHUI CBSI3aHO C BbICOKOM
JOJIei CYKKYJIEHTHOCTHU UX JUCTbeB — HEOOXOAUMOIA
YepTOu U151 ToAIepXKaHKSl OCMOTUYECKOTO DajlaHca y
pacTeHui-rajoUTOB C MOBEPXHOCTHON KOPHEBOM
cuctemoii. MHoOTOJIeTHU MonyKycTapHUueK K. pros-
trata oTIM4aeTcs 6oJiee MIMHHBIMU (10 6.5 M) KOpHSI-
MM, GJlarogapsi YeMy UMeeT BO3MOXKHOCTh 100bIBATh
BOJy 13 00Jiee IIIyOOKMX cIoeB IToYBEL. PacueT Koad-
(GULIMEHTOB KOPPEJISLIMU 11 BCEX BUAOB pacTeHUM
TOKa3aJl TECHYIO MOJIOXKUTEIbHYIO B3aMOCBSI3b TOJI-
IIIUHBI JIUCTA C OBOJIHEHHOCThIO JUCThbeB (¥ = .98,
P=0.04), aTakke ¢ CyMMOI1 HAKOIUICHHBIX 2JIEMEHTOB
B pacuere Ha cyxyro Maccy jucra (r= 0.96, P=0.04).

CortacHO COBpEMEHHBIM TIPEACTABICHUSIM, 9BOJTIO-
111 (POTOCUHTETUYECKOTO YIJIEPOIHOIO METaboIM3Ma
BBICIIIMIX PACTEHMI 111714 TTO ITyTH (POPMUPOBAHMS “Hal-
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Puc. 2. Cocras I'JI (a) u ®JI (6) MeMOpaH XJIOPOTLIACTOB
1 MUTOXOHIpUii TamoutoB cem. Chenopodiaceae ¢ pa3-
HbIM TUIIOM (oTocuHTeda:Cc — C. crassa, Kp — K. pros-
trate, Ss — S. sedoides, Sp — S. perennans. (a) 1 — MIT,
2— ATAr, 3 — CXAT6L 4 — ®T5 (6) 1 — dX, 2 — P, 3 —
DI, 4— ®U, 5— OK, 6 — ADI. Pazubimu 6ykBamu 060-
3HauYeHbI JOCTOBEPHbBIC PA3INYMS MEXKIY BUIAMU pacTe-
Huii ipu P < 0.05.

CTpOEK” K BOCCTAHOBUTEILHOMY ITIeHTO30(hochaTHOMY
uukity bencoHa—KanbBruHa C;-pacTeHuid, CONpPSDKEH-
HOTO C U3MEHEHVEM XapaKTePUCTUK KJIETOK U UX TeHe-
TUYECKUM KOHTpoJieM B psiny C; — C,—C, — C, [24].
AHaToMMuecKasi CTpyKTypa JUCTheB BoicinX Cs-pac-
TeHUI OOBIYHO TIpeACTaBeHa KJIeTKaMy NajaucaaHOon
U rybuyaroii napeHXuMbl, HE OTJIMYAIOLIIMMUCS 110 TH-
ny merabonusma. JduMopdHble M (GYHKIMOHAIBEHO
pa3Hble (OoTOTpOGHBIE TKAHU CUYUTAKOTCS HEOOXOIM-
MbIM yciioBUeM (yHKIIMOHUpoBaHUs1 Cy-DoTOCMHTE-
3a [25]. PacteHust ¢ MpOMEXyTOYHBIM TUIOM (hOTO-
CHHTE3a, TakKue Kak S. sedoides, nmeior KpaHii-1io-
JMIOOHYIO CTPYKTYpY JIMCTa C KJI€TKaMu OOKJIaIKu,
KOTOPbBIE OTJINYAIOTCSI OT OOBIYHBIX KJIETOK Me30(UI-
J1a O0oJiee KOMITAKTHOM OKPYTJIOH (popMOii, yTOMIIIEH-
HBIMM CTE€HKaMU U CIielIM(UYECKHM PACIIOJIOXEHUEM
XJIOPOIUIACTOB U MUTOXOHIPUNA BHOJIb BHYTPEHHEH
TMEePUKIMHATLHON W aHTUKJIMHAIBHOM CTeHOK [8].

OU3NOJIOTUA PACTEHUN Ne 1
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B Hammx ncceiaenqoBaHUSIX POTOCUHTETUYESCKYIO (DYHK-
uuio C;-Buna S. perennans BbIIOJHSIET CTEOENb C Of1-
HOTUITHOM KPYMHOKJIETOYHOM BHYTPEHHEN MapeH-
XUMOM ¢ OOJIBIIMM COJIEpPKaHUEM BOIBI, YTO COOT-
BETCTBYET TaJlOMOp(pHOMY THNYy CTpoeHUs. Y
pacTteHuil ¢ nudepeHIMPOBAHHON XJIOPEHXUMOMN
IpOCMAaTPUBAETCSI YMEHbBIIIEHNE OTHOLICHMS YMCIa
KJIETOK Me3oduiuia K o0kJiaike ¢ HapactaHueM C,
cuHiapoma B psany S. sedoides (C;—C,) > C. crassa
(C4,-HAD) > K. prostrata (C,~-HAL®) (Tabn. 2). B
TaKoOi1 Xe IT0CJIe10BaTeIbHOCTH MEHSJIOCh OTHOIIIE -
HHE pa3MepoB KJIETOK Me3oduia K KieTKaM 00-
KJIAOKH.

MOTOCUHTETUYECKIIT MOTEHIIMAT JINCTa 3aBUCUT
OT MHTETPAJIbHBIX ITApaMeTPOB Me30duiia, onpeae-
JIIEMBIX YU CJIOM KJIETOK 1 XJIOPOILJIACTOB U UX pa3Me-
pamu. Tak, oOlue MOBEepPXHOCTHU KJIETOK Me3oduiiia
M XJIOPOILIACTOB B €IUHUIIE TUIOIIAAN JIUCTA Y OTHO-
JIeTHUKOB ¢ C;- u C3—C,-Tnom poTocuHTe3a NMpak-
TUYECKU PaBHBI, HO B 4 pa3a BbIllle, YEM Y OTHOJIET-
HUKa 1 MHoToJIeTHUKA ¢ C,-TumoM ¢oTocuHTe3a. Y
K. prostrata — c1aboro coJIeHaKOITUTENST — BBISIBJICHO
camMoe OOJIBIIIOE YHUCIIO KJIETOK U caMOe HU3KOE YnC-
JIO XJIOPOIJIACTOB B KJIETKaX. MOXHO I10JIaraTh, 4To
KOJIMYECTBEHHbBIE M KAYECTBEHHbBIC TTOKA3aTEIN Me-
30CTPYKTYpHI JiucTa raapodurtoB ceM. Chenopodiaceae
3aBUCAT Kak OT mposiBiieHust C,~-CHHIpoMa, TaK U
KU3HEHHOU (DOPMBI.

CpaBHMBAS IUIOIIAIb IIOBEPXHOCTU KJIIETOK Y IBYX
C,-BUIOB, MOXXHO YBUAETb pa3jiMyus B MokKazaTese
BEJIMUMHBI OOIleil TIOBEpXHOCTU Me3zodpumuia. Y
K. prostrata Ames/A moist KJIeTOK Me30(1IjIa BEIIIIE,
yeMy C. crassa B 1.3 pa3a, a TOBEpXHOCTb KJIETOK 00-
KJTaaku B 3.7 pa3, 3a c4eT OOJBIIEro Yyruciaa KJIETOK.
[Inomank IMOBEPXHOCTH XJIOPOIUIACTOB B KJIETKAX 00-
Knagku y K. prostrata Taxke Bbllle B 1.3 pa3a 11o cpaBHe-
Huto ¢ C. crassa. I3BecTHO, 4TO (DOTOCUHTETUYECKUIA
armmapat HAJIMD-M3D 6Gonee muddepeHIpoBaH 10
cpaBHeHUIO ¢ HAJI-M D Kak B CTpYKTYpPHOM, TaK ¥ OMO-
XUMHUYECKOM OTHOILEHUAX [26]. Y pacTeHuit acnaprar-
HOro mnoaTurna cucreMa meradonuzaiuu C,-KUCIOT
CBSI3aHa TOJIbKO C MUTOXOHApUsIMU. Y C,-MaJlaTHBIX
pacTeHuit GYyHKIUS AeKapOOKCHUIUPOBaHMSI TIepeliia K
XJIOPOILUIACTAM BMECTE C IIOSIBJICHUEM CIICLIMAIN3UPO-
BaHHOU MaytataeruaporeHassl — HAJID-MD [27]. Bce
5T OCOOEHHOCTHU OTPa3UJIUCh HAa KOJMYECTBEHHBIX
napamMmeTpax KJIeTKU U xjoporiactoB C,-BUIOB rajio-
¢uTOB, MMEIOIINX pa3Hble OMOXUMHYECKHE ITyTU
ycBoeHus CO,. OOHapyxXeHa IMOJIOXUTEIbHAs B3an-
MOCBs13b cofepxkaHust OJI Ha equHUILY TIIOIIAIU JIU-
cTa ¢ o6mmM uurciioMm Kietok (» = 0.95, P=0.04) u
BEJIMYMHOIN 00I1leld moBepXxHOCTU KieTok (r = (.94
npu P < 0.06). Ha ypoBHe CTpoeHMUsI TWJIAKOUIOB
HAJ®—-M3- tuny COOTBETCTBYET HaIW4ME KPYyIl-
HBIX TpaH B XJIOpoIUIacTaXx Me30(ulia 1 arpaHallb-
HbIe WK cJlaborpaHabHble XJI0OPOILIACThI OOKJIAaIKH.
B xnopomacrax KiaeTKu OOKJIagKW PacTeHUM 3TOTO
noaruria cHrkeHa aktTuBHocTh @C 11 3a cueT nedu-
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Taomuna 5. CoctaB XUPHBIX KUCJIOT JIMITUAOB KJIETKH, XJIOPOTUIACTOB U MUTOXOHIpUii ranodutoB ceM. Chenopodiaceae

C pa3HbIM TUIIOM (OTOCHHTE3a, % OT cyMMbI KK

Buner pactenmii
XKK! S. perennans S. sedoides C. crassa K. prostrata
(C3) (C3—Cy (C4-HAL) (C4-HAI®D)
Kinerka
16:0 24.8 + 1.4a 18.7 £ 1.7b 21.6 = 1.8b 19.4 £ 1.6b
16:1(n-9) 1.6 £ 0.1b 1.6 = 0.1b 1.7 £ 0.1b 2.0+0.1a
18:0 21%0.2a 2.1%0.2a 1.9 £0.1a 1.9 £ 0.1a
18:1(n-9) 4.1 £0.3c 16.5 % 1.1b 19.7 £ 1.7a 41%0.2c
18:2(n-6) 22.0+2.1a 10.3 £0.9¢ 16.8 £ 1.3b 9.0 £ 0.8¢c
18:3(n-3) 40.3+2.1a 46.0 + 3.2a 35.1 £ 1.8b 439+ 2.7a
Hpyrue KK 51%0.4b 4.8 +0.4b 3.2+0.2c 19.7 + 1.5a
XJI0poILIacThI
16:0 26.3+ 1.1b 199 £ 1.7a 23.0 £ 0.5¢ 18.0 £ 0.2
16:1(n-9) 2.1+£0.2b 2.2+ 0.1b 1.7+ 0.1c 3.3+£0.2a
18:0 2.5+0.2a 1.9+0.2b 24+£0.2a 2.2 £0.1ab
18:1(n-9) 3.3+0.3¢c 153+ 1.2b 16.7 £ 1.4ab 19.0 + 1.2a
18:2(n-6) 17.6 £ 1.5a 12.4 £ 0.9b 13.2+ 1.1b 8.0 £ 1.0c
18:3(n-3) 44,5+ 1.8a 443+ 1.5a 37.3£2.5b 43.0+2.4a
Hpyrue KK 3.7+ 0.4b 4.0+ 0.4b 5.7 £ 0.6a 6.5 +0.6a
MuToxoHOpUu
16:0 34.3+2.0a 21.7 £ 1.7b 24.7 + 1.4b 18.0 £ 1.0c
16:1(n-9) 1.6 £ 0.1b 1.7+ 0b 1.6 £0.1b 2.0x0.2a
18:0 3.6 £0.3a 34+ 0.4a 2.3+0.3b 2.0 £0.2b
18:1n9¢ 6.5+ 1.0c 16.9 + 1.9b 19.5 £ 1.5ab 20.6 = 0.6a
18:2n6¢ 23.2 % 1.0a 10.3 £0.3¢c 16.6 + 1.0b 9.4+ 0.4d
18:3n3 25.0 £ 2.0c 40.6 + 1.6a 31.4 £ 1.4b 40.3+ 1.3a
Hpyrue KK 5.8 £0.5b 5.4 £0.4b 39+ 0.4c 7.7+ 0.5a

Ipumeuanue: 1 cpenu apyrux KK npucyrcrBoBanu 12:0, 14:0, 16:1(n-7), 20:0, 20:1, 22:0, 24:0. PazHbiMu 6ykBaMu 0603HaYEHBI 10-

CTOBEpHBbIE pa3Inuus Mexay Bugamu pacteHuii npu P < 0.05.

1IMTa TpaH, a B KJIeTKax Me30(puiiia mpeodiagaioT
XJIOPOILIACTHI TpaH, comepxaiue Kak OC 11, tak u
®DC 1. Knerku mezodumiuia nontuna HAJI—-MD umelor
HU3KOE COoAepKaHMe IPaH B XJIOPOIUIACTE W 00JIagaloT
BBICOKOM akTUBHOCTBHIO @C I, Torma Kak KJIeTKA 00-
KJIaJIKW, HAITPOTUB, 0OOralleHbl TpaHaMU C aKTUBHOM
®dC II [28]. Obpa3oBaHue U (PYHKIMOHUPOBAHUE
BHYTPEHHETO MPOCTPAHCTBA XJIOPOILJIACTOB, B YacT-
HocTH (OpMUPOBAHME TpaH, 3aBUCUT, B TOM YHCIIE,
OT KOJIMYECTBA M COCTaBa MUTMEHTOB U JIMTTUIHOTO
npoduirs. Tak, XJ1 b BLICTYyHAeT B KAY€CTBE OCHOBHO-
ro peryysitopa pasMepa aHTeHHbI (hOTOCUHTETUYE-
CKOTO amiiapaTa ¥ y9acTBYeT B IOAACPKAHUY HaIMO-
JIEKYJIIPHOI OpraHM3aluy TUJIAKOMIHBIX MeMOpaH.
B otmirauie ot X1 a, KOTOPBI BXOAUT B COCTAB PEaKII-
OHHBIX LIEHTPOB M aHTEHHbIX KoMIuiekcoB PC, Xi b
Jokanusyetcss B CCK @C I1. B xyioporuiacrax MyTaH-
TOB C HApyIIEHUSIMHU OnocuHTe3a XJI b CHUKeHa CITo-

COOHOCTh 00pa30BHLIBATh IpaHbl, a TaKXKe W3MEHEH
XapakTep yNakKOBKU MUTMEHT-O0EIKOBBIX KOMILICK-
COB B TpaHaJIbHOI MeMOpaHe. OOHapyXeHHOe CHU-
>KEHUe KOHLeHTpauuu XJ1 b ¢ HapactanueM C, cuH-
JipoMa B UcClieIOBaHHBIX TasioduTax (Tad. 3) MoxeT
OBITH CBSI3aHO C YMEHBIIIEHEM KOJIMYeCTBa TpaH B
TWJIAKOUIHOM TPOCTPAHCTBE XJOPOIIJIACTOB 000X
TUIIOB KJIETOK.

Xopomio n3BeCTHO, 9TO 3(hPEKTUBHOCTH PaOOTHI
cyObenHUL (POTOCUMHTETUUECKOTIO arlliapara, JoKa-
JIM30BaHHBLIX B MeMOpaHax TWJIAKOWOOB, B 3HAUYM-
TEJILHOM CTeNeHM ompenensieTcss (pUu3n4ecKuM CO-
cTosiHueM Ouciost MemoOpaH. Co3gaHue ONTUMAJIb-
HOM 1151 (PyHKIIMOHUPOBAHUSI MEMOpPaHHBIX OEIKOB
Cpedbl OIpenelIsieTCss CTEeIeHbIO HEHACHIIIEHHOCTU
KK, 6aancoM Mexay cTaOMJIM3UPYIOLIUMU OUCIOMN
yununamu  (“OucioiiHBIe” M “HEOMCIONHEIE”), a
TakKe KonmdecTBoM crtepuHoB [13, 23]. HaubGomee
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3HauYMMBble coObITUS B cocTaBe KK B munumax KjieTku
W OpraHesiJl MCCIeIOBaHHBIX rajouTOB CBSI3aHbI C
kuciotamu 18:1(n-9) m 18:2(n-6), a UMEHHO CHITKe-
HUEM coAepxKaHMsI BTOPOI U yBeJIMUEeHUEM MePBOii B
psany C;— C,—C, —» C,- HAL — C,~-HAA®-Bunos.
Hanuuue B MeMOpaHHBIX Tunuaax 18:2(n-6) sasiser-
Ccsl KPUTMUYECKUM M JTOCTATOYHBIM YCJIOBUEM LISt
¢dopMupoBaHUs XapaKTepHOU 11 OpraHru3Ma TeKy-
yectu mMeMOpaHbl [23]. CHUXEHWE KOHILIEHTpaluu
18:2(n-6) cmocoOcTByeT OoJiee IJIOTHOM YITaKOBKE
OucyI0s 1 MeHbIIIel ero MpoHUIIaeMoCTH. biaromapst
cnocodHoctu C,-pacteHuii KoHueHTpuposaTb CO, B
KJIeTKaX, MO-BUAMMOMY, OTIagaeT He0OXOAMMOCTb B
MOBBIIIIEHHOH MPOBOJAUMOCTH MEMOpaH.

B oTHomieHMu mnokaszaTesisl, XapaKTepu3yIoIero
COOTHOIIICHUE “OMCIIOMHBIX” W “HEOMCIIOMHBIX” JIM-
mmnoB, Takux Kak MIJIT u AT B xmoporuiactax, CBsI-
31 ¢ TUTIOM (POTOCHMHTE3a He YCTaHOBJIeHO. B mumnmmax
MUTOXOHIPUIA OTMEYEHO BbICOKOE HakoIruieHue @I,
ocobeHHo y C,-BuaoB (puc. 3B). [To HEKOTOPBIM CBee-
HUSIM, HakoluleHue B opraHeiuiax dI' moxeT obGser-
YaTh TPAHCIIOPT MeTabOIUTOB Yepe3 MeMOpaHsbI [29],
YTO 0COOeHHO BaxHO i C,-pacTeHuit ¢ aumopd-
HBIMM KJIeTKaMu U opraHeiamu. Cpeau JUIUOOB
MUTOXOHAPUI OOHAPYKEHO TaKXKe HEOOBIYHO BBICO-
Koe comepxxanme DPK. Kak mpaBuiio, copepxkaHue
9TOro KJjlacca JUIMAOB B MUTOXOHIPUSIX pacTeHUM
He npesbiiaeT 1%. JInnuabl JaHHOTO THUIIA, TOAO0OHO
MIJII u @D, cKIIOHHBI K 00pa30BaHUIO TeKCArOHAIb~
HOI (pa3bl, BCIENCTBHE Y€TO HE CIIOCOOHBI 0OPa30BhI-
BaTh KJIacCMYeCKUil oucioi [29], HO obecreuynBaioT
¢opMupoBaHre MeMOpaH C OOJBIINM KOJMYECTBOM
n3rn60oB. Bricokoe oTHocuTenbHOE comepxkanne K
(60o1ee 20%) B MeEMOpaHHBIX JIMITMIAX OTPpaxKajao 00-
IIyI0 3aKOHOMEPHOCTD IIJISI MCCAEAYEMbIX PaCTCHUIA.
B mummmpoax MeMOpaH MUTOXOHAPHUIT OOHapYyKEeHO Ta-
KO€ e BBICOKOE cojliepxKaHue nmojineHoBbIX 2KK, Kak
1 B MeMOpaHax KJIeTK! U IUIACTHI C TaKOM XXe Ha-
MpPaBJICHHOCTHIO U3MEHEHUS comepxXaHus 18:2(n-6)
u 18:3(n-3).

Heo6xonumo 100aBUTh, YTO MEMOpaHHbBIC CUCTE-
MBI Ta10(UTOB BaXXKHEI HE TOJIBKO IJIsI 00eCIIeYeHUSI
GOTOCMHTETUIECKOMN (PYHKIIUN, HO U IJIST TPAHCIIOP-
ta noHoB [16]. IMonmepxanne Na*/K* romeocrasa
KJIeTKU, KpoMme 3(PHEKTUBHOCTU pabOThl TpaHCMEM-
OpaHHBIX IIEPEHOCYNKOB, MOXKET 3aBUCETh OT COCTaBa U
CBOICTB KJIETOYHBIX MEMOpPaH, CTPYKTYPhI KJIETKH U €€
pasMepoB. LISt BBISIBJICHUSI XapaKTEPUCTUK, CBS3aH-
HBIX ¢ ycrteHueM C,-cuHapoMa 1 akkymysistiu Na't,
a Takke BO3MOXKHBIX B3aMOCBSI3E MEXKIIy MoKa3aTe-
JISIMM M€30- 1 YJIBTPACTPYKTPHI JINCTA, ObUT NCHOJIB30-
BaH MHOro(akTOpHBI aHalW3 MO METOMY IVIaBHBIX
KOMITIOHEHT. JIJIsi OCHOBHOTO Habopa XapaKTepUCTHUK
OBLIO CO3MaHO ABYX(haKTOPHOE IIPOCTPAHCTBO HA OCHO-
BE KOppesILMOHHOI MaTpulibl. @akTop 1 onuckiBaeT
79% o61ueii Bapuanmu, daktop 2 — 13% (puc. 3). Bek-
top “tut ¢orocuHTe3a” (Tun @C) 0603HAYAET Iepe-
xon ot Cs-Tuna K npoMexxyrouHomy C,—C, — 1 nasee K
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Puc. 3. AHanu3 B3aUMOCBSI3U ME30CTPYKTYPHBIX U OMO-
XUMUYECKHUX MOKa3zaTeseil ¢ TUrom (hoTOCHHTE3a pacTe-
Huit MmetomoM PCA. O6o3HaueHust BekTopoB: Tun OC —
tun ¢porocuHTesa; Na — coaepkaHue HaTPUsI B JIUCTBSIX;
H,0 — oBonHeHHOCTb nuCTbeB; Ncell — 4ucao KIeToK;
NcellBS — uncino kinerok o6knanku; Ncppy — YHCIO
XJIOPOTIJIACTOB B KJIeTKax Me3oduiuia; Mtg — conepxka-
Hue OT B MuToxoHnpusix; Mt g.; — conepxanue 18:1(n-9)
B MUTOXOHIPUSX; Mt g., — comepxanue 18:2(n-6) B Mu-
TOXOHIpUAX; Mt g.3 — conepxkanue 18:3(n-3) B MUTOXOH-
apusix; @l e\ — conepxanue @I B xy0poruiacTax Me3o-
(una; Chpg.q — conepxanne 18:1(n-9) B x0poruIacrax;
Chpg., — comepxanue 18:2(n-6) B xjoporuiacrax;
Xi1 a/b — otHoleHUe XJIopodwLIoB a/b; X b — conep-
xanue xsopodmnia b; CCK — gonst xiopoduIIioB B cBe-
TOCOOMparoLIeM KOMILIEKCE.

C,-tumy dorocuHTe3a. OH MOJOXUTEBHO CBS3aH C
dakropom 1 (r=0.86) u ¢ pakTopom 2 (r=0.41). Bek-
top “comepxanue Nat” (Na) orpaxaeT HaKOIUIEHUE
Na* B IUCTBAX, JAHHBI BEKTOP OTPULIATEILHO B3au-
MocCBsi3aH ¢ paktopom 1 (r = —0.78) 1 monoXUTENb-
HO ¢ pakTopoM 2 (r = 0.62). OmHOHAIIPaBICHHOCTD
BekTopoB “Tunn ®C” M BEKTOPOB TaKMX IEPEMCH-
HBIX, KaK 4yuciio kjeTokK ookinaaku (NcellO), comep-
xkaHue kucaoTel 18:1(n-9) B xnopomnacrax (Chps.;)
U MUTOXOHAPUSIX (Mt g.,), conepxanue ®I' (Mtgr)
18:3(n-3) B MmuroxoHapusix (Mtg.;), OTHOLIEHUE
X a/b (a/b), TOBOPUT O MONOXUTEIBHON KOppEsi-
1IMM, KOTOpasi TEM CUJIbHEE, YeM OJIMXKEe OHU Haxo-
ISTcs Apyr K npyry. O0paTHasi CBsI3b YCTaHOBJIEHA C
TaKMMU MePEMEHHBIMU KaK cofepKaHue Xj b 1 yuc-
JIO XJIOpPOIUIaCTOB B KileTKax Mesoduuia (Ncyom)-
C BexkTOpOM “comepxkaHue Na” 0oJbliie BCero CBsI3aH
nokaszatesib oBonHeHHocTH Jjucta (H,0). Takue no-
Kaszarenu, kak cogepxxanue DI B xjjopormniactax Me30-
dmta (PI'ChpM), conepskanune KUCTOTHI 18:2(n-6) B
xynoporuiactax (Chpl8:2) u mutoxoHnpusix (Mt18:2),
nonss X1 B CCK, Ttakxke MMEIU MOJOXUTEIbHYIO
CBsI3b ¢ HakoIuteHneM Na'.
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3AKJIIOYEHHME

HakoruieHrne MOHOB coJieii B JIUCThSIX BUIIOB CEM.
Chenopodiaceae TeCHO CBSI3aHO C TOJIIUHOUN (HOTO-
CUHTETUYECKUX OPraHOB M CTENEHBIO UX CYKKYJIET-
HOCTH, HO HE CO CTeTIeHbIO BbIpaxkeHHOCTU C,-CHUH-
npoma. BeipaxkeHHOCTh C,-CUHAPOMA Yy U3YUYEHHBIX
npencrapureieit cem. Chenopodiaceae IposIBsIETCS B
ME30- U YIbTPACTPYKTYPHBIX XapaKTEPUCTUKAX JIU-
CThEB, TIPEXIE BCETO, B YBEIUUCHUN PA3TUIUIN MEXK-
Iy 00bEMOM U TTOBEPXHOCTBLIO KJIETOK U XJIOpOILIa-
CTOB Me30(M1JIJ1a M OOKJIAIKH ITPOBOISIINX ITyYKOB, a
TaKXXe B CHUKEHUU KOJMYECTBA MeMOpPaHHBIX JIUTIH-
JIOB KJIETOK, XJIOPOIUIACTOB U MUTOXOHAPUIA B €IU-
HUIIE TITOIIAIM JIMCTA. DTO CITOCOOCTBYET (DYHKIINO-
HaJILHOI pa3rpyske (OTOCUMHTETUYECKUX OPTAHOB U
CHIXXEHUIO 3aTpaT Ha MMOCTPOEHME €IUHUILIBI II0IIA~
IW JIUCTa. YBenndyeHue KoHueHTtpauuu @I B Muto-
XOHIPpUSX, a Takke 18:1(n-9) B IMnumax MUTOXOH-
JIpUA U XJOPOIUIACTOB MPOUCXOOUT MPU YCUIIEHUU
C,-cunapoma. BeposTHO, BbIpaxkeHHOCTb C,-TuUIia
¢dOTOCHHTE3a TECHO CBSI3aHa C METAa0OJIMIYECKOM aK-
TUBHOCTBIO XJIOPOIIJIACTOB Y MUTOXOHAPUIA.

Pabora BBITTOTHEHA B paMKax TJIaHA HAYYHBIX MC-
cJIeIOBaHUI1 B COOTBETCTBUHU C TOCYAAPCTBEHHBIM 3a-
maameM Ne AAAA-A17-117112040039-7, montema 1.8
“M3yyeHre MeXaHU3MOB afallTallii B PETYJISILIAN
YCTOMYMBOCTU PECYPCHBIX BUAOB PACTEHUI1 B 9KOCHU-
cTeMax B CBSI3U C IIPOTHO3MPYEMBIM HM3MEHEHUEM
KJIMMaTa”, a TaKKe TIpU IToIIepKKe IIpoekTa MuHM-
CTepCTBa HaykKu U BbIcliero oopazoBaHuss FEWZ-
2020-0009.

ABTODBI 3asIBJISIIOT 00 OTCYTCTBUM KOH(MIMKTA UH-
TepecoB. HacTosiias craTbs He COAEPKUT KaKUX-JI1-
00 uccaeaoBaHui ¢ yyacTUeM JIIoAeid U XKUBOTHBIX B
KayecTBe OOBEKTOB UCCIENOBAHUIA.
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IMepokcuaassl IMPOKO PACTIPOCTPAHEHBI B (KMBOTHBIX M PACTUTENTbHBIX TKAHSIX, TJ€ OHU BBIMTOJIHSIIOT pa3HOO0-
pasHble dhyHk1MU. [Tepokcunasbl 061a1a0T IUPOKOH CreliMUIHOCTBIO K Pa3HOOOPa3HBIM 10 XUMUYECKOMY
cTpoeHuto cyocrpatam. Hapsiny ¢ mepekuchbio Bomopona, heHOIbHBIMUA COSIMHEHUSIMU U TOKCUYHBIMU COEITH -
HEHUSIMU apOMaTUIeCKOI MPUPOIBI, CyOCTpaTaMM TIepOKCHIA3 SIBIISTIOTCST a30TCoIepKalue coenHeHus. Ha-
crosias paboTa MocBslIeHa U3YYEHNIO POJIM SKCTPAKIIETOUHBIX MEPOKCUIa3 MIIEHULbI B MeTabou3mMe
a30TCOMEPKAIIUX COeMMHEHWI. BbIIo MoKa3aHo, YTO YaCTUYHO OYMILICHHbIE N30(DEPMEHTHI, pa3inJyarouecs
10 TIEPOKCUIA3HOM aKTUBHOCTH, TIPUHUMAIOT yJacTHe B MeTabOJIM3Me a30TCONIEpXKAIUX coequHeHuit. [1pomne-
MOHCTPHPOBAHO 00pa30BaHME TIEPBUIHBIX M BTOPMYHBIX (DEHOKCWIIBHBIX PAANKAIOB P COBMECTHOM OKVCIIe-
HMM XJIOPOT€HOBOI KUCIIOThI, HUTpUTa U HyO,. ITpy COBMECTHOM OKMCIIEHUH OYUILIEHHBIMUA U30(epMEHTaAMU
P-KyMapoOBOi1 KMCJIOTHI 1 HUTPUTA BBISIBJIEHO 00pa30oBaHUE 4-TUIPOKCH-3-HUTPOKOPUYHOI KUCIOTHI. MBI
npenarnojiaraeM, 4YTo OIHU U T€ XK€ M30(POPMbI MOTYT YYaCTBOBAaTh KaK B OKMCJIIEHUM HUTPpUTa ¢ 0Opa3oBa-
HUEeM HUTPO(EeHOJIa, TaK ¥ B BOCCTAHOBJIEHMY HUTpATa. YJacTHe paCTUTEbHBIX ITEPOKCHUIA3 B METab0In3-
M€ a30Ta MOXHO MPEICTaBUTh B BUIIE COBOKYIMTHOCTU PEAKIIMi MO BOCCTAHOBJICHUIO M/UJIU OKUCIEHUIO
a30Ta pa3Hoii CTeleH! OKHUCIEHHOCTHU ¢ 00pa30BaHUEM aKTUBHBIX UHTEPMEINATOB.

Kmouessbie cioBa: Triticum aestivum, anioriacTHas II€poOKCHUIa3a, HUTPUT, HUTpaT, PEHOKCUWIbHbIE paguKasbl

DOI: 10.31857/50015330322010043

BBEAEHUE

Ilepokcunaza (ITO) sBasgercss KiIouyeBbIM hep-
MEHTOM OKUCJIUTEIbHO-BOCCTAHOBUTEIBHOTO METab0-
JI3Ma, BOBJICUCHHBIM KaK B TeHEpaIIo, TaK U B YTU-
JIN3alio akKTUBHBIX ¢opMm kuciopona (ADK) [1, 2].
M3BecTHO, uto 1O 0bnamaeT mMMpPoOKoi cyocTpaTHOM
CcneM(pUIHOCTHIO K Pa3HOOOPA3HBIM M0 XMMHUYECKO-
My CTpOeHUIO cyocTpaTaM. Hapsimy ¢ mepeKuchbio BOIo-
pona, ¢eHOJIbHBIMUA COCAMHEHUSIMU U TOKCUYHBIMU
COCOUHECHUSIMA apOMaTUUYECKOI IIPUPOIBI, CyOCcTpa-
tamu [1O gBisIOTCS COeMMHEHUSI a30Ta Pa3INYHON
CTEeINeHU OKUCJIEHHOCTU — HUTPAThl U HUTPUTHI [3—5].

Cokpamenusi: AOK — aktuBHbie hopMbl Kuciopona, APA —
akTuBHBIe ¢opMbl azoTa, [10 — mepokcumaza, DKP — akc-
TPaKJIETOYHbII PacTBOP.
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B pacTeHMsIX OTHMM 13 KJIIOYEBBIX IIPOIIECCOB a30T-
HOTro MeTaboIM3Ma SIBISIETCS BOCCTAaHOBIIEHUE HUT-
paToB, TTPOUCXOsIIee KaK B JIUCThSIX, TAK U B KOPHSIX C
ygacTueM (pepMEHTOB HUTpATpeayKTa3bl 1 HUTPUTPE-
nykrassl [6]. Hapsioy ¢ aTM, B MeTa00113M a30THBIX
COCAMHEHUI MOTYT OBITh TaKK€ BOBJICUEHBI U OKCH-
JIOpEeNyKTa3bl, B YaCTHOCTH, TIepoKcuaassl [7]. Bzau-
mopeiictBrue 1O ¢ a30THBIMU COSMMHEHUSIMU MOXKET
COIIPOBOXIIAThCsI OOpa30BaHUEM 3apsKEHHBIX ITO-
OOYHBIX IIPOAYKTOB, OOJIaIalOIINX HeCIapeHHbIM
DJIEKTPOHOM, a II03TOMY SIBJISIONINXCS PeaKIIMOH-
HO-aKTUBHBIMU. [ToTeHIIMAIbHO 3TO B3aUMOJICHICTBIIE
MOXET COIPOBOXIAThCS OOpa3oBaHMEM AaKTUBHBIX
dopMm azora (ADA), TaknMx KaK paavKaa IUOKCUIA
azota NO,, Tpu- u TeTpookcunbl Auazora N,Os, N,O,,

MmoHookcun azora NO, mepoxcmHuUTpUT ONOO-,
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S_-anTpo3ornyratioH GSNO, S_-auTpo3ormon SNO
[7, 8]. U3BecTHO, uTO ADA HTpaloT BaXKHYIO POJIb B
repenadye CUTHaJA B PACTEHUSIX U PETYJIMPYIOT IIUPO-
KW CIEKTp (PU3NOIOTMUYECKUX M OMOXMMUYECKUX
peakuuii [9, 10]. BuactHocT, NO npyHUMAaET yuyacTue
B PETYJISILIMU KJIETOYHOTO LIUKJIA PACTUTEJIBHOM KIIETKH,
npolieccoB guddepeHIrau 1 MopporeHesa pacre-
Huit. OH BOBJIEYEH B TPAHCIAYKIIMIO CUTHAJIOB, CTUMY-
Jmpyromux cuHTe3 puroropmoHoB [11]. K Hacrose-
My BpeMeHW HaKOIUIeHBI JaHHbIe 00 yaactut NO B OT-
BETHBIX peaKLMsIX pacTeHUIT Ha IeiiCTBIE CTPECCOPOB
[11, 12]. KpoMe Toro, ADA OKUCISIOT I HUTPUPYIOT
HYKJIEMHOBbBIE KUCJIOTBI, OSIKM 1 JTUITUALL [9].

Ho Hacrosiiero BpemeHu pojib [10 B MeTabonuszme
a30THBIX COCIMHEeHMI cj1abo n3ydyeHa. B kiaeTkax xKu-
BOTHBIX MTOKa3aHO, 4TO HeKoTopble 1O yyacTByIOT B
obpazoBanuu ADA [8], kpome Toro, HekoTopbie ITO
KMBOTHOTO U PaCTUTEIBLHOIO IIPOUCXOXKIEHUS MOTYT
ncrioab3oBaTh NO B KauecTBe cyocTpara [13, 14]. Bo-
BIeUeHNEe OTHeIbHBIX nm3odopMm 10, msomuposBaH-
HBIX U3 CEIbCKOXO3SIMCTBEHHBIX PACTeHUI, B TOM
YKCJIe 3J1aKOBBIX, B META0O0IM3M a30THHIX COEITHE-
HUIiI He OBUIO mokKa3aHo. VIMEHHO CelIbCKOXO03sii-
CTBEHHbBIC PACTECHMS ITOIBEPTalOTCs 3HAYUTEILHOMY
CTpecCy IpU BHECEHUHU BBICOKMX JI03 a30THBIX YI00-
pPEHUIi, YTO BeAEeT K HAKOIUICHUIO a30TUCThIX COCIU-
HEHUI U TIPOIYKTOB UX MeTaboI13Ma B paCTEHUSIX U,
B KOHEUHOM MTOTe, B OpraHU3Me XKMBOTHBIX U YeJIOBE-
Ka, IOTPEOJISIIONINX 3TU pacTeHus ¢ Tmieii. B pabore
Huang c¢ coast. [15] moka3aHO, 9TO KOMMEPUYECKMI
npenapar I1O xpeHa Karaymsupyer oopaszoBanne NO
U3 TMAPOKCUMOYEBMHBI B TipucyTtctBun H,0O,. Kpome
TOrO, TPAaHCTEHHbIC paCTeHMSI Ta0aKa CO CBEPXIKCIIPEC-
cHeii TeHa IlepoKcuaasbl swpa4 o0JIagaand ITOBBIIICH-
HbM ypoBHeM NO [16]. B pa6ote Sakihama ¢ coasT. [5]
MPOJAEMOHCTPUPOBAHO HUTPOBAHUE PACTUTEIbHBIX
(¢eHOI0B ¢ UCIOJIb30BaHMEM KOMMEPUYECKOIo mpera-
para I1O xpena. Peakumsa autpoBanus ¢genosmon [10
XpeHa OblIa ImoapoOHo n3ydeHa B padbore Kong ¢ co-
aBT. [17], mpoaHaIM3upOBaHbl KHHETUYECKHME XapaK-
TEPUCTUKM WU TIPEMJIOXKEH IIMHI-TIOHT MeXaHu3M
JIBYXCYOCTpaTHOI (pepMEeHTATUBHOI peakKInu (Mexa-
HU3M ABOMHOTO 3aMellleHus). DTU JaHHBIE CBUIC-
TEJbCTBYIOT O CJIO(KHOM XapakTepe B3auMoIeiicTBUS
pactutenbHbix [1O, a3oTcoaepxalux COeAMHEHU I 1
deHonbpHBIX cyocTpaTtoB I1O ¢ obpa3zoBaHuem O6MO-
JIOTUYECKU-aKTUBHBIX MHTepMeauaToB. B cBs3u ¢
9TUM, MEJbI0 HACTOSIIEro0 HCCAeIOBaHUS ObLIa
UAeHTU(PUKAINS IIPOAYKTOB B3aMMOACHCTBUS IKC-
TpakiaeTouHblx [1O KopHeil mieHnsl ¢ heHolaMu B
MPUCYTCTBUU a30THBIX COeAMHEHMIA. [IJ11 TOCTYKEHUST
STOM 1LIeJIU B 3a1a4r UCCICIOBAaHUS BXOOWIN: 1) omnpe-
JieJIeHUe TPOMEXYTOYHOIO MNPOAYKTa PaauKalIbHOMN
TIPUPOIIbI, 0OPa3YIOIIErocs B Pe3ybTaTe COBMECTHOIO
ITO-onocpenoBaHHOTO OKUCJIEHUST (DEHOJIOB U HUT-
puTOB; 2) uAeHTU(UKALUSI KOHEYHOTO ITPOIYyKTa
3TOM peaKlnu.
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METOJbI UCCIIEJOBAHWA

O0bekT. OOBEKTOM MCCIEA0BAaHUS CIIYKIIN IIPO-
pocTku sipoBoit miueHuUUb! (7Triticum aestivum L.)
copta KazaHckas ro0uieitHas, BeIpallleHHbIE Ha pac-
tBope 0.25 MM CaCl, ripm 23°C, 12-9acCOBOM CBETO-

MEPUOJIE U TJIOTHOCTU MOToKa sHeprum 100 Br/m?2.
KopHu 5-mHEBHBIX MPOPOCTKOB HEMEIEHHO MOCTIe
OTCEUYEeHMSI OT IIPOPOCTKOB MHMMILTpHUpOBaIM Tpuc-
HCI 6ydepom (50 MM pH 7.4) non nasneHuem 80 kIla
B TeueHue 30 c. bydep mocne nnounprpannn (3Kc-
TpakaeTOdHbIN pactBop, DKP) mcrnonp3oBamm mis
BbLIEIeHUsI OeJTKOB. LluToriasmaTinueckoe 3arpsi3He-
ane DKP ompenensnm 1Mo aKTUBHOCTH MapKEepHOTO
IIMTOIUIA3MATUYECKOTO OejIKa ITI0K030-6-docdar-
nerunporeHassl (K@ 1.1.1.49) [18]. ConepxkaHue
GeJika usMepsiim MetogoM bpandopa [19].

OuncrTka 0eIKOB. DKCTPaKJIETOUYHbIE OEIKU Oca-
xmamm (NH,),SO, (30—80%) m neHTpudyrupoBaiu
pu 23500 g B TeueHue 20 muH. O6pa3oBaBIIMiics oca-
nok pecycrienaupoBanu B Tpuc-HCI oydepe (50 MM
pH 7.4) u nuanuzoBanu npotus Tpuc-HCI oydepa
(25 MM pH 9.0) B Teuenue Houu nipu 4°C.

HMoHoobMeHHYI0 XxpoMaTorpaduio IIpOBOIIIN Ha
kojioHke (1.5 X 13 cm) ¢ IDAD-cepanekcom A-50,
ypaBHoBelieHHylo Tpuc-HCl ©6ydepom (25 MM
pH 9.0). CsizaBiiuecst 6eJ1K1 1I0MpOBaiy B JIMHEH -
HoM rTpagueHTe kKoHueHTpauuu NaCl (0—0.6 M) B
ToM ke Oydepe co ckopoctbio 0.4 my/mMuH. O6beM
dpaxumit cocraBnstii 1 M. AHaJIM3 TOMOTEHHOCTH
n30¢0opM MEPOKCUIA3 B KaXIOi xpomaTtorpadude-
CKOl (hpaKMu MPOBOAUIN METOIOM 3JieKTpodopesa
B HEIEHATYPHUPYIOIINX YCIOBUSIX, 03 ITOOaBICHMS
Na-/J1C u MmepkanTatanona, B 12% ITAAT ¢ nmocaeny-
IOLIMM OKpallluBaHWEeM OEH3WIWHOM JJIsi BU3yaau3a-
MY TIEPOKCHUIA3HOM aKTMBHOCTH (CM. HIDKe). Moje-
KYJISIDHYIO Maccy OEJIKOB OIpEeNeNsUTi C TTOMOIIBIO
MapKepoB MOJIEKYJISIPHOM MacChl IIIMPOKOTO IUanaso-
Ha (Bio-Rad, CIIIA) u okpammBanuem rejeit Kymac-
cu G250. s manpHEHIIero aHaim3a oopas3ibl KOH-
LEHTPUPOBAIA METOJIOM YJIbTpahUIbTpalli HA MEM-
opane Ultracel-10K (Merck Millipore, CILIA).

N3o0snekTpodokycnpoBaHne OEIKOB IIPOBOIMIIN
B ITAAT ¢ ucnons3oBanuem amgonanHoB pH 3.5—10
(LKB, IIBeuwus). st onpeneaeHUs N303JIEKTpUIE-
CKOM TOYKHM OEJIKOB MCITOJb30BaIM HA0OOp CTaHIap-
toB IEF-M 1A (3.6—9.3) (Sigma, CIIIA).

AKTUBHOCTH M30()epPMEHTOB IIEPOKCUIA3kI B Telie
BBISIBJISIM C moMolnblo okpammuBanus 0.05 M pac-
TBOpoM OensuauHa ¢ 30 MM H,O0, B auletaTHOM Oy-
depe (0.2 MM, pH 5.2).

OnpeeneHne aKTHBHOCTH (pepMEHTOB. AKTUBHOCTb
IO (KD 1.11.1.7.) uamepstiii crieKTpohOTOMETPUIECKI
(Perkin Elmer, CIIIA) ¢ ucnoysib3oBaHMEM OEH3UIMHA B
KayecTBe cyberpara (€599 = 34 MM™! - em!). Peakuu-
OHHasl cMechb OOIMM O00BEMOM 3 MJI COCTOSIIa U3
anreratHoro oydepa (100 MM, pH 5.3), 1 MM H,0,,
1 MM O6ensuanHa n 0.5 M obpaszna. OnpeneeHue
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Puc. 1. 3odepMeHTHBII CIEKTP SKCTpakieTouHbIx [10
MIIeHUIIbI: ] — HEOUMILIEHHbII 9KCTPaKT, 2 — YaCTUYHO
ouneHHas [101, 3 — gvactmuno ouniieHHas [102.

aKTUBHOCTHY MEPOKCHUAA3 10 OKUCICHUIO p-KyMapo-
BOI KHCIIOTHI (€545 = 17.787 MM~! - cM~!) mpoBommim
B ciienytonux yciaoBusix: K-cdocdatHeblii Oydep (35 MM,
pH 7.4), 0.1 MM p-kymapoBas kucnorta, | MM H,0, u
0.05 M1 0Opasna, oot 00bEM PEAKIIMOHHON CMECH
cocraBisin 0.5 mi. HurparpenykrasHyio aKTMBHOCTH
ITO u3mepsuM MO CKOPOCTM HAKOIUICHWST TPOMyKTa
depMmeHTaTUBHOM peakuuy — HuTpuTa [20]. Peakiii-
OHHasl cMechb ob1IM 0obemMoM 0.5 MJI cocTosiia U3
30 MM Na-docdarHoro 6ydepapH 8.0, 100 MM KNO;,
0.64 MM K,S,0s, 0.64 MM muaTunouTHOKapbamaTa
Hatpus u 0.05 M1 obpasna. CMech MHKyOMpOBaIu
20 MUH TIp¥ KOMHATHOM TeMIlepaType, peakIInIo OCTa-
HapnuBaiu nodasyeHueM 0.05 MJI JIeasTHOI yKCyCHOM
KMCJIOTHI, 3aTeM npuiuBamu 0.55 v peaktuBa [pucca
¥ BeIAepkuBaiu B TedeHre 20 MmuH. KonmmyecTBo oopa-
30BaBIIIETOCS TIPOAYKTa M3MEPSIIA CITeKTpOodOoTOMET-
puaecku 1ipu 527 am (Perkin Elmer, CIIIA).

B skcrmepnmMeHTax Mo aHaIM3y WHTUOMPOBAHMS
¢depMeHTaTUBHEBIX peaKIUii THTMOUTOPHI 100aBIISLIN
B MHKYOAILIMOHHYIO CMeCh Tiepel nobaBieHneM dep-
MEHTA.

Onpenenenne ¢GeHOKCHIBHOrO paaukaia. Jletek-
TUPOBaHUE (PEHOKCUIIBHOTO paarKaa OCyleCTBIISIIN
METOJIOM 3JIEKTPOHHOTO MapaMarHMTHOTO pe30HaHca
(BITP) [21]. PeakumoHHast cMech cocTosiia u3 Tpuc-
HCI oydepa (20 MM, pH 7.4), 1 MM XJ10pOreHOBOI1
kuciaotel, 5 MM H,0, 1 0.05 ma ouutieHHoro dep-
MeHTa. DKCNEPUMEHThI TTPOBOIWIN B MPUCYTCTBUU
wiu B orcytctBUe S MM KNO,. [ls ynaBirBaHus Ko-
POTKOXMBYIIUX TIEPBUYHBIX PaAWKaloOB TOOABIISLIU
0.1 M 1 M ZnSO, [22]. Cnexrtpsl DITP npurorosieH-
HBIX OOpa3loB PErMCTPUPOBAIM Ha CIEKTPOMETPE
X-muamazona EMX (Bruker, I'epmanus) mpu KoMHaT-
HOM TeMIiepaType.

Wnentndukanus aurpodeHosa. AHaIM3 peakiuu
HUTPOBAHUSI p-KyMapOBOIi KUCJIOThI IEPOKCUIA3aMU
MPOBOAWJICS MO MOAUGUIIMPOBAHHOMY TPOTOKOIY
Sakihama c cotp. [5]. PeakuimoHHasi cpena cocrosijia u3
K-docdarnoro oydepa (25 MM, pH 7.4), 10 MM KNO,,
0.2 MM p-kymaposoii kucnotsl, | MM H,0, 1 0.05 ma
ouuiieHHoro ¢gepmenta. KoHTpoiab obpaszoBaHus
4-TUIPOKCHU-3-HUTPOKOPUYHOM KHUCIIOTHI ITPOBOIMII-
cst cnekrpodoromeTpruuecku (Perkin Elmer, CIIIA)
110 YBEJIMYCHUIO ONITUYECKOI IUIOTHOCTU T1pH 440 HM.

Naentudukaliys npoaykra HUTpOBaHUS p-KyMa-
POBOI KMCJIOTHI TIepOKCHUIa3aMU TTPOBOAUIIACH C TIO-
MOIIbIO BBICOKO3(h(EKTUBHOM XUIKOCTHOU XpoMa-
torpadpuu (BOXKX, Gilson, CIIIA). PeakiinoHHy1O
cmech (K-docdathbiii 6ydep (20 MM, pH 7.4), 100 MM
KNO,, 2 MM p-kymapoBas kuciora, 10 MM H,0,)
nHKyoupoBaau ¢ 0.1 My ouuineHHoro ¢pepMeHTa B
TedeHune 60 MyuH 1 HeHTpudyruposamu mpu 5000 g B Te-
yeHue 5 MuH. [losydyeHHbI cyniepHaTaHT NoABEpraiu
xpomarorpaduieckoMy pasiesIEHUIO C UCTTOIb30BaHU-
€M KOJIOHKM ¢ oOpaitieHHoi ¢azoit C-18 (Ultrasphere
ODS, 4.6 x 250 mMm, Beckman, CIIIA). CBs3aBiiee-
¢ BellecTBo amonpoBanu K-dpochatHeiM Oyhepom
(50 MM, pH 7.0). CkopocCTb 3110MpOBaHMsI COCTaBJIsLIa
0.5 mu1/MuH, 00BeM BBoauMOM Ipoosl — 100 MKJ1. BBI-
X0/l BEI1IECTB KOHTPOJIMPOBAJIU MO NOIJIOLIEHUIO MTPU
314 1 440 HM C TIOMOIIBIO JUOTHO-MATPUIHOTO JIETEK~
topa (Shimadzu SPD-M20A, fnonust). XpomaTtorpa-
dudeckmii mpodMIb TIPOOYKTA CPAaBHUBAIM C TTPOPI-
JileM cranaapta. CTaHaapT 4-TUaIpOKCHU-3-HUTPOKOPUY-
Hasi KUCJOTa ObUI CHUHTE3UPOBAH B BMIE XKEIThIX
WTOJIPYATHIX KPUCTAIUIOB U3 4-TUIPOKCH-3-HATPOOECH-
3a/IbAETUIA U MAJIOHOBOI (ITPOINaHIMOHOBOI) KUCIO-
TBI IO TipoTokoity Freund [23]. [TonTBepxkneHMe CTPyK-
Typhl CTAaHAApPTAa ocyllecTBIsuM Metonom 'H-IMP
(CD;0D, 600 MTIt, Bruker, 'epmanmst).

OTIIBITEI TPOBOIMJIN B TPEX-TISITU OMOJIOTUYECKUX
MOBTOPHOCTSIX, KaXIbIii BapUaHT MMeEN 3-KpaTHYIO
AHAJIMTUYECKYIO ITOBTOPHOCTh. CTAaTMCTHUYECKYIO 00-
pabOTKy JaHHBIX ITPOBOIVIIM C TTOMOIIBIO ITPOrPaMMbI
Microsoft Office Excel 2010. B Tabnumax npuBeneHbI
cpeaHue 3Ha4eHUsI U UX CTaHAapTHbBIE OLLIOKM.

PE3VYJIbTATDI

B DKP kopHeii mieHU1IbI ObLTN 00HAPY>KEHBI OCITKH,
obanarolye nepokcuaasHoit (16.9 MMoiab/MUH Ha MT
0enKa) 1 HUTpaTBOCCTaHaBIMBatomIei (3.3 MMOJIb/MUH
Ha MT 0ejika) aKkTMBHOCTsIMU. Hanuyue Juiib ciaeno-
BBIX KOJIMYECTB LIMTOIIa3MaTUYECKOTO 3arpsi3HEH NS
(<0.99%) ToBOPUT O TIPUCYTCTBUU B PACTBOPE JIUIIH
aroIuIacTHBIX OelKoB. M3oMepMeHTHBIN CIIEKTpP
arnorUIaCTHBIX MEPOKCUIA3 MIISHULIBI ObLI ITPeaCTaB-
JIEH MSTbIO aHUOHHBIMU U KAaTUOHHBIMU U30(popMa-
MU C MOJIEKYJISIpHBIMU Maccamu oT 31 mo 72 xMa
(puc. 1) 1 M303JEKTPUUESCKUMH TOYKAMU OT 3.6 10
7.9 (naHHbBIE He TIpeacTaBieHbl). YacTuyHas ourMcTKa
¢ momoribsio ocaxnenus (NH,),SO, (30—80%) u

®U3NOJOTUI PACTEHUM  TomM 69 Ne 1 2022
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Taomuna 1. [NepoxcuaasHas u HUTpaTBOoccTaHapnuBatolas aktusHocTu [101 u [102

IlepokcunasHasi akTUBHOCTb
Ms0(opMbr MonexkynsipHast OKMCIeH e HuTpaTBoccTaHaBIMBaOIIAsT
P Macca, k/la | OKMCIeHHE GeH3uIMHA P-KYMapOBO# KUCIIOTHi, [AKTUBHOCTE, MMOJIb/(MT 6eIKa MUH)
MMOJIb/(MT GelKa MUH)
MMOJIb/(MT OeKa MUH)
101 31 2.3+0.1 0.2%0.0 0.8 +0.1
o2 65 435+ 1.7 3.6+0.1 55£0.3

Taomuuna 2. MHrubupoBaHue NepoKCUAa3HOi 1 HUTparBoccTaHaBauBaloleii akruBHoctei [TO1 u ITO2 nineHUubI

IMepokcuaasHasg aKTUBHOCTb, HuTpaTBoccTaHaBIMBAIOILIAS
UHru6utop Kownuenrpanmus, % OT KOHTPOJIA AKTUBHOCTb, % OT KOHTPOJIA
MM
I1O1 102 I1O1 102
NaN; 0.1 85+3 98 + 2 341 6+1
NaN, 1 52+4 48 +2 0 0

KCN 0.1 16 =4 1+£0 15+2 210
KCN 1 13+3 0 341 1+0

TTpuMeuaHue: mepokcuaa3Hasi ¥ HUTPaTBOCCTaHABIMBAIOIIAst aKTUBHOCTU B KOHTpoute (100%) npuBeneHsl B Tadiuiie 1.

MOHHO-OOMEHHOU XpoMaTorpaduu BblsiBUJIa HaJIU-
yne I1ByX ocHOBHBIX n3odopmMm I1O — I1O1 ¢ moeky-
nsipHOM Maccoit 31 k/la u pl 3.6 u I[102 ¢ Monekysp-
Holt Maccoii 65 k[la u pl 6.9 (puc. 1). beuto 06Hapy-
XeHo, uTo HelTpanbHas ndodopma [102 npossisia
0oJiee BBICOKYIO MMEPOKCUAA3HYIO AKTUBHOCTH IO
OoKuceHuto 6eH3uarHa (B 19 pa3) U ecTeCTBEHHOTO
cyOcTpaTta — p-KymMapoBOii KMCJIOTHL (B 24 pasa), a
TakXXe HUTPATBOCCTAHABIMBAIOIIYI0 aKTUBHOCTb (B
7 pa3) o cpaBHeHuio ¢ I101 (ta6n. 1). 1 mepokcu-
Jla3Hasi, U HUTPATBOCCTAHABIMBAIOIIasl aKTUBHOCTH
I1O1 u [102 unrubuposBanuch NaN; u KCN. Azuzg
6oJiee 3(HEKTUBHO ITOIABIISITT HUTPATBOCCTaHABIM-
Baro1yto aktuBHOCTh [1O1 1 [102, yem riepokcumas-
HYIO0 aKTUBHOCTb (Tabis. 2). HuaHun addexTruBHO
MHTIMOMpOBal 00e (hepMEHTATUBHBIE peaKIIU, IIPY-
yeM B oombmieit ctenenn y [102, gwem y ITO1.

Oxucnenue ¢peHonbHBIX cyocTpaTtoB I1O compo-
BOXZaeTcsd oOOpa3oBaHMEM psiia ITPOMEXYTOUHBIX
IIPOAYKTOB, B TOM UmcJiec (PeHOKCUJIbHBIX PaaUKaJIOB.
OO0pa3oBaHre NEPBUYHBIX M BTOPUYHBIX (heHOKCUIIb-
HBIX PaIVKaJIOB C XapaKTepHbIMU crieKTpaMu DITP ObI-
JIO BBISIBJIEHO MPW OKUCJICHUM YaCTUYHO OYMIIEHHOI
102 mimeHMIBl ecTeCTBEHHOro (heHOJIBHOTO CYyO-
cTpaTa — XJIOPOTe€HOBOI KUCJIOTHI (prc. 2a). AHAJIO-
TMYHbIE Pe3yJIbTaThl ObLTH MoKa3aHkl ¢ [1O1 (maHHbIE
He IIpeacTaBiIeHbl). Yepe3 HeCKOJIBKO MUHYT ITOC/IE Ha-
yajia peakunu criektp DITP MeHsuics, nepBUYHBIC pa-
JIVKaJIbl IPe0Opa30BbIBAJIMCH BO BTOPUYHBIE (puc. 20).
JwvHaMuKa HakKOIUIEHWsI BTOPWYHBIX PaIguKalIoOB B
npucyrctBur 1O cBUOETENBECTBYET O MOCTETIEHHOM
WX HaKOIUIEHWM, B TO BpeMsl Kak Tpu J00aBIeHUU
HUTpUTA 00pa30BaHME BTOPUYHBIX PagIUKAIOB IIPO-
KUCXOAWJIO MTHOBEHHO (puc. 2B). B orcyrctBue H,0,

®OU3HUOJOTUA PACTEHUM  tom 69 Nel 2022

00pa3oBaHUsI paIuKaJIOB He TIPOUCXOINIO (TaHHBIE
HE MpenCcTaBJICHBI).

CnexkrpodoToMEeTpUIECKUIA aHAJIM3 IPOIYKTOB
peakiu copMectHoro okuciaeHust KNO, u p-kKymapo-
Boi1 KucoThl ITO2 KopHel MIeHULIbI BbISIBUIT 00pa3o-
BaHME HUTPOIIPOMU3BOTHOIO coemmHeHus. [loBbiiiie-
HUE ONTUYECKOI IIoTHOCTU TIpr 440 HM, IO JAaHHBIM
Sakihama c coaBT. [5], cBUIETENbCTBYET 00 0Opa3oBa-
HUM 4-TUAPOKCHU-3-HATPOKOPUIHOI KUCIIOTHI (pUC. 3).
AHajornyHble pe3yabTaThl noaydeHsl misd 101 (maH-
HBIC HE TIOKA3aHBbI).

Xpomarorpauueckuii aHaJIu3 MPOAYKTOB peak-
uuu copMectHoro okucieHust KNO, u p-kymapoBoit
kucioTsl I1O2 KopHeii e HUIBI BBISIBII 00pa30Ba-
HUE HUTPOIIPOMU3BOAHOrO coenuHeHus (puc. 4). bes
nob6asyeHust KNO, (puc. 4) unu B orcyrctBue 10
(maHHBIC He TTOKa3aHbl) 00pa3oBaHUsI HUTpOodeHoIa
He mpoucxonuio. CpaBHEHHE ONTHIECKUX CITEKTPOB
MOMIOIIEHUSI CUHTE3UPOBAHHOTIO CTaHmapTa 4-ru-
POKCH-3-HUTPOKOPUIHOM KUCIOTHI 1 HUTPOIIPOM3-
BOITHOTO TIpoayKTa okucjaeHus [10 BBISIBUIO MICH-
TUYHOCTb (DOPMBI CIIEKTPOB C XapaKTepHBIMU MaK-
cUMyMaMM nomioleHus B oonactu 314 n 440 HM 1ipu
HenTpansHOM pH (puc. 4a, 0).

OBCYXIEHHNE

HaxkorieHue azorconepaliiux COeNMHEHUI 1 IPpo-
JIYKTOB MX METa00JI1M3Ma OUeHb TOKCUYHO JIJIST PACTEHUIA
W XKUBOTHBIX. Hapsiny ¢ HUTpaT- M1 HUTpUTpEIyKTa3aMHu,
MeTaOONMM3UPYIOIIMMI 3T COEIMHEHMsI, OKCUIOpEe-
nayktasbl [1O Takke MOTYT YTUIM3UPOBATh a30TCOAEP-
Kallle COeAVHEHMsI, YTO TPUBOIUT K OOpa30BaHUIO
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Puc. 2. O0Opa3zoBaHue (PEeHOKCUJIBHBIX PaIWKAJIOB IPU
OKUCJIEHUM xJIoporeHoBoil kuciiotel [102. (a) — mipu
OKHMCJIeHUU XxJioporeHoBoil kuciotel 102 6e3 KNO,,
(6) — MMHaMWKAa HAKOTUIEHUST BTOPUYHBIX PATUKAIIOB O3
KNO,, (B) — npH1 OKHMCIEHUH XJIOPOTEHOBOI KUCIIOTHI
I102 npu no6asnenun 5 MM KNO,. / — nepBuuHbIii pa-
nukan (g = 2.0044), 1,)— 0 MuH; 2 — BTOPUYHBIN paanuKa
(g=12.00415), 2, 25, 253 — 0, 5, 20 MUH, COOTBETCTBEHHO.

HUTPOIPOU3BOIHLIX (PEHOJIBHBIX coenuHeHuil. B Ha-
cTosIIeid paboTe Mbl IIPOAEMOHCTPUPOBAJIN, UTO aIlo-
mactHeie ITO KopHeit meHn1bl MOTyT y4aCTBOBAaTh
B MeTaboIM3Me a30TCOMEPKALINX COSTUHEHMI, OKIC-
JIsIsT COBMECTHO HUTPUTHI U (PEHOJIBI, B YACTHOCTH, C
obpa3zoBaHreM 4-TUAPOKCU-3-HUTPOKOPUUHOMN KUCITO-
TBI, @ TAK3KE BEPOSITHO, ITyTEM BOCCTAHOBJICHUST HUTPA-
TOB 10 HUTPUTOB.

Kak uzBectHoO, okuciaeHue ITO peHONbHBIX CyO-
CTPaTOB COIIPOBOXAACTCSI 0Opa3zoBaHUEM psia Ipo-
MEXYTOYHBIX IIPOIYKTOB, B TOM YMCIe (DEHOKCWIHLHBIX
panuKaioB, KOTOPbIE MOXHO JETEKTUPOBATh METOIOM
BI1P [21, 24]. B HacTosiiieit paboTe 0GHapykeHO oOpa-
30BaHME (DEHOKCUJIbHBIX PaIUKaJIOB aIlOIUIaCTHBIMU
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Puc. 3. O6pazoBaHre HUTPOIPOU3BOIHOIO COSAMHEHMUS
p-KyMapoBoii kuciaotsl (A = 440 HM) Nipu 106GABIEHUN
KNO,. 1 —6e3 KNO,, 2 — c no6asnenneM KNO,.

ITO mmeHuIbl NPy WCHOJIB30BAaHUU XJIOPOT€HOBOM
KMCJIOTHI B KayecTBe (peHOJIBHOrO cyocTpara (puc. 2).
B xone okucieHusT XJI0pOreHOBOM KHUCIOTHI alloriacT-
Hoii [TO mepBryHbIe (heHOKCUIIBHBIC PATUKAJIBI ITOCTE-
MEHHO MPeoOpa30BhIBAIMCh B O0jiee CTaOMIIBHEIC BTO-
pu4YHbIe panukaibl. PaHee oO0pa3zoBaHue NEPBUYHBIX U
BTOPUYHEBIX PaaUKaJIOB XJIOPOT€HOBOM KHMCJIOTHI ObI-
JIO MOKa3aHO C WCHOJIb30BAaHMEM KOMMEPUYECKOTO
npenapara I10 xpena [21]. I[To ganaeiM Sakihama ¢
coTp. [24], BpeMs1 TOIyKU3HU IEPBUYHBIX (DEHOKCUIIb-
HBIX paIUKAJIOB COCTaBISIET 45 ¢, BpeMsl MOIYKNU3HHU
BTOPUYHBIX paauKajoB cocTapisieT yxke 20 MUH. YBe-
JIMYEHUE BPEMEHM KU3HU (DEHOKCUIBbHBIX PAIUKaJIOB
3a CYET B3aMMOMEICTBUS C ABYXBAJIECHTHBIMU METal-
JJaMM TPUBOAUT K TIPOSIBIICHUIO TPOOKCHUIAHTHBIX
CBOICTB paIMKajoB, U, KaK CIICACTBUE, IIEPEKUCHOMY
OKWCJIeHUIO TUnuaoB v rospexnenuto JIHK [24]. Ha-
psimy € 3TUM, U3BECTHO, YTO (PEHOKCUIIbHBIE paINKaJIbI
MOTYT IPOSIBJISITh aHTUOKCUIAHTHEIEC CBOMCTBA, IIPU-
HUMag ydyactue B aetokcukaimu H,O,, ruapokcuib-
HOTO pagvKalia, CHHIJIETHOIO KUCIOPOoaa, MOCKOJIbKY
SIBJISTIOTCSI TIPOMEKYTOUHBIMU ITPOAYKTAMU IIPU OKUC-
JieHnu (peHoI0B nepokcuaaszamu [24]. B nanpHeimem
¢deHOKCUIIbHBIE paguKailbl JIM0OO BOCCTAHABINBAIOT -
cs 1o peHoJIa ¢ MOMOIIBIO acKopOaTa W MOHOIE-
ruapoackop0Oat peaykrassl [21], nubo, Ipyu HATUIUU
HUTPUTOB U TIEPOKCHUAA3BI, HUTPUPYIOTCS ¢ 00pa3oBa-
HYEM HUTPOITPOU3BOAHOTIO [5]. B Hammx skcreprumMeH-
Tax 1o00aBJIEHME B peaKIIMOHHYIO CMECh HUTPUTA MH-
JIyLMPOBajO0 MITHOBEHHOE 00pa3oBaHNe BTOPUYHBIX
(GEHOKCUIILHBIX paauKajioB naxe B orcyrcTBue 110
(puc. 2). BoamoxHo, reHepanusi BTOpuYHbIX (DEHOK-
CWJIBbHBIX PagvKaJIOB MPOUCXOIUT He(pepMeHTATUB-
HBIM ITyTEM. YUUTBIBasI, YTO B OTCYTCTBHE HUTPHUTA
KOHBEpPCHUSI TEPBUYHBIX PAAUKAIOB 1 HaKOILICHUE
BTOPUYHBIX PaIUKaJIOB IIPOMCXOIUT ITOCTEIEHHO,
MOXKHO T10JIaraTh, YTO HUTPUT PE3KO MOBBIIIAET TOK-
CUYHOCTb AEMCTBUS (DEHOKCUIBHBIX paaUKaloOB.
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Puc. 4. Xpomarorpaduueckuii aHanms npoayktos peakuun okucieHnss KNO, u p-kymapooit kuciaotsl 1102 mmeHuIs.
CrutowrHas TMHUS — 314 HM, ipepeiBUcTast — 440 HM. / — KoHTpob, 2— KNO,. Bo BcTaBkax mokasaHbl ONTUYECKHUE CIIEKTPBI
TIOTJIONIEHMS CTaHAApTa 4-TUAPOKCHU-3-HUTPOKOPUYHOI KMUCTIOTHI (a) ¥ TPOMYyKTa OKUCIIEHUS p-KyMapOBOil KUCTIOTHI (0).

Jns TTO pa3anmyHOro MpoNCXOXKICHUS XapaKTep-
HO OJHOBPEMEHHOE OKMCJIEHHME HECKOJIbKUX CyO-
ctpatoB [25]. PUHATBHBIM MPOAYKTOM COBMECTHOTO
npeBpallleHrsT (eHOIbHBIX COSIMHEHWIT 1 HUTPUTOB,
IpoHCXosiiee dyepe3 oOpa3oBaHUE MPOMEXKYTOYHBIX
(bEeHOKCWIBHBIX PaaWKaJIoOB, SIBJSIIOTCS HUTPOMIPOM3-
BoIHbIe (heHOoI0B [5]. B Haleit pabote ripu coBMecCT-
HOM okuciieHuu ouuniieHHbIMU [1O1 n TTO2 kymapo-
BOM KHMCJIOTBI 1 HUTpUTAa OOHApYy:KEHO OOpa3oBaHUE
4-TUAPOKCH-3-HUTPOKOPUIHOM KUCIOTH (puc. 3). B
orcyrctBuM I10 TTOSIBICHUSI 3TOr0 HUTPOIIPOU3BO/I -
Horo He Haomwogaetcsa. ComepkaHue HUTPOKOPUY-
HOI KMCJIOTBI CPEeIN OCTaIbHBIX IPOIYKTOB pEaKIINU
HeBenuKo (puc. 4), omHaAKO 3Ta KMCJIOTa UMEET BaX-
HOeE 3alllMTHOE 3HaueHue. Hanpumep, n3BeCTHO, 4TO
MPUCOEAMHEHUE HUTPOTPYIIbI K TUPO3WHY, U B
MEHbIIe CTerneHu K TpunrodaHy, MOXET MPUBO-
IUTh K U3MEHEHUIO (PU3UKO-XMMHYSCKUX CBOMCTB
0enkoB 1 ux ¢pyHKIuii. Tak, 1odaBIeHNE HUTPOIPYII-
MBI BBI3BIBAECT 3aMeTHBINA caBur pKa rmapoKcuibHOM
rpytnbl ¢ 10.07 B Tupo3uHe 10 7.50 B 3-HUTPOTUPO3U-
HE Y MOBBIIIACT TUAPOPOOHOCTh TUPO3MHA, YTO CKa-
3bIBAeTCs Ha aKTUBHOCTH OeJika. I1pucyrcTBue 3-HUT-
POTHUPO3MHA CBSI3BIBAIOT C IIMPOKUM CIIEKTPOM 3200-
JIEBAHUI Yes0BEKa U KUBOTHHIX [26]. B pacTreHmsx
HUTPOBaHUE TUPO3UHA BOBJIEYEHO B pa3HOOOpa3HbIe
MeTaboJIMYeCKUE MPOLECChI, a TAKXKE B OTBETHBIC pe-
aKIIMKY Ha OEMCTBHE aOMOTUYECKUX M OMOTHMYECKUX
ctpeccopoB [27, 28]. OKCMKOPUIHBIC KMCIOTHI 011 3-
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KU TI0 CTPOCHUIO K TUPO3UHY, U UX HUTPOBAHUE
MpeaoTBpallaeT HUTPOBAHUE aMUHOIPYIIN OEJIKOB [5].
Takum o6pazoMm, obpazoBaHue HUTPOMEHOIIOB B pe-
3yJIbTaTe€ COBMECTHOIO OKUCJIEHUS (PEHOJIOB U HUTPU-
ToB 1O MOXeT cmocoOCTBOBaTh yMEHBILIEHIO HUTPO-
BaHUSs OEJIKOB.

PaHee HamMM OBIJIO ITOKA3aHO, UTO B JIMCThSIX MIIIE-
HULBI TIPU TTOMEILLIEHUN PACTCHUM B TEMHOTY ITPOMC-
xomuiio aktuBupoBaHue I10. MHTepecHO, YTO Ipu
JT00aBJIeHUM N30bITKA HUTPATa 3HAUUTEJILHOTO aKTH -
BupoBaHus 10 He Habmomanocs [29]. Bo3moxkHo,
yto cHmkeHHue 1O akTUBHOCTHU IO OKMCJIEHUIO (he-
HOJIOB B IIPUCYTCTBUU HUTPATA B TEMHOTE CBSI3aHO C
B3aMMOJEMCTBEM HUTpaTa C aKTUBHBIM LIEHTPOM
I1O. M3BecTHO, YTO HUTPAT MHIMOUpPYEeT 0Opa3oBa-
Hue coearHeHuss E1 (IpOMeEXYTOYHOI ITOJIyOKMC-
JIEHHOI (DOpMEI (hepMEHTA), CBI3BIBASICH BHYTPU I'e-
MoBoro “kapmana” ITO [30]. Panee ObU10 BEICKa3aHO
npearmnooxeHue o6 yuactuu I1O B BocCTaHOBIIEHUU
HutpatoB. Tak, IleiiBe ¢ coaBt. [3] oOHapyxuImn
HUTPATBOCCTAaHABIMUBAIOIIYI0O aKTUBHOCTL I1O BO
BCEX OpraHax KOPMOBBIX 0000B, ¢ 0oJjiee BHICOKUM
YPOBHEM B KOpHSIX. B HallIMX 3KCIIepUMeHTaX SKCTpa-
kinetouHble [1O KoOpHEll MIIEHULBI TAKXKE MPOSIBISIIA
HUTPATBOCCTAaHABIMBAIOIIYIO aKTUBHOCTh C 06pas3o-
BaHUEM HUTpUTA. MIHTEpEeCHO, YTO HUTPATBOCCTA-
HaBJIMBaroliast aktTuBHOCTb 1O KopHeii ObL1a O60Jee
YyBCTBUTEJIbHA K MTHTUOUTOPY TeMcoaepKalux dpep-
MEHTOB a3ujiy, 4yeM (peHoJoKCHUAa3Hasi aKTUBHOCTD
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I1O (tabi. 2). AHaaOrUYHbBIE PE3yIbTaThl C UCIOIb-
30BaHHMEM KoMMepueckoro mperapara I1O xpeHa
ObLTM TToJTydeHb! Ivanova c coaBt. [20]. UyBcTBUTEb-
HOCTb K IIuaHuy obenx aktuBHocTel I1O nimeHu1bI
B HallIMX BKCIIepUMeHTaX Oblia ofrHaKoBa (TabJI. 2).
MoxHo nosiaraTh, YTO, HECMOTpPSI Ha TO, YTO OCHOB-
HBbIM HUTPATBOCCTAHABIMBAIOIIIUM (PEPMEHTOM B KJIET-
Kax pacTeHUid SIBJIIeTCS HUTpaTpeayKTasa, B OIpese-
JICHHBIX YCJIOBUSIX, HAIPUMED, IIPU U30BITOYHOM 00ec-
MeYeHU pacTeHUil HUTpaTaMu WIM APYTUX cTpeccax,
KOHKYpeHTHbIe B3auMooTHolieHust H,O, u Hutparta
MIPUBOIAT K “BKIIIOYCHHIO” HUTPATBOCCTAHABIMBA-
roieit aktusHoctu [10.

Taxum obpazom, yaactre I1O B MeTabom3me a3oTa
MOXHO MPEICTaBUTh B BUIE COBOKYIMHOCTH pPeaKIIUii
10 BOCCTAHOBJICHUIO 1 OKMCJICHUIO a30Ta pa3HOM CTe-
MeHU OKUCJICHHOCTH. [TocTynuBIImMe B KOpHA HUTPAThI
B OIIpele/IEeHHBIX YCIIOBUSIX MOIYT ¢ momoiupio I1O
KOpHeil MeTaboJM3UPOBaThCsl B HUTPUTHI, KOTOPEIE
BITIOCJICACTBUM MOTYT OBICTPO BOCCTaHABIMBATHCS
HUTPUTPEAYKTA30li 1O aMMMaKa WIW IOCPEICTBOM
I1O BxIIOYATBCS B COCTaB HUTPOITPOU3BOIHBIX (pe-
HOJBHBIX coenuHeHnii. KpoMme Toro, Kak moxka3aHo
manaeiMu DI1P, 1O kopHeit yuacTByeT B 06pa3oBa-
HUU TIEPBUYHBIX M BTOPUYHBIX (P€HOKCUIIBHBIX pa-
JIMKaJIOB, KOTOPBIE SBJISIIOTCS MHTEpMearuaTaMu 00-
pasoBaHus HuUTpodeHonoB. B Hacrosmieilt padote
HaMM BIEpBBIC MOKAa3aHO y4acTHE ONHUX U TeX 3Ke
n3zodopM 1O kopHei MIIIeHUIIBEI KaK B BO3MOXHOM
BOCCTAHOBJICHUM HUTpPATa, TaK U B OKMCIICHUN HUT-
puTa c obpazoBanneM HUTpodeHoma. Mmeronimecs B
HACTOSIIMM MOMEHT HOaHHbIE CBHUACTEIBCTBYIOT O
ToM, uTOo ITO MOryT peryanpoBaTb KOHLIEHTpaIUIO
A®A. B vactHOCTH, He uckiIoueHo, 4yto I1O-omo-
CpeOOBaHHBIII METa0OIM3M a30Ta B PACTCHUSIX CO-
npoBoxmaeTcss obpazoBaHueM AMA, 00JagaroIInX
OOJIBIIINM PETYJISITOPHBIM AeiicTBUeM. bynyinue mc-
cJielloBaHUS TIPOJIbIOT CBET Ha BOBJIeUeHHE U (D310~
Jjorudyeckue poJim pactuteabHbIX [1O B o6pa3zoBaHuu
u Metabonusme ADA, takux kak NO, 1 NO, Kak no-
OOYHBIX MPOAYKTOB COBMECTHOI'O OKMCJICHUS a30T-
coIepXKalluxX CoeqMHEeH1T 1 (DEHOJIOB.

PaGorta BbINOJIHEHA B paMKaX rocyIapCTBEHHOTO
3amannst PegepaTbHOTO MCCIeIOBATEILCKOTO IIEHTpA
“KazaHckuit HayyHbIi 11IeHTp Poccuiickoii akanemun
HayK” (aHajqu3 aKTUBHOCTU (DEPMEHTOB) C MCIOJIb30-
BaHMeM 00opynoBaHusl KoJIeKTMBHOTO CITEKTPO-aHa-
Jutndeckoro lleHTpa pU3UKO-XMMUUYECKUX UCCIeN0-
BaHUI1 CTPOEHMsI, COCTaBa M CBOMCTB BEIlIECTB U MaTe-
puaioB DemepalbHOTO MCCIIEMOBATETECKOTO IIEHTpA
“KazaHckuii HayuyHbIM LIeHTp Poccuiickoit akane-
MUM HayK” ¥ 4aCTUYHO B paMKax IIporpamMmebl cTpa-
TeTMYEeCKOro akaaeMuueckoro quaepcrsa KazaHcko-
ro (IIpuBomkckoro) ¢enepalbHOIO yHUBEPCUTETA
(ToJiyueHrue XMMUYECKOro cTaHaapTa).

ABTOpPBI 3asIBIISTIOT 00 OTCYTCTBMM KOH(MIMKTA
nHTepecoB. Hacrosiass ctaThsl He COOCPXKUT Ka-

KMX-JIN0O MCCIAEOOBAHUN C YJaCTHUEM JIIOIEH M XK1~
BOTHBIX B KaueCTBE OOBEKTOB MCCIIELOBAHUIA.
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C MOMOIIIbIO MHCEPLIMOHHOTO MyTaHTa 1o reHy ARA7/AtRabF (AT4G19640) ¢ MOBBIIIEHHO 3Kcnpeccueit
Koaupyemoro uM 6enka — majoii [ Tdazel Rab5, aBisionieiicss OMHUM U3 KITIOUEBBIX PETYISITOPOB BE3UKY-
JISIPHOTO TpaHCIOPTa, UCCIEeA0BaIU CBSI3b SHIOLIMTO3a C MIOHHBIM TOMEOCTaTUPOBAHUEM U COJIEYCTONYM-
BOCTBIO Y Arabidopsis thaliana. Y MyTaHTHOTO ajijiejisi ObLIO BBISIBIICHO HAIMUYME Aeend U3 14 HyKIeoTu-
noB B 5'-HerpaHciupyemoii obnactu (5'-HTO) u oTcyTcTBHe MEpBBIX TpeX HYKJICOTHUIOB Ha 5'-KOHIIE
MPHK. XoT$1 3T U3BMeHEeHUsI U HECKOJIBKO YMEHBIIMIM OTHOCUTENbHBIN YPOBEHb TPAHCKPUIITOB TAHHOTO
reHa B JIMCThSIX MyTAHTHBIX PACTeHUIi MPY HOPMAJIBHBIX YCJIOBUSX, TTPU 3TOM B JIMCThSIX HAOIIOAAIOCH TTOBbI-
LLIEHHOE cofiepXKaHue COOTBETCTRYtolero 6eska ARA7. D1o B cBOIO 04Yepeb BbI3BATIO 3aMEeTHbIE (DEHOTUTTNYE-
CKHe U3BMEHEHMS Y paCTeHU, BhIpAIIEeHHBIX Ha MUTaTeIbHbIX cpenax ¢ NaCl. DaeKTpoOHHO-MUKPOCKOITYe-
CKUE MCCIIeIOBAHMS BBISIBUJIM Y MyTaHTa U3MEHEHUSI B YIBTPACTPYKTYpe KJIETOK KopHeii. Hanbonee 3aMeTHbIE
OTJINYMSI MYTAaHTHBIX pacTeHuit oT aukoro Tura (I T) cocTosiii B HATMYUHY 3IEKTPOHHO-TIJIOTHBIX OTJIOXKEHUIM
Ha TOHOIUTACTE, TTOBBIIIIEHHOM BaKyOIM3alluy Y BE3UKYJISILIMK LIMTO30JIs1, YBETUYEHHOM COJepXKaHUU CIIMBa-
IOLIUXCS APYT C IPYTOM MUKPOBAKYOJIei, a TAaKXKe B YBEJIUUEHHOM COIePXKaHUU MYJIbTUBE3UKYJISIPHBIX TeJl
1 ayTodarnyeckux CTpyKTyp, YTO yKa3blBaeT Ha U3MEHEHUE MyTH SHAOINUTO3a U TMHAMUKHA (DOpMUPOBaA-
HuUs Bakyosu. Ha ypoBHe 1iesioro pacreHust peHOTUIT JaHHOTO MyTaHTa BbIpaXkasicsl B TIO3UTUBHOI peak-
1IMY Ha JJIUTEJIbHBII COJIEBOI CTpecC MO0 CPAaBHEHUIO C PACTEHUSIMU JUKOTO TUMa. MyTaHTHBIE pacTeHMS
MIMeJTU TIPYPOCT MO Macce KOPHEIl M INCTheB, OBBIIIEHHOE coepxkanue K+ 1 cHikeHHoe cpenHee conep-
xkanue Na® B opraHax, yka3biBasi B 11€JIOM Ha G0Jiee BEICOKYIO COJIEYCTOIYMBOCTb MyTaHTa 110 CPABHEHMIO
¢ pactenusimu A T. [Ipennonaraercs, 4To BbI3BaHHbBIE MyTallMeil UBMEHEHUSI YJIbTPACTPYKTYPhI OTPaXKaloT
MepTypOaIuy B BE3UKYJISIPHOM TpaHCTIOpTe U ayTodaruu, pe3yIbTaToM KOTOPBIX SIBJISIIOTCS MU3MEHEHMUS B
MOHHOM rOMEOCTaTUPOBAHUM U COJIEYCTOMYMBOCTU PACTEHUIA.

KmoueBble ciioBa: Arabidopsis thaliana, coneBoii ctpecc, manast ' T®daza, ARA7/AtRabF2b, myTanus, CBepX-
SKCMPECCHUsl, BE3UKYJISIPHBIM TPAHCIIOPT, POCT, MOHHBIN TOMEOCTa3, YIbTPacTPyKTypa

DOI: 10.31857/S0015330322010195

BBEJEHUWE

Besuxkynspnelit TpancriopT (BT) urpaer BaxHyro
poJIb B pacnpeneaeHuu (sorting) U 10CTaBKe BEIIECTB
B pa3MYHbIC JJOKYCHI KJIETKHU U 3a ee mpeaebl. Cy-
IIEeCTBYET IBa OCHOBHBIX ITyTy BT: (1) aK30111TO03, 1111
CEKPETOPHBII MyTh, MOCPEACTBOM KOTOPOTO OEIKH,
JIMTIAIBI U IPYTUE MOJIEKYJIbl, CHHTe3UPOBaHHbBIC B 11 -
TOIJIa3Me, TPAHCIIOPTUPYIOTCS 4Yepe3 SHIOIIa3MaTH -
yecknit petukynyM (BP), ammapar Tonsmxu (Al n
mpanc-Tonbaxu cetb/panHue aHgocoMmbl (TT'C/P3D)

'K craTbe MMeEIOTCS TOTOTHUTENBHDIE MaTepuasbl, JOCTYITHbIC
TUTST aBTOPU3MPOBAHHBIX noJib3oBaTesieit o doi:
10.31857/S0015330322010195.
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K miasmajgemme (IIM) unm B aKCTpaneIoasapHoe
MPOCTPAHCTBO, a TAKXKE B BAKYOJIb U IPYTUE OpraHesUIbI
KJIETKU, 1 (2) SHIOLIMTO3, OCYIIECTBIISIONINII MHTEpHA-
Jymzanmio Haxonsimxcd B IIM OenkoB m MnmnooB, a
TaK>Ke MOMTOIIEHUE MOJIEKY U3 9KCTPaLIe/UTIOISIPHOTO
MpoCcTpaHCTBa. I71aBHOI BETBBIO SHIOLUTO3HOIO ITyTU
SIBJISIETCS TPAHCITOPT B Bakyouu [1].

KitoueBy1o poJib B peryasiiiu COpTUHTIA, CBSI3bI-
BaHUS BE3UKYJ ¢ MeMOpaHaMU-MUIIIEHSIMU U UX MO-
ciaenytomero ciausHusi, urpaioT RAB I'T®as3er u
komriekchl SNARE (soluble N-ethylmaleimide-sen-
sitive factor attachment protein receptors), ocyliecTB-
JISTIONIUE CIAUSTHUE TPaHCIIOPTUPYEMEBIX BE3UKYNI C
MeMOpaHaMu-MuIlleHIMU. KaxXaplit TpaHCIIOPTHBIN
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IIyTh B KJIETKE XapaKTepU3yeTCs creurprIecKuM
HaGbopoMm Moiiekyn Rab I'T®a3 u SNARE [2]. Pery-
JIITOPHBIE OEJIKM M3MEHSIIOT COOTHOIICHUE MEXIY
I'T®- u I'’1D-cBasbiBaommu dopmamu Rab5, ns3-
MEHSISI 3TUM HarpaBjieHue U aktuBHOCTh BT [3, 4].
M3 57 npencrasureneit Rab A. thaliana, Tpu 6enka mpu-
Hatexar ceMmeiictBy Rab5 I'T®a3. /IBa U3 HUX, KOH-
cepBaTUBHbIE cpenau aykapuoT 6enku ARA7/AtRabF2b
1 RHA1/AtRabF2a, 1 6eok, criemdpraecKuii IjIst Ha-
3eMHBIX pacteHut ARA6/AtRabF1, nokami3zoBaHbl Ha
Pa3HBIX HOIYJISILIMSX 9HAOCOM C YaCTUYHBIM MEePEKPhI-
BaHueMm [2, 5]. ARA7 u RHAl ¢yHKUMOHUPYIOT Ha
MO3IHMX CTAAMSIX SHIOIUTO3HOIO ITyTH, a8 UMEHHO Ha
CTaluU CIVSIHUSL MYJBTUBE3UKYJISIPHBIX TeN/TI03/I-
Hux sHgocoM (MBT/I1D) ¢ Bakyousio [6, 7]. UHTH-
OMpoBaHME MO3MHUX CTAOUi YHIOLMTO3a IPUBOIUT
K HapymieHuio BT Ha Bcem mmytu ot IIM K Bakyonmu
[8]. ARAG6, B oTitmurie oTr ARA7 1 RHAI, perymupyer
TpaHcnopT BemlecTB Ha mytu oT TT'C x [IM [2, 5, 9].

Psn uccnenoBaHuii ykasbiBaeT Ha BoBiaeueHue BT
B MEXaHM3Mbl MIOHHOTO TOMEOCTaTUPOBAHMUS U COJIE-
YCTOMUYMBOCTU pPACTEHUI, XOTS MUMEIOIIUECS B TOM
00JIaCTU CBEACHUSI OrpaHMYCHBI U IIPOTUBOPECUYUBLI
[10—15]. Hanipumep, HoKayT-MyTaLus 1o reny ARA6
(AT3G54840) Bri3biBana y A. thaliana cBepX4yBCTBHU-
teibHOCTH K NaCl, a cBepX3KCIIpeccrusi MyTaHTHOTO
reHa ARA63L pukcupyroniero ARA6 B I'TdD-cBs-
3aHHOI1 (popMe, IOBBIIIANA MX COJEYCTOMYUBOCTD,
YTO yKa3bIBaeT Ha peryiasaTopHyio ¢yHkKimio ARA6
npu OTBeTe pacTeHuil Ha 3acojieHue [10]. Ceepxakc-
npeccusi reHa AtRabG3e (AtRab 7, AT 1G49300) akTuBH-
poBaJia BHIOLMWTO3 B KJIETKaX A. thaliana, ipyBonuia K
HaKOIUIEHUIO HATpUsl B BaKyoOJsIX U YBEJIUYECHUIO €TO
comepxXxaHusl B ImoOerax. TpaHCreHHBIE pacTeHUS IIO
CPaBHEHMIO C TUKNM TUIIOM OOHAPYKIIM 00jIee BBICO-
Kyto ycroitunBocTh K NaCl [11].

B Hacrosmeit padoTe MBI COCPEeTOTOUMII BHUMA-
Hue Ha Rab5 I'T®aze AtARA7, apnstionieiicss oqHUM
M3 KJIIOYEBBIX PETYJISITOPOB BE3UKYISIPHOIO TPaHC-
nopta. C NOMOIIbIO MHCEPLIMOHHOIO MyTaHTA IO Te-
Hy AfARA7, c NOBBILLIEHHBIM COACP>XaHUEM KOOUpPYe-
MOTIO UM 0eJIKa, MBI UCCIIENOBAaJIN CBSI3b SHIOIIUTO3a
C MOHHBIM TOMEOCTAaTUPOBAHMEM U COJIEYCTOMYMBO-
cThio A. thaliana. C 3Tol LIe/IbIO JaHHASI MyTals ObLIa
oxapakTepHM30BaHa U oIpeaesieH (peHOTUIT MyTaHT-
HBIX pacTeHUii. XapaKTepucTrUKa MyTalluM BKJII09ajia
onpeeacHUe TOUHOro nojoxeHus BctaBku T-ZIHK B
MOC/IEA0BATEIbHOCTA MyTaHTHOM ayieiu reHa ARA7,
BBISIBJICHE M3MEHEHUI B IEPBUYHOM MOCIEa0Ba-
teapbHocTU JIHK B cocemHux co BcTaBKoit 00acTsX,
MIPOM3OILICAIINX B IIPOLIECCEe MHTErpalliy, a TaKKe
BJIMSIHUSI JAHHBIX XpPOMOCOMHBIX IIEPECTPOEK Ha OT-
HOCUTENILHBIN YPOBEHb TPAHCKPUNTOB reHa AtARA7
M KOJIMYECTBO COOTBETCTBYIOILIETO O€JIKa, a TaKKe
OTHOCHUTENIBbHBIN YPOBEHb TPAHCKPUITOB COCETHETO
¢ HuM reHa TRAM (AT4G19645), oTHOCSIIETOCS K Ce-
MEICTBY O€JIKOB, COAepKaIINX JINIINI-CEHCOPHBII 10-
MeH. g onpenenenust (PeHOTHITA MyTaHTa M3ydald
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pocr, conepxanue Nat u K* B opranax, yierpacTpyk-
TYPY KJIETOK KOPHS Y MyTaHTHbBIX PAaCTE€HUI U pacTe-
Huit T, BbIpallleHHBIX B YCJIOBUSIX BOIHOU KYJIbTY-
pbl Ipy HaTU4rK wiv orcytcTBuM NaCl B muTaresib-
HoM pactBope (ITP).

MATEPUAJIBI U METO/1bI

PacTurtenbHblii MAaTEpUAJ M BbIPAIIMBAHUE PACTEHMIA.
Paboty BeimonHsIM Ha pacteHusx Arabidopsis thali-
ana (L.) Heynh. (axotun Col-0) (/IT) 1 ero uHcepum-
OHHOM MyTaHTe TI0 TeHy AtARA7 (SALK 090266C)
(http://signal.salk.edu/index.html). Bce akcnepumeH-
ThI, 32 UCKJTIOUEHUEM UCCIICIOBAaHUS YIbTPACTPYKTY-
DBl KJIETOK, IPOBOAMJINA Ha PACTEHUSIX, BhIpAILIEHHbBIX
B YCJIOBUSIX BOMHOM KynbTypbl. CeMeHa mpopaliunBa-
JIU Ha arapyM3oBaHHOI cpede, MPUTOTOBJIEHHONW Ha
MonuduumrpoBaHHOM nutaTesabHoM pactBope (ITP)
1/2 Tubo [16], nmpu temneparype 23 + 2°C, oTHOCH-
TeJIbHOM BiIaxkHOCTH Bo3ayxa 70 £ 5%, poronepuone
16/8 4 (1eHb/HOYb) 1 MTHTEHCUBHOCTH cBeTa 80 MKMOJIb
KBaHTOB/(M? * C), TIOJIy4eHHOIO OT JIIOMUHECLIEHT-
HBIX JaMm1r JIB-80. ITpopocTtku 14-gHEBHOTO BO3pac-
Ta nepeHocunau Ha xuakuii [TP 1/2 Tu6o, KoTophIii
b6apbotupoBaiu Bo3nyxoM. OcTajibHbIe YCIOBUS Bbl-
pammBaHus pacTeHuii Ha xXxunakoM [1P 6pum Takumu
>Xe, KaK Tpu npopaiiuBaHuu ceMsiH. B BapuaHTax ¢
3acojieHueM 4epes 3 CyT Iociie TIepeHEeCeHUsT pacTe-
Hui Ha xunkue [1P B Hux HaunHanu BHocuth NaCl.
KoHlieHTpalnio cojiv yBEJIUYMBAIN MMOCTEIICHHO Ha
25 MM B CYTKM 10 KOHEYHBIX KOHLIeHTpauuit 50 uiun
100 MmM. Cwmeny I1P ocyliiecTBasiiv eXeHeaeabHO.
M3mepeHus1 IpoBOAMIIM HA pacTeHUsIX 45-THEBHOTO
BospacTa. JJist uccienoBaHus yabTPACTPYKTYPhI KJle-
TOK KODHSI HCIOJIb30BaJIU 4-THEBHbIE MPOPOCTKH,
BbIpallleHHbIe comtacHo [17] Ha arapM30BaHHOM ITH-
TaTenbHoi cpene 1/2 Mypacure-Ckyra (MC-cpena),
TOTTOJTHUTEIBLHO conepailtieit 1% caxapo3y, ¢ mobGaB-
JieHueM unu 6e3 nobasneHus 100 MM NaCl. Temmne-
paTypHBIi M CBETOBOI PEXUMBbI ObUIM TaKUMU XKe,
Kak JIs1 BOMHOM KYJIbTYPBbI.

Boinenenne JIHK u onpenenenue roMo3MroTHOCTH
pactenuii no reny ARA7. I'enomuyto JIHK Boinensiim us
JIMCTbEB METOAOM, MNpuBeAeHHbIM Ha caiite (http://
www.monsanto.com/products/documents/dna-detec-
tion/dna_im.pdf). IToxyuennyto JHK ncnonbp3oBaau
B KaueCTBE MaTpUIIbl JJjIs1 ONpeaesieHus] TOMO3UToT-
HocTU pacTeHuit MetogoM I1LIP u nisa amruiudpuka-
LIMU HeoOxoauMbIx parmMeHToB. [TocnenoBaTenbHO-
CTU UCIIOJIb30BAHHBIX HAMU MPaiiMepOB MPUBEIECHbI
B [lomosHuTeNbHbIX MaTepuanax (tadnuna 1). AM-
MU poBaHHbIe (hparMeHThbl TIPU HEOOXOAUMO-
CTU CeKBeHMpoBaJiu B KommaHuu EBporeH. [lnsa
ornpeaeaeHNs TOMO3UTOTHOCTY pacTeHui A. thaliana
O BeIOpaHbI IpaiiMepbl LBal, Ara7F m Ara7R.
ITapa mpaiimeposn, LBal u Ara7F, ncrnoibs3oBanachk
Ut amrutdukanuu pparmenrta pazmepom 1080 11.0.
n3 mytaHTHOTO ajutesis SALK 090266C rena ARA7,
B TO BpeMs Kak Tapy, Ara7F n Ara7R, ncnons3oBann
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st aMrndukaonun gpparMenTa pasMmepoM 1180 11.0.
u3 ajenis AT Toro ke reHa. [TponykTsl ammiuduka-
LUK pasaensnu B 1% HemeHaTypUPYIOIIEM arapos-
HOM rejie, comepxapireM (0.5 MKr/MJI OpOMMCTOIO
STUAUSL.

Omnpenenenne HAMMYUS BO3MOKHBIX JTONMOJHUTEb-
HbIX BcTaBoK T-/IHK B reHoMe ara’7 MyTaHTHBIX pac-
TeHnii MeTtoaom uHBepTHpoBanHoii IIIIP. /IBe mapwni
npaiimepoB (LBal u M13F; LBbl u M13F) u reHoM-
Hyto JIHK pacteHuit romo3urorHsix reHoTuron (AT
U ara?7) VCIIOJb30BAJIM IJIsl OIpeIeIcHUSI MECTOIIO-
noxenus T-JIHK-BcTaBkr 1 BO3MOXHOTO HAJIMUMS
JIOTIOJTHUTEIbHBIX BCTABOK METOAOM MHBEPTUPOBAH-
Hoii IIIIP (inverse PCR). 3ametruMm, uro T-JAHK-
BcTaBKa 13 BekTopa pROK?2, ncrions3oBaHHOTO OIS
MHCEePLUMOHHOTO MyTareHes3a, CONEPXKUT TTOJIVIVH-
Kep U1 IocjeaoBaTeIbHOCTh IpaiiMepa M 13F, pacno-
JIOXXEHHYIO HEIIOCPEICTBEHHO Iepen HUM. JaHHBIN
MTOJIMJTMHKEP HAXOAUTCS Ha PACCTOSTHUM OKOJI0 650 11.0.
OT KOHIIa JIeBOit morpaHnyHoit oodnactu T-AHK, uto
MO3BOJISIET MCIIOJIb30BaTh BBIIIECYIIOMSIHYTHIE ITaphbl
npaiiMepoB U pa3IMYHbIE PECTPUKIIMOHHBIE DHIO-
HYKJI€a3bl, CaiiThl KOTOPBIX IIPUCYTCTBYIOT B ITOJIM-
JIMHKEpe, I TOCTaHOBKYW MHBepTHUpoBaHHoi [TLIP
nocse aurupoBaHusi. I1sate Mk reHoMHo# JITHK 06-
pa6arbiBanu 50 en. peCTpUKLMOHHON SHIOHYKIea3bl
BamHI B 06beMe 75 MKIT B TedeHME IBYX CYTOK, TTIOCHE
MHAKTUBALMM SHIOHYKJIEa3bl (3KCTPAKIUS CMEChIO
deHon/x10p0dOPM C MOCIESAYIOIINM IBYKPATHBIM IIe-
peocaXkIeHNEM STWIOBBIM CIHAPTOM) JIMTUPOBAIM C
nmomomisio T4 JIHK-nmuraser (1 en. Beiica) (Takara,
CIIIA) B 00beMe 100 MKJI B Te4eHHE HOYU IIPU KOM-
HaTHO#1 TeMIieparype. Ilocie 3KCTpakiimym CMECHIO
deHon/xmopodopM ¢ MOCACAYIOIIUM IBYKPATHBIM
nepeocaxaeHueM 3TUIOBBIM coupToM ocanok JHK
pacTBOPSIM B 25 MKJI IEeMOHW30BAaHHOIM BoObI. s
ITLP (25 mka) ¢ Tag-nmonumepa3zoit (EBporeH, Poc-
cust) 6panu 2 mxi urupoBanHoit JIHK. ITapameTpsl
nporpaMmbl aMmiminduxkauuu: 94°C — 3 MuH, 3aTeM
35 nuknoB: 94°C — 1 muH, 58°C — 1 muH, 72°C —
3 muH, u 3ateM 72°C B teueHue 10 muH. ITpoayKThl
aMITIGUKAIINY pa3nesisuii B 1% HemeHaTypHpyIO-
IIIEM arapo3HOM TeJie, BBIACISLIU U3 TeJIsl C TOMOIIbIO
Habopa Clean up Mini (EBporeHn, Poccust) u cexBe-
HUPOBAJIM B TOM K& KOMIIAHWM IJISI OIIpeIeIeHUS
TEHOMHOM I10CJIEI0BATEIbHOCTHU, ITPUJIETaloIen K
T-JIHK-BcTaBKe.

Brineaenne Toraannoit PHK u3 A. thaliana n cun-
Te3 nepsoii nemu KAHK. /17151 3KCTpakiiuu TOTaabHOMI
PHK n3 kopHEei1 1 TMCThEB NCITOJIL30BaIN METOAUKY,
npuseneHHyIo B padore [18]. PHK Boiaensuiu us nu-
CTbE€B M KOpHeil pacTeHuii 45-mTHEBHOTO BO3pacTa,
BBIPAIIICHHBIX B BOOHOM KYJIbType, KaK OIMCAHO B
paznene “PacTuTenbHbINA MaTepuall U BbIpallliBaHUE
pacteHuit”. O6pa3ubl (400 Mr) orbupanu U3 Tpex
“cpemHux” cMmeceil, Kaxnas U3 KOTOPBIX COCTOSIIa M3
MEJIKO MOope3aHHbIX JUCTbeB WM KopHeil 20 uHau-
BUIyaJbHBIX pacTeHuii. [locie BeigeaeHus Il O0-
MOJHUTEIBHOM O9NCTKU OT IpuMeceii ¢peHoma PHK

rnepeocaxnain TpeMsi oObeMaMH 3TaHOoJa, IpeaBa-
putenbHO BHOcs1 B pactBop PHK 1/10 o6bema 3M
auerata Hatpust (pH 5.9). s npoBepKu LIEIOCTHOCTH
npenaparbl PHK anamismnpoBamm MeTomom 3/meKTpo-
dopesa B 1% HeaeHATYpUPYIOILIEM arapoO3HOM rejie, Co-
JepxalilneM OpOMUCTBIN 3tuauii. IIpuMecn TeHOMHOM
JHK B BeImenenHbIx npenapartax PHK ymamsgmm mpu
nomomm JHKazer I (Thermo Fisher Scientific,
CIIIA) B COOTBETCTBUM C MHCTPYKIMEI N3TOTOBUTE-
1. Cunares nepsBoii nenn KAHK ocyiiectsisim ¢ nc-
nonbp3oBaHueM Habopa MMLV RTkit (EBporeH,
Poccust) B COOTBETCTBUM ¢ peKOMEHIALE TpOn3-
BOOUTES.

Onpenenenue crapra tpanckpummuu MPHK rena
ARA7. 1nsa amiumdukauum 5'-¢pparmenta MPHK re-
Ha ARA7ncnonp3oBam Metox Step-Out RACE ¢ Ha-
oopowm nipaiiMepoB Mint RACE primer set (EBporeH,
Poccust) n ren-cnenmduyHbiM npaiimepom Ara7F.
IMonyuyennsre 1L P-mponykTel KitoHupoBaan B T-A
BekTOp pAL2-T (EBporeH, Poccusi) u cekBeHUpoBa-
Jiu B komnaHuu EBporeH.

Komuecrsennasa IIIIP B peasbHoM BpemMeHM Ha
marpune KJIHK (kOT-IIIIP). kOT-I1LP ucrnonb3o-
BaJIM JIUISI aHa/IM3a 9Kcrpeccun TeHOoB ARA7 v TRAM
B MYTaHTHBIX pacteHusx u pacteHusx A T. ITpaitme-
pBI MOAOMpaJIM C UICOJb30BaHUEM porpamMmbl Light
Cycler Probe Design 2.0 (Roche, CIIIA) npenourn-
TenbHO B 1/3 komupyromeit yactu MPHK, nipusteraro-
meil K 3'-HerpaHciaupyemoii oonactu (3'-HTP). Ilo-
CJIeIOBaTEIbHOCTY T€HOB OBUIM B3SITHI M3 0a3bl JAaHHBIX
(http://www.arabidopsis.org). Pasmep ammiinkoHa
MpY HMCIIOJIb30BaHUM BbIOpaHHOI mapbl (Ara7l1F u
Ara71R) nist rena ARA7 coctaBnsun 105 11.0., a o151 re-
Ha TRAM (nipu UCITONB30BAaHUM Maphl IpaliMepoOB —
TR1uTRAM_R)— 144 n.0. B xauecTBe pedepeHCHO-
ro reHa ucrnomnb3oBasm ACT2 (NM_001338358.1),
MOCJIeIOBATEAbHOCTHU IIPaiiMEPOB K KOTOPOMY OBbLIN
onyb6nukoBaHbl paHee [19]. [Iporpamma st aMIui-
¢ukanmm ObIa CO30aHa B COOTBETCTBUM C PEKOMEH-
nanysiMu ripousBoautens nmpuoopa AHK-32 (Cunron,
Poccust) n uncTtpykuuu K Habopy ToroBass Cmech
st TTHP qPCRmix-HS SYBRmix (EBporen, Poc-
CHsl); TOT kK€ HaO0Op MCIOIb30BAIM IJIsk IIPUTOTOBIIE-
HUSI peakKlIMOHHOro KokTeiis. B obpaselr BHOCUIIM
30 Hr MmaTpuLbl (Mcxons u3 Konudectsa PHK, B3gToit
mrst cuaTe3a KJIHK). OTHocuTelnbHBIN YypOBEeHb
MpeacTaBjieHHOCTU TpaHcKpuliTa (R) onpenensiiu ¢
IMOMOIIBIO ITporpaMmel Microsoft Excel mo ¢popmyiie:

R = Cy(ARAT)/Cy(ACT2) = 2N AMDTRUCTD (1

rie C, — HavaJbHasl KOHIIEHTPAIUsI TPAaHCKPUIITA,
N, — TOPOTOBBII UK.

Conepxanue Na* u K* B opranax. BricylieHHbIE Ty
90°C opraHbl 45-THEBHBIX pacTeHU U3Meabuand. Mo-
HBI U3BJIEKa/IM BOIHOM 3KcTpakuueil mpu 100°C, skc-
tpakt ¢uiasTpoBany. Konnenrtpamuio Nat n K* B
dumbTpaTax OMpeaesisuii C IOMOINBI ITJIAMEHHOTO
doromerpa PITA-2-01 (OAO 30M3, Poccus).
®U3MOJIOTUS PACTEHUM Ne 1
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DJIeKTPOHHAS MUKPOCKONMA. YJIETPAaCTPYKTYpPYy Kile-
TOK M3y4yaJu C MOMOIIBIO TPAaHCMUCCHUOHHOM 3JIeK-
TPOHHOI MUKpocKornuu. OOpa3ibl IIOATOTABIMBAIN B
COOTBETCTBUU CO CTAaHOAPTHOI METOIMKOM, KaK OITH-
caHo paHee [20]. Cpe3bl Ha ceTKax KOHTPAaCTUPOBAJIN
ypaHWJIALleTaTOM M LIMTPATOM CBMHIIA M IIPOCMATPUBa-
M B 31eKTpoHHOM MuKpockorie LIBRA 120 (I'epma-
Hust). [nolany opraHes Ha cpe3ax U3MepsUI C IO~
Mo1blo Tiporpammbl ZEN-2012 Microsoft, ucrnosb-
3ysI MTHCTPYMEHT “KOHTYp”.

Cratucrnyeckmii anamms. CTaTUCTUYECKYIO o0pa-
GOTKY IPOBOAWIIM C MOMOIIBIO OTHO(GAKTOPHOTO
JIVCTICPCUOHHOTO aHaIn3a, UCIToab3ysd Microsoft Ex-
cel 2007. JlaHHBIe TIpecTaBIeHbI KaK CpeaHUe 3HadYe-
HUS U UX CTAaHIapTHHIE OIINOKM. JI0CTOBEpPHOCTH pa3-
MY MeXKIy MyTaHTamMu 1 pactenusmu T onienmBa-
JIM TIpU pa3HbIX 3HaYeHUSIX BeposiTHocTH: P < 0.05 (%),
P<0.01 (%), P<0.001 (*¥**).

Ilponykuusa anturen nporuB AtARA7. Kpoinubu
MOJIUKJIOHAJIbHbIE aHTUTENa K 6enKy AtARA7 Obutn
noiaydyeHsl Kommanueit PhytoAblnc (PanByn Cutn,
Kamudopuusa, CIIHA). CuHTeTHUYECKUI TENTUL
Leul85-Val194 (LPDRAMDRAYV) u3 AtARA7, ume-
IOIIMHA  YHUKaJIbHYIO TIOCJIeIOBAaTeIbHOCTb Cpeau
BCeX JPYrux ITocliefoBaTe/bHOCTEN OEKOB ceMeii-
ctBa Rab5 pe3yxoBuaku Taisi, ObLT UCITOJIb30BaH OIS
WUMMYHU3ALUU ABYX KPOJUKOB. TUTPp MOJTYYEHHBIX
WMMYHHBIX ChIBOPOTOK ObLIT OIpEAesieH HaMu C MC-
MOJIb30BAaHUEM B KAUeCTBE MOJIOXKUTETBHOTO KOHTPOJIS
aKcIpeccupoBaHHOIO B E. coli monHopa3MepHoro oe-
Ka AtARA7, KOTOpBIi TaKKe COOEPKAIl TOTTOTHUTEIb-
Hyto C-KOHIIEBYIO MOCJIeA0BaTeIbHOCTE 6 X His. aH-
HbI XMMEPHBII OeJIOK ObLT MOJyYeH MyTeM aMILTU(hU-
KaIlyu OTKpbIToi pamku cunutbiBaHus (OPC) AtARA7 ¢
nomoibio mnapel npaiimMepoB, ARA7NCOIp28aF u
ARA7NCOIp28aR, na marpuue x/IHK A. thaliana,
KJIOHUPOBAHUS TOJyYEHHOIO TMPOAYyKTa aMIUIUpu-
kauuu B BekTop pET-28a(+) (Novagen, CIIIA) no
caiitam BamHI u Ncol u nmocienyouieit akcnopec-
cum pekoMomnHaHTHOTO atARA7-6 X His B mitamme
E. coli BL-21 (pLysS) (Novagen, CIILIA). Haauuue
aHTU-AtARA7 aHTHUTE]I B CHIBOPOTKaX OBLIO OIIpe-
JIeJIEHO IMyTeM CpaBHEHUS MOJIEKYJISIPHBIX Macc Oe-
Ka B Iu3ate mraMmMma-tipoayieHta BL-21 (pLysS)-at-
ARA7-6 X His, pearupyroniero kak ¢ aHtu-6 X His
aHTUTEJaMM, TaK U C UMMYHHBIMU CbIBOPOTKaMH,
MmeTonoM BectepH-010T aHanuza. [locne aToro aH-
Tu-AtARA7 aHTUTENa U3 CBIBOPOTKM C OOJILIIMMU
TUTPOM 1 aBUIHOCTHIO ObLIN ap(PUHHO OYUIIIEHEI Ha
dupme Phyto Ab. Tlocie onpeneneHusi HAMU TUTpa
a((OUHHO OUMILIEHHbBIX AaHTUTEN, OHU ObLJIU UCTIOJb-
30BaHBI 1J1sT BecTepH-0J10T aHA/IM3a MperapaToB Oe-
KOB A. thaliana Ha npucyTtcTBre AtARA7.

NmmynoomoTTHHT. PacTrTeTbHBIE KIIETOYHBIE JT3a-
Tl TOTOBWJIM C UCIOJIb30BaHMeM Oydepa E (125 MM
Tpuc-HCI, pH 8.8; 1% (w/v) SDS; 10% (v/v) muiie-
puHa; 50 MM Na,S,0;). [Tocie 3aBeplieHUsT 371€K-
tpodopesa B 13% SDS-PAGE 6enku mepeHOCHIN Ha
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HUTPOLEIUTIONIO3HYI0 MEMOpaHy C IUaMeTPOM TOp
0.45 mxMm (Schleicher and Schuell, I'epmaHust) ¢ no-
MOIILIBIO MPUOOpPA 7151 TTOJIyCyXoro nepeHoca Semy-Dry
B COOTBETCTBUM C UHCTPYKIIMEN U3roToBUTENS (Xeau-
KoH, Poccust) 1 3aTeM oKpallliBajiy C IOMOIIbIO Kpa-
cutenst Ponceau S. JIns nerekuum atARA7 kponmubu
MOJIMKJIOHAJIbHBIE ap(PUHHO OUMILIEHHBIE aHTUTEA
(1 mMr/mit) X 6enKy atARA7 UCITONIB30BAJIN B pa3Bee-
Huu 1 : 1000 B pactBope TBS-Tw-BSA (1 x TBS,
0.2% Tween 20, 1% Bbberunii CBIBOpOTOUHEBIN ABOY-
MuH (BSA), 0.01% NaN5), a BropuyHbIe aHTUTeNA (aH-
TU-KPOJUYbUA KO3bU Ab, KOHBIOraT C IEpOKCHUIA30M
xpeHa (HRP) (Imtek, Poccust)) B pazBenennu 1 : 2500 B
pactBope TBS-Tween 20-DM (1 X TBS, 0.2% Tween
20, 5% Carnation non-fat dry milk (Nestle, CIIIA)).
IMocne nocinenoBaTenbHO 0OpPaOOTKU MEPBUYHBIMU,
a3areM BTOPUUYHBIMU aHTUTEJIAMU, MEMOpPaHY OTMbI-
BaJd U MPOBOIUIN AECTEKIMIO C MCMHOJb30BaHUEM
ECL (GEHeathcare, CIIIA). /1 Bu3yanm3alum pe-
3yJIbTATOB UMMYHOOJIOTTUHTA UCTIOJIb30BaId CUCTE-
My reiab-gokymeHTauuu Chemi Doc XRS + System
(BioRad, CIIIA). KonmyecTBeHHBIN aHAIA3 COepKa-
Hus Oenka ARA7 ocCyIIecTBISIIIM C MCIIONIB30BaAHUEM
nporpamMbl Imagel (http://rsb.info.nih.gov/ij/). Hus
JMIaHHOTO aHajv3a Ha OJIoTe IS KaXIoil JOPOXKU
BBIOMpaAJI 00J1aCTh, COIEPKAIIYI0 00¢ OJIM3KHUE T10-
Jockl ARA7 ¥ IpOCTPaHCTBO MEXITY HUMMU.

PE3VYJIBTATDI

XapakTepucTHKa HMHCEPUIMOHHOTO MYTaHTA ara/
(OEARA?7). CornacHo naHHbIM caiita TAIR (www.ara-
bidopsis.org) eBas rpanuia BctaBku T-JIHK B mocie-
JoBaTesIbHOCTH TeHa ARA7 B MHCEpIIMOHHOM MYTaHTE
(SALK 090266C) (http://signal.salk.edu/index.html)
pacrionaraercs B 5'-HTO niepBoro sx3o0Ha. st ompe-
JIeJIeHUST TOYHO JIoOKaJu3aluy BCTaBKU B IIPOMOTO-
pe MBI aMIUIM(ULUPOBAJIM U CEKBEHUPOBaJIK dpar-
meHT JHK M3 reHomMa roMO3UIOTHBIX MyTaHTHBIX
pacTeHMii ¢ MCIOJb30BAaHMWEM Mapbl NpaiiMepoB —
LBal u Ara7F (puc. 1a). Oka3anoch, 4To jeBas Ipa-
HUIIa BCTaBKU MpUjeraeT K YeTBEPTOMY HYKJICOTUILY
BHU3 OT CTapTa TPAaHCKPUIILIMU, KOTOPBI ObLI Orpe-
neneH mis anenst reHa ARA7 AT, lajee HUXKe BCTaB-
KM HaXOOUTCSI Y4aCTOK, COOTBETCTBYIOIINIA HYKJICO-
tigaM +4...+15 ot crapra TpaHckpumiuu. Cpa3sy 3a
HykjeoTuaoM +15 cnemyer Hykineorun +30, najbHei-
I1asi CeKBEHMPOBaHHAsI IIOCIEA0BATEILHOCTD ITOJIHO-
CTBIO MICHTWYHA MpHBEISHHOI B 0a3e maHHbIX TAIR
st AT. Takum obpaszom, 5'-HTO myTaHTHOTO ajie-
7151 reHa ARA7 comepkuT neiaenuio u3 14 HyKIeoTu-
noB (puc. 106).

MBI TTpeanonoXn, 9To Hamune BctaBku T-JIHK
B ipomoTope ARA7 MOXeT UBMEHUTh MECTO cTapTa
TPAHCKPUIILIMU JaHHOTo reHa. [liasi ompeneneHust
TOYHOT'O MECTOIIOJIOXKEHUSI cTapTa TPAHCKPUIILIUY B
WHCEPLIMOHHOM MYTaHTe aMIUIM(pULIUPOBAHHBIE
5'-pparmentel PHK xinonupoBanu B T-A BekTOp 1
cekBeHupoBann. Oka3anochk, yTo MmyraHTHass MPHK
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(@)

LBal

RBal MI3F LBbl
At4g19645.1 Ara7
1000° 20007 30007
DB B R R R TR PEEPEE .-
3'UTR S'UTR 3'UTR
TR1 TRAM_R Ara7R Ara7F Ara71F Ara7lR
(6)
T-AHK

GTTAGTTCTAGAAAGAAAGCAACATTAATTGtgaggaggaggagaTTGGTTGTTGTTGA
CGACGCGTTTCCGCTCACTAATTTTTTTTAACCTTGGGGTGTCTCCGTCGTCTT
TTGATCTTCAATCTCAGTTTTGAGCTGAAGATTATCGTATCGACCTGCGATTCT

CTTCAGATCGATAATCCATG

Puc. 1. Ctpykrypa MmyranTHoro rena OEARA7 v cocenHero ¢ HuM reHa At4g19645.1 (TRAM) A. thaliana. (a) — cxema pacro-
JTIOXKEHUS DYHKIITMOHATBHBIX 37IeMeHTOB MyTaHTHOTro ayuiesist (SALK _090266C) rena ARA7 v rena At4g19645.1 (TRAM). Tpsi-
MOYTOJIbHUKaMK 0003HaueHbI 9K30HbI (TTOC/IeIHNE 9K30HbI TOKa3aHbI MPSIMOYTOJIbHUKAMM CO CTPEJIKOI ), HeTpaHCIUpyeMble
obGracTu 1 MeXTeHHBIH crieiicep. [1pepbIBUCTOI IMHKUEH 0003HAYEHBI TTOCIIEI0BATEILHOCTH MHTPOHOB. CTpejIkaMy HIXKe TT0-
Ka3aHbl MOJIOXEHMSI PaiiMepoB, NCMOJb30BaHHBIX B TAaHHOM MCCIeNOBaHUM. | — enenusi, KoTopas pacroJiaraeTcsi B 1oJjio-
KeHuu oT +16 no +29 nykneoruna B 5'-HTO; 2 — dparment JJHK HeusBecTHOM mpupoabl; 3 — Mociea0BaTeIbHOCTb, UIEH-
tnuHast Hauainy S'-HTO ARA7; 4 — nociienoBaTeIbHOCTb MEXTEHHOTO crieiicepa; (60) — CKOppeKTUpOBaHHasI TTOCIeI0BaTEb-
HOCTh ITpoMoTopa MyTtaHTHoro ajiesist (SALK_090266C) rena ARA7. T1oayXupHbIM IIPUGTOM BbIAEICHA MOCIEA0BaTEIbHOCTh
TmepBoro 3k30Ha cornmacHo maHnHbM TAIR. Crpenkoit ykazaHo mecto BctaBku T-JJHK. CtpounbiMu OykBamMu 0003HaYeHA eJie-
st (oT +16 10 +29 HyKJIeoTHIa BHU3 OT cTapTa TpaHCKpuIuun). [ocienoBaTe1bHOCTh MHULIMMPYIOILIETO KOJAOHA MOAYEPKHYTA.

HE COIEpPXXUT NEePBBIX TPEX HYKIIEOTUAOB Ha 5'-KOH-
e, Kotopbie mpucyTcTBYIOT B JT. Takke MBI 0OHa-
pyxunu B MyraHTHOIH MPHK oTcyTcTBUE HYKJIEOTH-
moB +16...+29, mokazaHHOe HaMU Ha ypOBHE TEHOM-
Hoit JHK (cM. BhITIIE).

MpbI TakKe onpeneanaiv OTHOCUTENIbHYIO MPEICTaB-
JIEHHOCTb TPaHCKpUITOB ajieseii ARA7 B TOMO3UTOT-
HbIX MYTaHTHBIX pacTeHusXx U B pacteHusx AT mero-
nom KOT-ITLIP. Oxazanock, 4TO IIpy HOPMAJIBHBIX
YCJIOBUSIX BBbIpAIllMBaHUsI, OTHOCUTEJIbHASI TIPEACTaB-
JsieHHoctb MPHK asnenu reHa ARA7 B IUCTBSIX MyTaHT-
HBIX pacTeHU ObLJIa MPUMEPHO B IBa pa3a HUXKE, YEM B
pacteHusix AT, u ata pazHuiia Oblj1a CTATUCTUYECKU
JIOCTOBepHOI1 (puc. 2a). B ocTalbHBIX Clydasix, Mbl
He HallUIM CYLIECTBEHHBIX Pa3jInuMii MEXIy pacre-
HussMu T 1 myrantamu. TakuM oOpa3oM, HaJIMUUeE
BctaBku T-JIHK B ARA7-ipoMOTOpE U UBMEHEHUS B
MEPBUYHON CTPYKTYpE CaMOro MpoMOTOpa YMEHb-
U0 3Kcnpeccuo (M/wnu cradbunbHocTh?) MPHK
MyTaHTHOTO ajieiss ARA7 B TUCThsIX pacTeHUI MpuU
HOPMAaJIbHBIX YCJIOBUSX U HE 0Ka3aJI0 CYIlleCTBEHHO-
ro BJIUSIHUSI HA YPOBEHb OTHOCUTEIBHOU MpeAcTaB-
JIECHHOCTU TPAHCKPUIITOB B JIMCTbSX MPU 3aCOJIECHUN
U B KOPHSIX MPU BCEX YCIOBUSIX BbIpalllMBaHUS IO
cpaBHeHuo ¢ A T. briia Takke ceKBeHUpOBaHa I10-
clie0BaTeIbHOCTD, MpUJieTarollasl K MpaBoii rpaHu-
e BctaBku T-IHK B myranTHOM ajiene reHa ARA7.

J1s1 3TOM 1Ien HaMu OBLI IIOJIyYeH U CEKBEHUPOBaH
¢parmenT reHomMHoii JHK wmyranToB pasmepom
1400 11.0., aMIIM(UIUPOBAHHBINA C KCIIOJIH30BAaHUEM
npaiiMepoB RBal (Haxonsimerocst B mocjiemoBaTeIbHO-
ctu npaBoro npurpanuyHoro yyactka T-JIHK) u TR1
(JIOKaJIM30BaHHOTO B TIOCJIEIOBATEIbHOCTH COCEIHETO
c ARA7rena TRAM) (puc. 1a). Okazanoch, UTO MEXITY
nocienoBateabHOCTRIO T-JIHK 1 MeXTeHHBIM crieii-
cepoM Haxogutcsl pparmeHT JIHK HemszBecTHOI mpu-
ponpbl, cocrosimii u3 111 m.o. HemocpencTtBeHHO 3a
HUM CJIeayeT II0CIeIOBaTeIbHOCTb, COCTOSIIAas M3
27 1.0., ugeHTuuHas Havainy 5'-HTO ARA7 (BKio-
yas 14 11.0., OTCYTCTBYIOIIMX Y MyTaHTa). BrIieymomsi-
HyTasl HEM3BECTHAS MOC/IeI0BATeIbHOCTh HE OTHOCUT-
cg HU K nocyienoBatenbHocTy T-JIHK, HU K mociieno-
BaTeJILHOCTU TeHoMa A. thaliana 1 He IeNOHUPOBaHA B
6aze maHHbIXx NCBI (www.ncbi.nlm.nih.gov). Takum
obpazom, usmeHeHnus: B crpykrype JHK, BozHUK-
III1€e B IIpOILeCcCe MHCEPLMOHHOTO MyTareHe3a, HeIlo-
CPEICTBEHHO HE 3aTparuBaloT MOCJIeI0BaTEIbHOCTh
reHa TRAM v ero HeTpaHCJIMPYEeMbIX 00acTeid.

OmpeneneHre OTHOCUTENILHOW MpeacTaBIEHHO-
CTH TpaHCKpUIITOB TreHa 7TRAM, rpaHMdYaliero c
ARA7, B TOMO3UTOTHBIX MYTaHTHBIX PACTCHUSIX U B
pacteHusix AT meromoMm KOT-ITLP He BeIsIBUJIO 3a-
METHBIX pas3munii Mmexny pacteHusMmu AT 1 myraH-
TaMH1 B OOHUX U TeX K€ OpraHax pacTeHUM (JaHHbIE
®U3UOJIOTUS PACTEHUN Ne 1
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Puc. 2. Dkcnpeccusi reHa AtARA7 B opraHax MyTaHTa
OFEARA7w pactennii AT A. thaliana. (a) — oTHOCUTEb-
Hast npencrasiieHHocTb MPHK rena AtARA7 B opraHax
A. thaliana, BbIpallleHHBIX TIPU PA3JIMYHBIX KOHLIEHTPAII-
six NaCl B muTaTesbHOM cpeie. DKCIIepUMEHTHI TTPOBEIe-
HbI B TPEX HE3aBUCHUMBbIX TTOBTOPHOCTSIX, KaXKIasi U3 KOTO-
PBIX BKIIIOYAJIa cMeCh opraHoB 20 MHIMBUAYATbHBIX pac-
TEHUI Ha KaXblii BapuaHT. CTaTUCTUYECKU JOCTOBEPHBIC
paznuuus Mexay mytaHToMm U 1T moka3aHbl 3Be300YKON:
(*)— P<0.05. I — AT, muct; 2 — OEARA7; nuct; 3 — T,
KopeHb; 4 — OEARA7, xopeHb. (0) — UMMYHOOJIOTTUHT U
KBaHTU(MKaLMs dKcnpeccuu Oenka atARA7 B cymmap-
HBIX KJIETOUHBIX JIN3aTax, TPUTOTOBJIEHHBIX U3 pPACTEHUMN
A. thaliana AT u myrantoB OEARA7 (Tpu napbl THIUBU-
nyanbHbIX pacteHuii I1—I11), BeIpallleHHBIX B HOpMaJlb-
HBIX yciaoBUsX. 40 MKI JIM3aTOB OBbLIM IOIBEPTHYTHI
anektpodopesy B 13% SDS-PAGE, nepeHeceHbl Ha HUT-
POLIECJUTIONO3HYI0 MeMOpaHy M IOABEprHyThl BecTepH-
OoTTUHTY ¢ aHTH-atARA7 aHTutenamu. Pe3ynbTupyio-
1Ke 300pakeHUs1 ObUIM MOIBEPTHYTHI KOJIUUECTBEHHO-
My aHaJIM3y Ha OTHOCHUTEJIbHYIO 3Kcrpecculo reHa ARA7
C MCIOJIb30BaHMEeM IporpaMmbl ImagelJ, Kak onucaHo B
Marepuanax u Meronax. AT — nukuii tun, OEARA7 —
myTtaHTHas tuHuss OEARA7, I1K — nu3at mraMma-Ipo-
nyueHta BL-21 (pLysS) — atARA7-6 X His (rmoioxu-
TeJbHBII KOHTPOJIb), aHTU-atARA7 — neTekiust ¢ aHTH-
Tenamu, Ponceau S — okpacka kpacurteinem Ponceau S
(KOHTPOJIb HaHECEHMUST), CpeIHUE 3HAUYeHUsI — CpeIHUe
3HAYEHMSI, BBIUMCIIEHHbIE W3 3HAYEHMil, MOJYyYEHHBIX
IUISI MHOIMBUAYaJIbHBIX PACTEHUIA U3 TpeX map.

He TpuBeneHbl). Kak ObUI0 1MOKa3aHOo BbIIIE, OTHO-
CUTEJIbHBINA YPOBEHb TPAHCKPUIITOB MyTAHTHOTO aJI-
nenst reHa ARA7 B TUCTBSIX OBLII HECKOJIBKO CHIDKEH.
I1pu aTom 5'-HTO manHoro ayiens Oblia M3MeHEHa
B pe3yibTaTte MyTareHe3a. M3 3Toro MoxHo IIpenrio-
JIOXUTD, YTO MPOSIBJIEHNE MYTaHTHOTO (heHOTHUIIA Te-
Ha ARA7, BOBMOXHO, SIBJISIETCS CJICICTBUEM U3MEHE-
HUii 1 B 3ddekTuBHOCTU TpaHcasiuu MPHK my-
TaHTHOTO ajuiesi reHa ARA7.

JJ1st IpoBEpKM JAHHOTO IIPEAIIOJIOKEHUS, MBI MC-
noab3oBaiv BectepH-0J10T aHAIM3 CyMMapHBIX Oell-
KOB A. thaliana ¢ TOJUKJIOHAJIBHBIMU aHTUTEIAMH K
CUHTETUYECKOMY TIETITHUIY, YHUKAJIbHOMY 171t atARA7
cpenu Tpex 6enkoB cemeirictBa Rab5 A. thaliana. lan-
HbII OIXO TTO3BOJIWII UASHTU(PUIIMPOBATh UMMYHO-
pEaKTUBHBIN O€JIOK, MMEIOIINIT MOJICKY/ISIPHYIO Mac-
Cy, TPUOIM3UTEIILHO OTBEYAIOIIYI0 MOJCKYJISIPHOM
Macce, ripenckazanHoi mist atARA7 (22 x[1a) (puc. 20).
Ilpn Oonee BHUMATEIIPHOM aHaIM3€ M300paKeHUS
0Kazajoch, YTO UMMYHOPEAKTUBHbII OEJI0K MpeacTaB-
JIEH, TI0 KpaitHeil Mepe, IBYMsI TToJIoCaMU C OJTU3KUMU
MOJIEKYJISIPHBIMA MaccaMM, 4TO, BEPOSITHO, OTPaKaeT
Hajnmyue B KJIeTKe nByX (opMm atARA7 — memGpaHO-
CBsI3aHHOIT 1 pacTBopuMoii [4, 5]. Hamu Takke ObBLI1O
MMOKa3aHo, 9To comepkaHue oemka atARA7 B MyTaHT-
HBIX paCTEHUSIX 00JIee YeM B IBa pa3a MPEBIIIAJIO €TI0
coJiep>XkaHUE B paCTEeHUSX AUKOTO TUna (puc. 20), He-
CMOTPSI Ha TIOHM>KEHHYIO OTHOCUTEIBbHYIO IMTPEACTaB-
neHHocTb ARA7 MPHK B naHHBIX pacTeHUsIx. Konu-
YeCTBEHHBIII aHalIu3 pe3ynbTraToB BecTepH-0J10T-
THUHTa IOKa3ajl, YTO YPOBEHb BKCIIpeCCHU OeaKa
ARA7 B IMCTBSIX MYTAHTHBIX PACTEHUH B CpeoHEM
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MOpeBhIIIa TAaKOBOI B pacTeHusx T 6oJiee yeM B 1Ba
paza (puc. 20). Takum 006pa3oM, NCTIOJIB3YEMbIi1 B TaH-
HOI1 paboTe MHCEePLIMOHHBIN MyTaHT pacTeHuit A. thali-
ana no reny AtARA7 siBisieTcsl MyTaHTHOM JIMHUEH C Mo-
BBIIIICHHOI 3KcIpeccueil (T. e. “CBepX3KCITPECCUPYIO-
meit” nuHueit), HazBaHHOU Hamu OFARA7. Cnenyet
3aMETUThb, YTO TEPMUH “CBEpX3KCIIpeccus” Toapasy-
MEBaeT MOBBILIEHHYIO 3KCIIPECCUIO HCCIIEIyeMOTO
OeJika CBepxX HOPMBI, 0€3 KaKOoro-aubo 3HaHUS €ro
HOPMaJIbHBIX YPOBHEI 3KCIPECCUN U XapaKTepa 3Toi
skcnpeccun [20]. OpgHako, B HaIIeM cirydae, HaOJro-
Jlajach JOBOJBHO CKPOMHAsI CBEpXKCIpeccus (Mpu-
MEepHO B 2.5 pa3a), Mo3TOMY MbI MPEANOoYId UCTOJb-
30BaTh BEIpaxKCHNE “TIOBBIIIIEHHASI 9KCIIpeccust” BMe-
CTO “CBEpX3KCIIpeccus”.

IIpoBepka Hammums gonoHUTENbHBIX BeTaBok T-JTHK
B reHome ara’7 (OEARA7) mytantos. [1o naHHbIM cali-
Ta (Www.arabidopsis.org) He MCK/IIOYaeTCsI HaJaIudue
nmoroaHnTeIbHBIX BcTtaBoK T-JIHK B reHoMe myTaH-
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ToB OEARA7. 1ns onpenencHUs HAIUYMUS U MECTO-
TMOJIOKEHUST B TeHOME BO3MOXKHBIX JOTOJHUTEIbHBIX
T-AHK-BcTaBOK MCMOMB30BaI METOI UHBEPTUPO-
panHoi I1LP. I[Tpn ammumdnkanmm ¢ ncnoin3oBa-
HYEM B KadyecTBe MaTpulibl nepeBapeHHoit BamHI u
3areM JurnpoBaHHoil reHoMHoI JITHK obHapyxuBa-
Csl IPOOYKT, COOTBETCTBYIOIINIA TONMBKO TeHy ARA7 B
clyyae MaTpUIIbl, TTOJyYeHHOM M3 MyTaHTHBIX pacTe-
Huil. B ciydae JIT maHHBII NPOMYyKT HE HAOTIOMATICS
(maHHBIe He ITpuBencHbI ). He Habmomamich Takske crie-
mpruIecKre MPOAYKThI aMITIN(PUKALIMN IPYTUX pa3-
MEPOB, U4TO ITO3BOJIAJIO HaM CHIEJIaTh BBIBOM, YTO, CKO-
pee Bcero, myranTel OEARA7 He comepxXaT JOITOJIHM-
tesibHbIX T-JIHK BCTaBoK B Apyrux yyactkax reHoma.

Macca opranos myranta OEARA7 u AT A. thaliana
B HopMe M B yciaoBuax 3acoienus IIP. CpaBHeHue
macc kopHeit AT u OEARA7 noka3bIBaeT, YTO MyTa-
LM TIPaKTUYECKN He ITOBJIMSLIA Ha POCT KOpHEil B
OTCYTCTBUE 3acojieHusl. HarpoTus, MyTamust 3aMeT-
HO CTUMYJIMpPOBAJIa POCT JIUCThEB MPU OTCYTCTBUU
conu B I1P (Ha 39%), Ho He oKa3ajia BAUSHKS Ha POCT
LIBETOUHBIX CTPEIOK.

XJIOpUCTHIN HAaTpuii, BHeCeHHbIN B [1P B KoHIIeH-
Tpauuu 50 MM He oKa3ajl BIUSHHS Ha pOCT KOpHEi
pacteHuit T, 100 MM NaCl He3HauUUTEJIBHO TTOJa-
BUJI UX POCT. ¥ MYTaHTHBIX paCTeHUI peakiivsi Kop-
Hell Ha 3aconeHue Obl1a nHoii. NaCl B KOHIIeHTpa-
usix 50 u 100 MM ctumynupoBai ux poct Ha 117 u
78% cootBeTcTBeHHO. CpaBHEeHMEe Macc KopHeid 1T
n OEARA710Ka3bIBaET, UTO MyTallMsI OKa3ajia CHUTbHOE
CTUMYJIMpYIOLLIee IeMCTBUE Ha UX POCT B YCIOBUSIX 3a-
coneHmst (Ha 86 1 78% 1ipu KoH1ieHTparsax NaCl B I1P
50 u 100 MM cootBeTcTBeHHO). Ha pocT Ham3eMHBIX
OpraHoB (JIMCTbEB 1 1IBeTOYHBIX cTpeaoK) NaCl okazai
CWJIbHOE yTHeTamllee aelicTBue, Kak y pacteHuii T,
tak 1 y MytanTa. 100 MM NaCl mogaBui poct Hag3eM-
HBIX opraHoB cuibHee, yeM 50 MM NaCl (puc. 3a—B).
Tem He MeHee, MyTallUsl, Kak U B cllydae KOHTPOJIS,
3aMETHO CTUMYJIMPOBaJIa POCT JIUCThEB MpPU 3acoJie-
Huu (44 u 37% tipu 50 mu 100 MM NaCl cooTBETCTBEH-
HO). He ObUIO 0OHApYyXEHO YCIOBHIA, IIPU KOTOPBIX
myTtauuss OEARA7 npuBena Obl K CHUKEHHUIO MacChl
KOpHE 1 HaJA3eMHbBIX OpTaHOB (puc. 3a—B).

Boanblii craryc opraHoB myranta OFEARA7 n AT
A. thaliana B HopMe U B yciaoBusx 3aconenunsa ITP. Ha
puc. 3r—e mnpencraBieHo aeiictBue myrauuu OFEARA7
Ha BOIHBIN cTaTyc OpraHoB A. thaliana ipu pa3HbIX
koHleHTpauusx NaCl B I1P. Myrauusa npusena K
CHMKEHMIO OBOJHEHHOCTUM KOpHei Ha 27%, Koriga
coJib orcyTcTBOBasa B I1P. He ObU10 HalimeHo pasnu-
Yuii B OBOMHEHHOCTU HAA3EMHBIX OPraHOB (JIUCThEB
U IBETOYHBIX CTpenok) Mexmy OFEARA7 v AT tipu
orcytctBuM NaCl. NaCl, moHMxXaroIunii BOOHbIH I10-
teHan [P, mpakTuyeckn He okKasaja BJIMSHUS Ha
OBOJIHEHHOCTbH (COoAepKaHWE BOMIbI B pacueTe Ha e~
HULly cyxoif Macchl) kopHeit JIT u mpuBen K 3aMeT-
HOMY MOBBIIIIEHWIO OBOTHEHHOCTH KOpPHEI MyTaHTa
(1a 28 1 25% 1ipu 50 1 100 MM NaCl coOTBETCTBEHHO).

Ion neiictBuemM NaCl HaOMIODATIOCH OTHOCUTEIBHO
HeOOJIBIIIOE CHIDKEHUE OBOIHEHHOCTH HAaA3EMHBIX Op-
raHoB, Kak y OEARA7, tax u y AT. HanbGoiee 3ameT-
HBIN 3P deKT conm Hadmogaacsa Ha IBETOYHBIX CTPEII-
kax JIT (cHukeHue oBogHeHHOCTH Ha 19 1 24% 1ipu 50
u 100 MM NaCl cooTBeTCTBeHHO). MBI He yBUIEIU
pasuuuii B OBOOHEHHOCTU HAA3EMHBIX OpPraHOB
Mexny MyTanToM U 1T B mMpUCYTCTBUU COJIN B CpeEie.
B ycnosusix 3aconenust (50 u 100 MM NaCl) oBon-
HEHHOCTh KOpHE MyTaHTa ObIJTa Takoi ke, Kak y A T.

Conepxanne nwonos K* u Na* B opranax myranra
OEARA7 v AT A. thaliana. B orcyTcTBUE 3acoIeHUS
comepxanre K B IMCTBIX M LIBETOYHBIX CTpEIKaX
mytaHTa OEARA7 v AT obu1o onuHakoBbIM. Conep-
xaHue K B kopHsax y OEARA7 B OTCyTCTBUE COJIH
6611 BhILIE, yeM y JIT (CTaTMCTUYECKH JOCTOBEPHOE
paszmmune 19%). Hanuaue NaCl B [1P B nenom nipu-
BEJIO K CHUZKEHMIO conepkaHug K B KOpHAX 1 Ha-
3eMHbBIX opraHax, Kak y pacteHuit AT, Tak u y Mmy-
taHTa (puc. 4a—sB). CpenHue 3HaYeHUSI COAePKaHUS
K* B KopHsIx y OEARA7 66 Boine, 9yeM y AT ripu
o6eunx koHueHTpauusx NaCl B ITP (50 u 100 MM). B
mctbax OEARA7 6onee BeicOKOe comepxkanue K mo
cpaBHeHuto ¢ AT oputo odbHapyxkeHo mpu 100 MM
NaCl (ua 27%). IIpu 50 MM NaCl conepxanue K™ B
JIUCTBSIX OOOUX TUITOB paCTeHUI ObLIO OTMHAKOBBIM.
B 11BETOUHBIX CTpeIKax MyTallus IIpUBeJia K yBeJInde-
Huto comepxanusa K wa 17 u 56% tipu 50 u 100 MM
NaCl coorBercTBeHHO. He ObLI10 HalimeHO YCIIOBUIA,
Mpu KOoTophIX comepxanue K'Y B KopHAX 1 HanseM-
HbIX opraHax OEARA7 6b110 061 HIKe, yem y I T.

MyTanmst He IIpuBelia K U3MEHEHUIO COMePsKaHUST
Na* Bo Bcex opraHax pacTeHMIl IPU HOPMAJIBHBIX
ycaoBusix (puc. 4r—e). Cogepxanue Nat B KOpHSX,
JINCTBAX M [IBETOYHBIX CTpEIKaX pacTeHUM, KaK My-
tanta OEARA7, Tak n pactenuii T MHOrokpatHo
BO3pacTajio MO Mepe YBEJMYEHUS KOHIEHTpaluu
NaCl B ITP. Myranusi OEARA7 B 11ieioM TIpuBeja K
CHIDKEHHIO cofepxXaHuss Na® B opraHax pacTeHWHit,
BBIDAIIICHHBIX B VYCIOBHUSIX 3acoleHus. B KopHSIX
OEARA71ipu 100 MM NaCl B ITP comepxanue Na* 6bI-
J0 Huke, yeM y AT Ha 42%, onHako nipu 50 MM NaCl
CTAaTHCTHYECKH TOCTOBEPHOTO CHIDKCHUST CONCPsKAHMST
Na™ B KOpHSIX Y MyTaHTa He Mpou301uio. CHILKEHNE
conepxanus Na* B muctesix y OEARA7 110 cpaBHEHUIO
¢ AT cocraBmiio 43% tipu 50 MM NaCl, npu 3TOM He
OBIT0 OOHAPYKEHO CTATUCTIIECKH TOCTOBEPHOTO CHH-
xeHua conepxkanusa Na* B mcteax npu 100 MM NaCl.
MyTtanums TnpuBesia K CHUIBHOMY CHIDKEHUIO COIep-
xkaHug Nat B IBETOUHBIX cTpesiKax (Ha 76 u 46% nipu
50 u 100 MM NaCl cootBeTcTBeHHO). HM 11pu Kakux
YCIIOBUSIX TAHHOTO 3KCIIEpHMEHTa MyTallusI He BBI-
3Bajia yBeIMYeHUsI comepxaHust Na* B KOpHSX, JIU-
CTBSIX W IIBETOYHBIX CTpeiiKax A. thaliana. B 1ienom
MOXKHO 3aKJIIOUMTh, UTO MyTalust OEARA7 ipuBena K
CHIDKEHUIO comepxaHust Na* ¥ yBeJIMUEHUIO COep-
xanusa K* B opranax A. thaliana.
®U3UOJIOTU PACTEHUN Ne 1
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Puc. 3. Cpipas Macca (a—B) ¥ OBOTHEHHOCTb (r—e) opraHoB mytaHTa OFARA7 v pactennii AT A. thaliana npu pa3HbIX KOH-
nenrpauusix NaCl B I1P. 7 — AT, 2— OEARA7, (a), (r) — KopeHb; (0), (1) — mucT; (B), (¢) — [iBeTOoYHasI cTpeiika. [IpencraBieHbl
CpeaHUe 3HAYEHUS M MX CTAHIAPTHBIE OIIMOKN. DKCIIEPUMEHTHI IIPOBEICHBI B YETHIPEX HE3aBUCHUMBIX TOBTOPHOCTSIX, KaXKIast
13 KOTOPBIX BKJIIOYAJIA 10 YeThIpE pacTeHUsI Ha KaXIblii BapuaHT. CTaTUCTUYECKU TOCTOBEPHBIE PA3INYMs MEXIY MyTaHTOM
u AT rpu pa3HBIX 3HAYEHUSIX TOCTOBEPHOCTU MOKa3aHbl 3Be3noukamu: (¥) — P<0.05, (**) — P<0.01, (***) — P<0.001.
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Puc. 4. CoaepxaHue Kt (a—B) 1 Nat (r—e) B opranax mytanta OEARA7 v pactenuii 1T A. thaliana npu pa3HbIX KOHLIEHTpa-
musgx NaCl B I1P 1 — T, 2— OEARA7; (a), (r) — kopeHb; (0), (1) — iucT; (B), (€) — uBeTouHas crpesnika. [IpencrasieHsl cpen-
HUe 3HAYeHUS U UX CTAaHIAPTHbIE OLIMOKU. DKCIIEPUMEHTBI ITPOBEIEHbI B YEThIPEX HE3aBUCUMBbIX ITOBTOPHOCTSIX, Kax/asi u3
KOTOPBIX BKJIIOYAJIa MO YEThIPe PACTeHUs Ha KaxXIblii BapuaHT. CTaTUCTUYECKU TOCTOBEPHBIE Pa3Inyus MEXIy MyTAaHTOM U
JT npu pa3HbIX 3HAYCHUSX JOCTOBEPHOCTH TTOKa3aHkI 3Be3noukamu: (¥) — P<0.05, (**) — P<0.01, (***) — P<0.001.
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Taomuna 1. KonuuectBo u pazMepsl MybTUBE3UKYISIpHBIX Tes1 (MBT) Ha cpe3ax kiieTok kopHeit mpopocTkoB AT u my-

tanTa OEARA7 A. thaliana

KomnnuectBo CpenHss TUIoaIb % mrontany Bcex MBT
BapuanThl 5 )
MBT/100 mxMm MBT, mxm K IUTOIIAIM BCEX CPE30B
AT 2.01 £0.1° 0.36 = 0.08° 0.72
IT + NaCl 3.94 £0.18¢ 0.12 £0.032 0.48
ara7 1.39 £ 0.022 0.19 £ 0.04% 0.20
ara7+ NaCl 4.49 +0.39 0.25 £ 0.06° L1

ITpumeuanue. PacteHus BoIpallieHbI Ha cpenax ¢ gobasneHueM win 6e3 nodasienus 100 MM NaCl. YuuteiBamun MBT momanbio ot

0.02 10 2.37 MKM? (0.07—0.65 mxm B quaMerpe). CTaTUCTUYECKUIT aHAJIU3 BBITTOJHEH ¢ TToMoIibio Microsoft Excel 2007 (11o 100 kiteTok

Ha KaXIIblii BADUAHT).

Taomuna 2. KonmmyectBo KoMmrieKcoB [obaku, ayTodarocoM 1 ayroarnyeckux Tejl Ha cpe3ax KJIeTOK KOpHeu mpo-
poctkoB AT u myranta OEARA7 A. thaliana

KonnyecTtBo KonanuectBo KonnuectBo
BapuanThr 5 5 5

KTI'/100 Mxm AD/100 MKkM AT/100 Mkm

aT 2.56 £ 0.13° 0.91 £0.052 1.00 £ 0.09?
T + NaCl 2.88 £ 0.16° 1.41 £0.09° 1.31 £0.11°
ara7 1.76 £ 0.12 0.89 £ 0.032 1.27 £ 0.13°
ara7+ NaCl 1.69 £ 0.082 1.71 £0.1¢ 2.98 +£0.19¢

ITpumeuanue. PacTeHus BoIpaliieHbl Ha cpefax ¢ jobasiaeHueM miu 6e3 nodasneHust 100 MM NaCl. CtaTucTudecKuii aHau3 BbIIOJ-
HEH ¢ IToMolibio mporpammbl Microsoft Excel 2007 (1rmo 100 KJ1eTOK Ha KaKAblii BApUAHT).

VabTpacTpykTypa KieToK KopHeii myranta OEARA7
u AT A. thaliana, BbipameHHbIX HA 32COJIEHHOM TUTA-
TEeJIbHOM pacTBOpe. DJIEKTPOHHO-MUKPOCKOITUYECKOE
KCClieOBaHUE KIIETOK SMUAEPMbI U KOPbI KOpHEi My-
tanta OEARA7v AT A. thaliana npoBonyiu Ha 4-THEB-
HBIX IIPOPOCTKax, BeIpallleHHbIX Ha I1P, KkoTopshlit co-
nepxkan i He conepzkait NaCl. YabprpacTpyKTypa Kiie-
ToK KopHs1 pacteHuit [T, BeipameHabix Ha 1P 0e3
NaCl, Obl1a TUMTMYHOM TSI pacTeHUid, pacTylluX Ha
npecHoM cyoctpate (puc. Sa—e). LluToruiasma comep-
>KaJla pa3TMYHbIe OpTraHesIbl U BKITIOYEHUsI. DHIO0IIa3-
MaTu4ecKuii peTukyiayM (BP) 6611 Xoporiiio pa3But. [1o-
MUMO OOJIBIION IIEHTPATbHON BaKyOJIM BCTPEYAIMCH
MukpoBakyoiu (MB), koTtopble MHOIAa CIUBAIUCH
JIPYT C APYTOM WJIH C LIEHTPaJIbHOI BaKyoJIblo (puc. 5a).
HexoTopble M3 MUKpPOBAKYyoOJIell COmEpXKaIu MeM-
OpaHHBII MaTepuayl, KOTOPBI MOABEPrajcs JU3UCY.
IIpu 3TOM OOHApYXMBATUCh MYJbTUBE3UKYJISIPHBIE
tena (MBT/I1D) (puc. 5a, e). MHorna HabIonaioch
clvsiHue HapyxXHoit MemOpaHbsl MBT ¢ IIM u BeIxon
BHYTpeHHUX Be3ukyal MBT B mepumiazmatuyeckoe
npoctpaHctBo (ITIT), T. e. mpoucxoauiio oopazoBaHUe
9K30coM (DK3) (puc. 51). MoxXHO ObLIO TaKKe HaOJTI0-
natb cimstiue MBT ¢ ToHoractoMm (puc. Se). AukTro-
comubl armapara lonbmku (Al') ObUIM TVIOTHO yIIaKOBa-
HbI, HA MPaHc-CTOPOHE MHOTIA HAOMIONaIUCh OTIIOY-
KOBBIBaOIIMECsS] OT AUKTUOCOM Be3ukyiasl TI'C/PD
(puc. 5B, T, €). B nuTormiazmMe BcTpeyaluch ayTo-
darocombl (AD), a B Bakyossax ayrodarmyeckue

®OU3HUOJOTUA PACTEHUM  tom 69 Nel 2022

tena (AT), conepkailiye pa3HoOTo poa IIMToILIa3Ma-
TUYECKUIA MaTepuay, KOTOPHIi, ITO-BUAUMOMY,
moABepraics aAerpagauuu (puc. 50—r).

B kiierkax kopHeii pactrenuit OEARA7, BblpallleH-
HbIX Ha 1P 6e3 NaCl, He ObUIO OOHAPYKEHO 3aMeT-
HBIX KQUECTBEHHBIX OTJIMYUI B CTPYKTYpE OOJIbIIINH-
ctBa opraHest ot pacrenuit T (puc. 6a—e). Tak ke
kak y AT, Habmonasochk CIMSIHUE MUKPOBAKYOJIEH
JIPYT C IPYTOM WJIH C LIEHTPAJIbHOI BaKyOJIblO U CJIM-
Baroluecs ¢ ToHoriacrom MBT/I1D (puc. 66, B, €).
DP Ob11 XOpomTo pa3BuT, HUCTepHBI DP He ObUIM Ha-
oyximmmu. AD B uromnaasMe U AT B BaKyoJIsIX UMe-
JIV TaKoM ke Bul, Kak y pacteHuit JI'T, BoIpallleHHbIX
B TP 6e3 NaCl. B otinuue ot AT y OEARA7 Habmo-
JaJINCh HEKOTOpbIe KOJUYeCTBeHHbIe oTinyusi. Co-
nepxanne MBT B pacuere Ha eoqMHWIY ILIOIIAIN
cpe3oB y OEARA7 nMeno TEHIEHLINIO K CHIDKEHHUIO,
ongHako paznunuue ¢ T He ObLIO CTaTUCTUYECKU JO-
croBepHbIM. CpenHsis romans MBT B pesynbraTte
MyTalnu ctaja Ha 47% mensbine, yem y AT (Ta6m. 1).
VY MytanTa Takxke Ha 31% cHuswioch conepxanue Al
B otcyTcTBUME 3acoyieHUs] MyTallus He TTpUBeJia K U3-
MeHeHUsIM KoindectBa MB 1 nx cpegHeii miioianu,
a Taxke KomuectB AD B iutToruiazMe u AT B BaKyo-
JsIx (Tadir. 2).

VineTpacTpykrypa KiaeTok KopHst AT A. thaliana B
ycaoBusix 3acoieHus [P mperepriena psim M3MeHe-
Huii (puc. 5k—M). B yactHocTH, HAOJIIOIAJIOCH HA0Y-
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CEPTMEHKO wu np.

Puc. 5. YaprpacTpyKTypa KJIeTOK KOPHS 4-THEBHBIX POPOCTKOB A. thaliana T, Beipamennbix Ha [1P 6e3 NaCl (a—e) v [1P,
conepxxaiieM 100 MM NaCl (x—wm). O6o3HaueHust: MB — MukpoBakyosib, B — Bakyoib, AT — ayrodarndeckoe teio, OP — sH-
JIOTUTa3MaTUYECKU PETUKYIYM, DK3 — 9K30coMbl, AI' — anmapar Fonbmku, AD — ayrodarocoma, AIl — amunoract, [IMT —
napamypaibHoe Teso. CTpeakaMu OTMeUYeHbl MyJIbTUBe3UKysipHble Tena (MBT). Maciutabublii otpe3ok — 0.5 MKM (a, r—X);
1 Mx™m (6, B, 3—M).
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Puc. 6. YibTpacTpyKTypa KJICTOK KOpHS 4-THEBHBIX TPOPOCTKOB MyTaHTa OFARA7 A. thaliana, BeipaiieHHBIX Ha 1P 6e3
NaCl (a—e) unu I1P, cogepxaiem 100 MM NaCl (x—m). O603HayeHusi: MB — MukpoBakyosib, Or — 0CMUODUIBHBIE [J10-
oyabl, B — Bakyosnb, AT — ayrodaruuyeckoe teno, AIl — amunomiact, AD® — ayrogarocoma, DP — sHmomazmMaTndeckuit
peTuKkyiayMm, Dk3 — 3k3ocoMbl, [IMT — napamypanbHoe Teno. CTpekaMu OTMeYeHBl MyJIbTUBE3UKYIsipHble Tena (MBT).
Macuta6bubiit orpe3ok — 0.2 MkM (3); 0.5 MkM (a—e, X, ©—); 1 MKM (M).
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Taomuna 3. KonuuectBo u padMepbl MukpoBakyosieit (MB) Ha cpesax kieTok kKopHeit npopoctkoB T m myraHTa

OFEARA7 A. thaliana

Y KonnyecTtBo Cpennss mromans MB, % mowmany Bcex MB
P MB/100 Mkm? MKM? K IDTOLIAIH BCEX CPE30B
AT 10 £ 0.96 0.47 £0.112 4.73
AT + NaCl 17 £ 0.51¢ 0.62 £ 0.15 10.80
ara7 11 £0.982 0.54 £ 0.112 6.08
ara7+ NaCl 13 £ 0.44° 0.47 £0.122 5.96

IIpumeuanue. PacTeHust BeIpallleHbl Ha cpenax ¢ nodasieHueM mwin 6e3 modasieHus 100 MM NaCl. YuuteiBaau MB 1uromanbsio ot
0.07 10 18.5 MKM2 (0.25—5.0 mxMm B mmametpe). CTaTUCTUYECKMIT aHAJIM3 BBITIOJHEH ¢ moMolbio Microsoft Excel 2007 (1o 100 kiteTok

Ha KaXXIblii BApUAHT).

XaHue uucTepH DP, koTopbie hparMeHTUPOBAIUCH U
dopMHUpoOBaIl MHUKPOBAKYOJIHM YIJIOBAaTOM (POpPMBI
(puc. 5k, 3). Habmonamace 6onee BhIpaxkeHHasI Ba-
KyOJIM3allvsl [IUTOTIJIa3Mbl B 1I€JIOM, YEM TIPU OTCYT-
crBuu NaCl B I1P. Yucno BakyoJieit B pacuere Ha
eIUHUIY TUIOIIAIN IIOBEPXHOCTU CPE30OB U MX CPEll-
HIs TUI01Iaab Bo3pociau Ha 70 1 32% cOOTBETCTBEH-
Ho (TabJ1. 3). UHBarmHauuu TOHOTIJIacTa B BAKyoOJb, a
TaKKe€ MUKPOBAKYOJIM, CIMBAIOIINECS APYT C APYTOM
WM ¢ LEeHTPaJbHOM BaKyoJIbIO B YCJIIOBUSIX 3acoJie-
Hus y JIT BcTpedanauchk 4yalle, YeM IpU OTCYTCTBUU
NaCl B I1IP (puc. 5x, 3, k—m). MHOTIa oOHapyKuBa-
JIUCh IByMeMOpaHHbIe MHBarMHALIMK, B CTOPOHY Ba-
Kyoau, o0pa30oBaHHbLIE OTHOBPEMEHHO ABYMSI MEM-
opanamu — IIM u toHomtacTom (puc. 5Su). Takue
CTPYKTYpBbI, U3BECTHbIC KaK IlapaMypajibHble Teja
(ITMT) [3], paHee HabJOAATUCh HAMU Y rajodura
Suaeda altissima [21]. Y pacrenuit T B oTcyTcTBUE
3aCOJICHUSI OHU MTPaKTUYECKU He BCTpevaiuch. [1pu
3acoiieHun y AT yBeaImumioch TakKe KOJMYECTBO
MBT/IISD. Ux yuciao B pacdyeTe HA eAMHUILY IUIOIIA-
N TIOBEPXHOCTU CPE30B BO3POCIO MPAKTUYECKU B
2 pa3a, IIpU 3TOM MX CPEIHSs IUIOIAIb YMEHBIIM-
Jmack B 3 pasa (Tabi. 1, puc. 5X, 1, M). DK30COMBI B
I1I1 B BapuanTte ¢ NaCl BcTpedyanch Yaille, YeM B OT-
cyTcTBUE 3acojieHus (puc. 53—m). Anmnapat [onbaku
y pactennii AT, Berpamennsix Ha [1P ¢ NaCl, kazain-
cs1 6oJiee aKTUBHBIM, TO €CTh 0OJIbIlI€ OTIIOYKOBBIBAI
oT ce0s1 Be3ukyn TI'C/PD, yeM B oTcyTCTBUE 3acoJie-
Husa (puc. 5x, a1, m). IIpn 3TOM KOJIMYECTBO KOM-
iekcoB Tonpmxku (KI') B pacuere Ha eIUMHUILY TLIO-
a1 CPE30B OBLIO TAKKUM XK€, KaK Yy pacTeHMIA, BBIpa-
meHHbIX Ha [1P 6e3 NaCl (ta6i. 2). AD B uuTOIIa3Me
n AT B Bakyossx pactenuit JIT B ycinoBusx 3acolie-
HUS BCTpEUaJINCh Ha 55% Jaiie, 4eM MpHu ero OTCyT-
crBuu (Tadi. 2, puc. 5K, u, K, 1). Hadbmomanace Tak-
Xe TeHASHIIMS K YBeJIUJYeHUIo conepxkanust AT B Ba-
KyoJIsIX, XOTsS pasjiuyde B OTOM IlapaMeTpe B
npucyrctBuu n orcyrctBur NaCl B I1P He Ob11a cTa-
TUCTUYECKU JOCTOBEPHOM.

Hannuue NaCl B I1P Bri3Basio He6obioe (18%),
HO CTaTUCTUYECKU JOCTOBEPHOE YBEIUYCHUE KO-
yectBa MB y myranTa. B pe3ynbpraTte MyTanmum 1mmpo-

M30IIJI0 CHUKEHHE, KaK KOJIMYEeCTBa, TaK U CpeaHe
wromany MB B ycinoBusix 3acoienus (Ha 24 u 32%
COOTBETCTBEHHO) (Tabu. 3). Y mytatus, u NaCl oka-
3aJli CYILIECTBEHHOE BJIUSIHUE Ha KOJIMYECTBO U pa3-
Mmepsl MBT. 3aconenue 1P nmpuBeno K yBeTM4eHUTO
conepxanuss MBT y OEARA7 B 3 pa3za, ipu 3TOM
cpenusa mwiomans MBT Bospocina Ha 37%. B ycio-
BUSIX 3aCOJICHUSI BJIMSIHUE MYTAallMU BbIPA3WJIOCh B
HeO6oJbIIOM (14%), HO CTAaTUCTUYECKU TOCTOBEPHOM
yBennmdeHnU KonmdectBa MBT u B iBykpaTHOM yBe-
JIMYeHUH UX cpemHell turomanu (Tadj. 1), a Takke B
cHkeHun Ha 41% conepskanus Al (Ta6u. 2). Kier-
KW MyTaHTOB, BbipaliieHHbIX Ha ITP ¢ NaCl, xapakTe-
PU30BaMCh MOBBILIEHHBIM coAepxkaHueM AD B 11u-
ToruiazMe u AT B BaKyoJiu, UTO MOXET YKa3blBaTh Ha
aKTUBHBIN Mpoliecc ayrodaruu U TEPeHOC LIUTO-
IU1a3MaTUYeCKOro MaTepuajia B BaKyoJb TOCpe.-
ctBoM aytodaruu (Tabj. 2, puc. 6k, m). [Ipu sTtom
yBeJIMYeHUE CoAepKaHUS ayToDarnyecKux CTpyKTyp
ObLIO pe3yJbTaToOM, Kak 3acoyieHus I1P, Tak u MmyTta-
uuu. IMpu BeipamBanuu pacteHuit Ha [1P ¢ NaCl B
kimetkax OEARA7, Takke Kak B kiietkax JI'T, Bctpeua-
ek IIMT (puc. 51). Cnenyer OTMETUTD, YTO y MyTaH-
Ta B YCJIIOBHUSIX 3aCOJICHUSI MBI He HaOJIIogaaIn Habyxa-
Hus nuctepH OP u popmupoBanus MB HenpaBuiib-
Hoi1 (bOpMBI, a TaKXKe PedKO BCTpedyaan SK30COMbI B
III1. XapakTepHOIi 0COOEHHOCTBIO YIbTPACTPYKTYPHI
KJIETOK MYTaHTHBIX pacTeHWi1, BoipallleHHbIX Ha [TP
¢ NaCl (puc. 6;k—M), OBIJIO HaJIUUWE HA TOHOILIACTE
U B BaKyOJIM DJIEKTPOHHO-IUIOTHOIO MaTepuraia, KO-
TOPBI UMeJT BUI OTAEIbHBIX TOUCUHBIX CKOIJICHUIA
(puc. 6, M, J) ¥ 9aCTO, OTACIUBIINCH OT TOHOILIA-
cTa, OKa3bIBaJICS B BaKyoJu (puc. 6m). He nckimoue-
HO, 4YTO OTJIOKE€HHE ITOro MaTepuajia Ha BaKyoJsip-
HOIi MeMOpaHe MPUBOIMUT K HapyLIEHUIO TepeHoca
BEILLIECTB B BAKYOJIb.

OBCYXIEHHME

B nanHo#1 paboTe MBI UCITOJIL30BaJIM MHCEPLIMOH-
Hblif MmytanT OEARA7 (SALK _090266C), 6enka ce-
MeiictBa Maibix ' Tda3 Rab5. OnpeneneHue TOYHOI
nokanuzauuun BctaBku T-JIHK u cekBeHupoBaHUe
MPUMBIKAIOIINX K HEM 00J1acTeit XpOMOCOMBI BEISIBU -
®UBNOJIOTUS PACTEHUN Ne 1
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JI1 MHOTOYMCJICHHbIE U3MEHEHUS B TIEPBUYHOI I10-
caegoBatenbHocT JHK. JlaHHBIC U3BMEHEHUS TTPU-
BEJIM K CTaTUCTUYSCKU JOCTOBEPHOMY YMEHBIIICHUIO
OoTHOocuUTenbHOM TipencraBieHHocTy MPHK rena
ARA7 B TUCTbSIX MYTAHTHBIX pAcTEHU, IMPUMEPHO B
JIBa pa3a 1o cpaBHeHUIO ¢ 1T, mpy HOpMaJIbHBIX YCIIO-
BUsIX (puc. 2a). MOXKHO IIpeaIioaoXnTh, YTO MyTallu B
npoMoTope TeHa ARA7 W3MEHWIM TIIOCJIeIOBATEI b~
HOCTb CaiiTa CBSI3LIBAHMSI W BBI3BAJIM OC/IA0JICHUE CBSI-
3bIBAHMS WJIU TTIOJTHOCTBIO IPEIOTBPATIIIN CBI3bIBAHIE
TPaHCKPUITLIMOHHOTO (pakTopa(oB) — MOJIOKUTETbHO-
IO peryisitopa Ipy HOPMAJIBHBIX YCIOBUSIX, 1 MEHEe
aKTUBHOTO WM HEAKTHMBHOIO IIPHM YCJIOBHUSIX 3acoJe-
Hus. Takske BO3MOxXHO, uto BecTtaBka T-JIHK n3zmenn-
Jla pacCTOSIHME MEXIY CaiiTOM CBSI3bIBAaHUSI BHIIIIC-
ynomsHyToro ¢pakropa m TATA-6okcom reHa ARA7,
YMEHBIIIMB BKJ1aJl 3TOro ¢pakTopa B aKTUBALIMIO TPaH-
CKpUITIHU. DTO, B CBOIO OYEPEIb, IPUBEIO K YMEHb-
IIEHUIO 3KCIIpeccuu reHa ARA7 B MyTaHTHBIX pacTe-
HUsIX. Takoke He MCKIIOYEHO, YTO NaHHas MyTallus
KakKM-TO 00pa3oM IIpuBejia K YMEHBIICHUIO CTa-
omnbHOCTH ARA7 MPHK 11pu BeIpalmmBaHuu pacre-
HUI B YCJIOBUSIX 3acojieHMsI. B ocTalibHBIX CiIydasix,
W3MEHEHUS B IIEPBUYHOIT CTPYKTYpE IIPUMBIKAIOIINX
K BCTaBKe 00JIacCTeil XpOMOCOMBI HEe OKa3aIn CyIle-
CTBEHHOTO BJIMSIHMSI Ha OTHOCHUTEIbHYIO MpeacTaB-
neHHocTh MPHK rena ARA7, a Takke cOCEOHEro ¢
HuUM reHa TRAM (At4g19645.1) Tipn Bcex yCIIOBUAX
BhIpamIuBaHus. Takum oO6pa3oM, MyTaHTHBIN (peHO-
THUII HE SIBJISICTCSI CJICICTBMEM HApPYIICHUS KCIIPEC-
cun reHa TRAM.

BectepH-0JI0T aHaIN3 TOTAJIBHBIX KJIETOUHBIX JIV -
3aTOB JUCTheB pacTeHMi 1T M MyTaHTOB ImoKa3ail,
YTO MMMYHOPEAKTUBHBIN OEJIOK MpencTaBjieH, Mo
KpaitHell Mepe, IByMsI ITI0JIOCaMU C OJIM3KUMU MOJIe-
KyJISpHBIMA MaccaMu (puc. 20), 9TO, BO3MOXHO,
oTpaxaeT HaJInuue B KJIeTKe ABYX (hopm AtARA7 —
MeMOpaHOCBsI3aHHOM (BepxHell) M pacTBOPUMOIL
(amkHeit) [4, 5]. MonekynsapHass Macca HIDKHEH
MOJIOCHl MEHbIIIE, YeM Y KOHTPOJLHOTO PEKOMOU-
HaHTHOro 6enka atARA7-6 X His, kakyio u cieayet
OXMIATh Y HNOCTTPAHCISILMOHHO HEeMOIU(PUIINPO-
BaHHOTO Oenka AtARA7. Bo3MoxXHO Takxke, 4TO
MHOKECTBEHHOCTh MMMYHOPEaKTUBHBIX (opMm (I10-
JIOC) OTpaXkaeT MOCTTPaHCJSIIMOHHbIE MOA(UKAITN
JIaHHOTO OeJiKa, HarpuMep, ero pochoprimpoBaHue.

C ucnonp3oBaHueM BecTtepH-0J0T aHanm3a MBI
MoKa3aju, YTO MYTaHTHbIC pACTEHUSI COAEpKaJIU B
2.5 pasa 6ombiie 6enka ARA7, yem pacrenust AT, ipu
HOPMAaJIbHBIX YCJIOBUSIX BhIpaiuBaHus (puc. 20). Boi-
SICHEHHe TOYHOI MPUPOABI MOBBIIIEHHOI 3KCIIpeccun
reHa ARA7 y naHHol MyTaHTHoU JTuHUU OFARA7 A.
thaliana He BXOIWJIO B 1I€JIM JAHHOTO MCCIESIOBAHMSI.
MOXXHO MpPEeAIoNOXUTb, YTO 3TO YBEJIMYEHUE MOTJIO
IIPOM3OMTH B pe3ybTaTe MYyTallMii, IIPOU3OIICIIITINX
B 5'-HTO rena ARA7 nipu TipoBeIeHU NHCEPLIOH -
HOro MyTareHesa. XopoIllo U3BECTHO, YTO JUACpHAast
5'-HTO mPHK yuacTtByeT B perysiiuu ee TpaHCIISIINT
C MCIOJIb30BAaHMEM MHOXECTBEHHBIX MEXaHHU3MOB, a
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TaKKe B PETYJIILINM €€ KCIIopTa U3 simpa Kiretku. Ha-
npuMep, 3(hGOEKTUBHOCTh WHUIIMALM TPAHCISILUN
MytaHTHOI MPHK ARA7 MoxeT ObITb MOBBIIIEHA, T. K.
Tpu TIepBBIX HyKieoTuna B ee 5'-HTO oTcyTcTBYyIOT,
YTO, B CBOIO OY€pPEIb, MOXKET MOBIMSITh HA KIITMpPOBa-
HUE U, KaK CJICACTBHE 3TOTO, IIPUBECTU K MTOBBIILICHUIO
s dexTnBHOCTN pekpyTupoBanns elF4F — maummm-
pyto1iero KoMmriekca naHHoit myrantHoit MPHK. Yua-
CTHE OPYTMX MEXaHU3MOB PETYJISIIUUA TPaHCISIUN
yepe3 5'-HTO Tak:ke BO3MOXHO, T. K. OIIMCaHHAas
HaMMu Jejelus B faHHoM ob6nactu ARA7 nomxHa u3-
MEHUTh €€ BTOPUYHYIO CTPYKTYPY, BaXKHYIO IJISI pe-
TYJISIIMM TPaHCISUIUKM (HaopuMep, 110 MEXaHU3MY
riboswitches). Hemb3s1 MCKIIIOYNTHL 1 KOMOMHALIAIO
BBHIIICOITMCAHHBIX MeXaHu3MoB. HeobOxommumo Takxke
OTMETUTD, YTO U3MEeHEHNE cTadmIbHOCT Oemka ARA7
B MYTaHTHBIX PacTEHUSIX B JaHHOM cJlydyae MajloBe-
pOSITHO, T. K. €r0 IIepBUYHAasI ITOCJIEA0BATEILHOCTD B
pe3yiabTaTe MHCEPLIMOHHOIO MyTareHe3a OCTajach
Heu3MeHHoIi. Bce BbllienpuBeneHHbIE BO3MOXHBIC
MEXaHU3MBI SIBJISIFOTCSI TOJIBKO TUIIOTETUYCCKUMU U
TPeOYIOT KCIIEpUMEHTAJIbHOM TpoBepKu. I1o-Buan-
MOMY, YBeJIMYEHHE CUHTe3a O0e1Ka B MyTaHTHBIX pac-
TeHUSIX “TIepecWInIo” YMEHbIIeHUEe 3KCIPecCUuu
MPHK rena ARA7, 9410 B KOHEYHOM UTOTE U IIPUBEJIO
K HakorieHnI0 ARA7 B MyTaHTHBIX pacTeHUSIX.

CrnemyeT OTMETUTh, YTO (PEHOTUIIbI PaCTCHUIA,
CBEPXAKCIIPECCUPYIONINE Pa3IMdHbIe (pOpMBI (ajie-
) 6enka ARA7, obutn onucanbl paHee [9]. bouio
II0KAa3aHO, YTO CBEPXIKCIPECCUs KOHCTUTYTUBHO
aktuBHoro mytanta ARA7, GFP-ARA7 (Q69L), un-
nynupyeT yBenndeHue MBT ¢ o6pazoBaHueM 00/1b-
IIMX KOJbIIEOOPAa3HBIX CTPYKTYP, UYTO TAKXKE MOKET
OBITh BBI3BAHO O3KCIIpECCHUEl MYyTaHTHOIO OelaKa
ARA7 (Q69L), He curoro ¢ GFP. B To xe Bpems, ipu
cBepxakcnpeccuu AT Bepcun 6enka GFP-ARA7 no-
JIo6HOro He Habmonanock. boiiee mogpoOHOTO OIM-
caHusl (DEHOTMUIIA PACTEHMI, CBEPXIKCIPECCUPYIO-
mux AT Bepcuto 6enka GFP-ARA7, B Tom uncnie, Ha
YPOBHE YJIbTPACTPYKTYpPhI, aBTOPaMU He IIPUBOLIUT-
ca. Takum obpa3oM, Hallla padoTa SIBJISIETCS TTIEPBBIM
KCCIIeNOBAaHUEM, Te ITOAPOOHO ONMUCHIBaeTCs (peHOo-
TUIT PACTeHMWii, IKCIPECCUPYIOIIMX TTOBbILIEHHbIE
kosmuectBa AT Bepcum 6enka ARA7, B ToM uncie u
Ha yJIbTPaCTPYKTYPHOM YPOBHE.

B Hamem ciydae, mytanusi OEARA7 npuBena K
CYILIECTBEHHOMY YBEJIMYECHUIO OMOMAacChl KOpHEll 1
JuctheB A. thaliana ipyn BeIpallilMBaHUU pacTeHUIl B
YCJIOBUSIX 3aCOJICHUSI, a JINCThEB TAKXKe 1 IIPU OTCYT-
crBuu NaCl B IIP (puc. 3a—B). MyTaHTHbBIE pacTe-
Hus, BeIpameHHbIe Ha ITP ¢ NaCl, 61 CIIOCOOHBI
MOMIepXXUBaTh COIepXaHWe BOALI Ha YpPOBHE, Ha-
omomaBiieMcs y pactenuit AT (puc. 3r—e). B xop-
HSIX, TUCTBSIX W LIBETOYHBIX CTpEJIKaXx Y MYTaHTOB B
yCJIOBUSIX 3acoyieHus copepxannre K* Gbuto BhIllle, a
conmepxanne Na* ke, uem y AT (puc. 4). CoorBer-
CTBEHHO, OTHOILIEHKE cofepkanus Nat K conepkaHnIo
K* B opranax (K*/Na'), ucrnionbsyeMoe Kak MHIMKA-
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TOP COJIEYCTOMYMBOCTH PaCTeHMIA, y MyTaHTa ObLIO 0O-
Jiee BeIcOKUM, YeM y JIT. B 1ienoM, 31 JaHHBIE TTOKA-
3bIBaIOT, UYTO MyTauusi OFARA7 cTuMyaupyeT pocT U
yaydlllaeT MOHHBIM 1 BOTHBIN CTaTyC paCTEHUI B YCIIO-
BUSIX 3aCOJIEHMSI, YTO TTO3BOJISIET CleJIaTh BHIBOI O 0O-
Jiee BBICOKOIT coneycroiiumBocT MyTtaHTa OFEARA7,
yeM pacteHuii IT.

I[IpoBeneHHOE HaMM 3JIEKTPOHHO-MUKPOCKOIIM-
yecKoe mcciiefoBaHue KieTok KopHst OEARA7 n AT
A. thaliana BBISIBUIO Y MyTaHTa CYLLIECTBEHHbIC M3Me-
HEHUsI B CTPYKTYpaXx, BOBJICYUEHHBIX B 9HIOCOMAJIBHBIN
TpaHCIopT U ayrodaruro (puc. 5, 6). VIHTerpajbpHbIiA
rokKasaTe/lb CTeIeH! BaKyoJIM3allMy KJIETOK — IIpO-
LEeHT IUIOIIAaM, 3aHITOI Ha cpe3aX MUKPOBAKYyOJIsI-
mu (Tabi. 3), Bo3pacTai, Kak BCASACTBUE 3aCOICHUS
I1P, Tak u B pe3yibTaTe MyTalliu, XOTsI HE HaOIoaa-
JIOCh CUHEPIu3Ma B IeHCTBUM 3TUX IBYX (DAaKTOPOB.
Hao6oport, y myranTa, BeipamieHHoro Ha I1P ¢ NaCl
3TOT MoKa3aTeJib OblI HIXKe, ueM y T, BeIpaieHHOo-
Io B TeX XKe ycinoBusx. [1oBbIlIeHHAsT BaKyOJIM3aIus
LMTOIMJIa3Mbl KJIETOK KOpHeil MyTaHTa U pacTeHUt
JAT npu 3acojieHUH, MO-BUANMMOMY, CBsI3aHa ¢ HEOO-
XOAVMMOCTBIO KoMmapTMeHTaym3anuu Na*. C stum
MIPEAIIOJIOXKEHUEM CcoIIacyeTcsl 0oJjiee BBICOKOE CO-
nepxanue Na* B kopHsx T, yeM B KOpHSIX MyTaHTa,
npu BeipamuBanum pactenuii Ha I1P ¢ NaCl (puc. 4).
IMTo-BunumMomMmy, CyllieCTBEHHbII BKJIad B BaKyoJu3a-
muio muToruiadMbl pacteHuii AT mpu 3aconeHuun
BHocu1 DP, dopmupytomuii B 3TnxX yciaoBusgx MB
HenpaBuibHO (hopMbl (puc. 5k, 3). COOTBETCTBYIO-
LA UHTEerpaJbHbIMA moKa3aTelb 1id MBT, npoueHT
IUIOIIAAM, 3aHSITOM 3TMMHU OpraHeJUIaMHM Ha cpe3ax,
oTpaxaroluii Kak UX CPpeIHIO0 IUIOIIAb, TaK U UX
KOJIM4YeCTBO (TabJ1. 1), CHIKaCs B pe3yabTaTe MyTa-
U1 U B OTBET Ha 3acojieHre. OIHAKO IIPU COBMECT-
HOM JEUCTBUU 3TUX IBYX (haKTOpPOB OH BO3pacTal,
yKa3biBasl B LICJIOM Ha MTHTEHCUBHOE 00pa3oBaHUE U
pasButue MBT y MyTaHTa B YCJIOBHUSIX 3aCOJICHMS.
MBT wurparoT BaxXHYIO pojib B BE3UKYJISIPHOM TPaHC-
nmopre. DTU OpraHeJUIbl BOBJIEYCHEI KaK B CEKPETOP-
HBI, TaK M B SHAOLMTO3HBIA ITyTH IEepeHoca Be-
IIECTB U yYaCTBYIOT B pEKOHCTPYKIIMN OEJIKOBOIO CO-
ctaBa MeMOpaH [1, 22]. UHTeHCuBHOE 0Opa3oBaHUe
u pazButue MBT/I1D MoryTt yka3siBaTh Ha aKTUBH-
poBaHUE ITyTe 3HIOCOMAJILHOTO TpaHCHOpTa U 00-
Jiee 2¢hGhEeKTUBHYIO TOCTaBKY OEJIKOB B MEMOpaHHBbI,
HeoOXOOUMBIX IIJISI IIPEOIOJICHUSI COJIEBOTO CTpecca.
Takumu OenkaMu MOTYT OBITh MOHHBIC KaHAaJbl,
TpaHCHOpPTephl, TpaHCcHOpTHbIE ATMa3bl 1 KOMIIO-
HEHTBI MyTeli epenayyr CUTHAIOB.

MBT/IID o6pa3yioTcs B pe3yjbTaTe CO3peBaHUsI
P3O, xoToprie, B CBOIO ouepenb, SIBIASIOTCS MPOMYK-
toMm ATl [1, 22]. BoBneuennsie B BT opraHemisl, B
TOM yuciie annapat [oJbIKu, SBISIOTCS AUHAMUY-
HBIMM CTpYKTypamMu [23, 24]. YMeHbIIEHHOE coaep-
KaHWEe KOMIJIEKCOB [0JbIKM B LIMTOIIa3Me KJIETOK
KopHs1 myraHTa OEARA7 (Tabi1. 2) MOXET ObITh CBSI-
3aHO C YCKOpeHneM ouoreHe3a mocT-loabpmkm opra-

Hesu1 (paHHUX M MO3MHUX 3HIOCOM). M3MeHeHus B
pasmepax MBT non neiictBueMm myrtareHe3a u NaCl
(Taba. 1, puc. 5k, JI, M) TaKKe MOXXHO OTHECTH K 13-
MEHEHMSIM B CKOPOCTSIX 00pa30BaHUS U ITOCIEIYIO-
ILIEr0 MpeBpallleHUsI 3TUX OpraHesI.

HenaBHo 66110 okazaHo, ytro MBT/IID y pacre-
HUi1 BOBJIEUEHBI HE TOJIbKO B 9HIOLIMTO3HBIN U CEK-
pPETOPHBII MyTU TPAHCMOPTA BEIIECTB, HO TAKXKE U B
Jerpaganuio OeJIKOB MmocpeacTBoM ayrodarum [23].
MBI 0OHAPYKUITH, YTO KOJIMYECTBO ayTO(ParnyecKmnx
CTPYKTYD B KJIeTKax A. thaliana Bo3pacTtano, Kak B OT-
BET Ha 3acojieHHe, TaK W B pe3yjbTaTe MyTalluu
OEARA7 (Tabi. 2). AKTUBMPOBaHUE 3TOTO Tpoliecca
ObLIIO OCOOEHHO BbIPaXX€HO MPU OTHOBPEMEHHOM
JNEACTBUM 3TUX ABYX (PaKTOPOB 1 COMPOBOXIAIOCH
Bo3pacTtaHueM coaepxanus MBT/PD (ta6:x. 3). Io-
JIyYYEHHBIN pe3yabTaT MOATBEPXKAAET HAUTUUYUE B3au-
MOJIECTBUST MEXIY SHAOCOMAJIbHBIM TPAHCIOPTOM
" aytodarveil M yka3biBaeT Ha BoBiieueHue ARA7 B
PETYJISILUIO MIEpeHOoca LIMTOILIa3MaTUYeCKOro Marte-
puaja B BaKyoJib IOCPEICTBOM ayTodaruu mpu aeii-
ctBumn Ha pacteHue NaCl. MI3BecTHO, yTO ayrodarusi
SIBJIIETCSI OTBETOM PACTeHUM Ha 3acojieHHWe U BOTHbIN
neduuT [25], a Takke Ha OKMCIIUTENBHBIN cTpece [26],
KOTOPBIN SBJSIETCS] BTOPUYHBIM MO OTHOLIEHMUIO K
JIIpyTUM CTpeccam, B TOM YHCJie, K BbBI3BAHHOMY BbI-
cokrnMHM KoHueHTpauussmMu NaCl.

Mpb1 mpedrosaraéM, 4To MYTaHTHBIM (eHoTun
CBsI3aH C U3MEHEHMSIMHU COAEpXKAaHUSI MOH-TPaHC-
MIOPTUPYIOIIMX OEJIKOB B MeMOpaHaX, ONOCPEIOBaH-
HBIMU BE3UKYJISIPHBIM TpaHcropToM. MMetoTcst cBene-
HUS O IMHAMUYECKOM PETYIISILIMKA COASPKAaHUsI MOH-
TPAaHCOOPTUPYIONINX OEIKOB B MeMOpaHaX MOCpe-
crBom BT. Hampumep, abcuuzoBast kuciora (ABK),
KOHTPOJIMPYIONIAs MOHHbBIA TPAHCIIOPT U TPAHCIIM-
paluio IIpu BOOHOM aeduinTe, MHAYOUpPOBAaJa Ce-
JIEKTUBHBIN 3HIOIUTO3 BxogHOro (inward rectifying)
K*-kanana KAT1 B IIM 3aMBIKaIOIIMX KIJIETOK
ycTbull A. thaliana. D10, B CBOIO o4epelb, yMEHbIIIA-
j10 motoK K* B KjleTKM, TPUBOAMIIO K CHIKEHUIO TYp-
TOPHOTO [aBJIEHWSI M CTHUMYJIMPOBAJIO 3aKpHIBaAHME
ycTbull [26, 27]. ApyruM NpUMEpOM PETY/ISLIAM TPaHC-
TTOPTHOTO GeJIKa MOCPEACTBOM SHAOLIMTO3a Y paCTCHUIA
SIBIISIIOTCSL. MHIYIMPOBAHHBIE BBICOKMMU KOHIICHTPA-
UMM O0opa B cpelie UI3MEHEHMS B COAEP>KaHUM TPAHC-
noptrepa BOR1 ma3mManieMMbl, KOTOPBI 3arpy>kaet 6op
B KcwieMmy KOpHST A. thaliana. Tpancnoprep BORI1 B
3TUX YCJIOBUSIX OABEPTAJICS SHAOLMTO3Y U C BE3UKYJIa-
Mu TpaHcnoptupoBajicst ot [IM k TT'C/PD, kotopble
cospeBanmu 3ateM B I19/MBT/IIBK. Haxonsce B co-
craBe MeMOpaH BHYTpeHHUX Be3uKyl 1D, HapyxHas
MeMOpaHa KOTOPBIX CJIMBajiachk ¢ ToHoruiactoM, BOR1,
B KOHIIE KOHIIOB, OKa3bIBaJICSI B BaKyoJu, IOe MOMI-
Beprajics gerpagaiu [28].

Bcraer Bompoc, kakuM 00pa3oM M3MEHEHUS B
akcripeccun 6enka ARA7, perynupyromiero BT, Mo-
T'YT OBITH CBSI3aHBI C ITPEAIOIaraeMbIMUA U3MEHEHUSI-
MU B colep>XXKaHUM UOH-TPAHCIIOPTUPYIOIINX OCIKOB
DOU3BNOJIOTUA PACTEHUN Ne 1
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MeMOpaH. B Haltem citygae, yBeamdeHHE 3KCIIPEC-
cuM akTUBHOI (popMbl ARA7 MOTJIO OBITH MPUYMHOM
TaKux u3MeHeHi. VI3BeCTHO, YTO OMOIOTMYeCKIE 0~
CJIIICTBUSI CBEPXIIPOAYKLIMI MCCISIyeMOro Oenka Ja-
CTO OMNpEAEsIOTCS HE HAJIMUYMEM CaMOI 3TOi CBEpX-
MPOIYKIIUM, a, CKOpee, SIBISTIOTCS pe3yJIbTaTOM M3Me-
HeHMsI OajlaHCca MeXIy HadaBIIMM SKCIIPECCUPOBATHCS
CBEpPX HOPMBI 1IeJIEBLIM O€JIKOM U IPYyrMMU OeIKaMU
WIN MYIbTUCYObSIMHIYHBIMA OSIKOBBIMM KOMILICK-
camu kjietku [29, 30]. ITomo6HEIit “loss of fidelity” de-
HOTHIT SIBJISIETCSI MHAUKATOPOM YYacTUsl M3y4aeMOro
OeKa B KJICTOUHBIX IIPOoLieccaxX, MHTEPECYIOIIX UCCe-
nmoBateneil. Hampumep, moBbIlIeHWE ypOBHEI B3KC-
MPECCUN MHAUBUIYJIBHBIX (DAKTOPOB, YYaCTBYIOIIMX B
ampecaliiyi MeMOpPaHHBIX BE3UKY/ K 1IEJICBBIM MEM-
OpaHaM MOXET YMEHbBIIUTh CHEHU(PUIHOCTH 3TOTO
Ipoliecca, 4To B pe3yJbTaTe IpUBEAET K HapYLISHUIO
MIPaBWJIBHON JIOKAJIM3allMK 1IeJIieBhIX OelKoB. Tak, y
MIEKapCKUX IPOXCKe Saccharomyces cerevisiae, CBEpX-
akcnpeccus Sec22 (R-SNARE, uupkyaupyeT Mexay
OP u T'onpmxu), Betl (V-SNARE, HeoOxoquMm Ist
tpaHcnoprta Mexay D P u Tonbmxu) miu Sly41l (HeoO-
XoguM 1Jist TpaHctopTa Mexxny OP u Tonbmku, yia-
KoBaH B Be3ukyjabl Copll), cnocobHa BoccTaHaBIU-
BaTh Jaxe JICTAJIbHYIO I KJIETKU ITOJIHYIO IIOTEPIO
¢dynkum manoit Rab I'T®asbr Yptl (SNARE-cBs-
spiBaromiass I'Tdaza, HeoOXxonmuma IJIsl IIpUYaIMBa-
HHUS U OTIIOYKOBBIBAaHUS BE3UKYJI U MeMOpaHHBIX
B3aMMOJICMCTBUI BHYTpU KoMIuiekca [onbmxu, Jio-
Kanu3zoBaHa B OP u T'oibIKu), 4TO, CKOpee BCero,
cBs3aHo ¢ “loss of fidelity” deHOTHIIOM, KaK Clel-
CTBME HapYIIEHUS IIPaBUIbHOM JOCTABKU BhILIIEYTIO-
MSIHYTBIX CBEpXIpOayLupyeMbix OenkoB [29, 30].
Bo3MmoxkHO, B HalieMm ciaydae, BbI3BAaHHOE MyTalueit
OFARA7 noBbllieHUe KoaudyectBa ARA7 B KjeTke
u3MeHw1o 6amaHc Mexay Tpemst RabS I'T®azamu
(ARA6, ARA7 u RHAL1), uto, B CBOIO o4epenb, IpuBe-
JIO K mepTypOalsiM cekperopHoro mytu K IIM, Mmonu-
duKalMy cocTaBa MOH-TPAHCHOPTUPYIONINX OCIKOB
IIM u, cOOTBETCTBEHHO, K MI3MEHEHMIO IOHHOTO CTa-
Tyca pacteHuil A. thaliana. I1oBbIIIIEeHHOE coaepxKa-
Hue K* u cuuxeHHoe conepxaHue Na' B KIIeTKax, B
CBOIO ouepellb, CTUMYJIMPOBAIO POCT MYyTaHTHBIX
pacTeHU’ii B YCIOBUSIX 3aCOJICHUSI.

B 11esiom nmpoBeaeHHOE uccliefoBaHKe MOKa3biBa-
€T, YTO MOBBIIIEHHBIA YPOBEHb 3KCHpPECcCHUM TreHa
ARA7, yaactBytoiero B peryiasinuu BT, mpuBogut k
MOBBIIIEHUIO COJIEYCTOMYNBOCTU A. thaliana. Hamm
JaJbHeIIe ucciefoBaHusI OyayT HallpaBIeHbl HA BbI-
SICHEHWE POJIM BE3UKYJISIPHOTO TPAHCIIOPTa B PETyJIsi-
LMY colepKaHUsI UOH-TPAHCIIOPTUPYIOIIUX OEJIKOB B
I1IM B ycCJIOBUSIX COJIEBOTO CTpeEcca.

Pabota BhIIOTHEHA B paMKaX rocyJapCTBEHHOTO
3amaHus MUHUCTEpCTBa HAyKW U BBICIIETO 00pa30-
BaHust Poccuiickoii @enepauun (tema Ne AAAA-
A121040800153-1). ABropsl 6iarogapaT K.0.H E.C. ITo-
Xupaesy 3a pekoMeHaaumu B moctaHoBke KOT-TILIP
skcnepuMeHToB Ha rpuoope AHK-32nk.6.1. /1. B. be-

®U3UOJIOTHS PACTEHUN Ne 1
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JIIeBa 3a [TOMOIIIH BITOMOGOpE ITpaiiMepoB TS OTTpeIesie-
HMSI TOMO3UTOTHOCTH pacTeHUi 11o TeHy ARA7.

O.B. Cepruenko u JI.A. XanuioBa BHEC/IU paB-
HBII BKJIa B TaHHYIO paboTy.

ABTOpHI 3asTBJISTIOT 00 OTCYTCTBUM KOHMDIIMKTa
nHTepecoB. HacTosmas ctathsl He COOepXKUT KaKUX-
JIn6O ucclieMoBaHUM C ydacTUeM JIIOAEH U JKUBOTHBIX
B KaueCcTBe OOBEKTOB MCCIICIOBAHMIA.
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KM3HEHHBIN ITUKJI IBYX TOKCUKOTEHHBIX BUJIOB Bacillariophyta:
Pseudo-nitzschia calliantha Lundholm, Moestrup et Hasle I P. pungens
(Grunow ex P.T. Cleve) Hasle
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Pa6oTa mocBsiieHa N3y4eHUI0 0COOEHHOCTE M XXM3HEHHOTO ITUKJIa TIOTeHIINAJIbHO TOKCUKOTCHHBIX THa-
TOMOBBIX Bofiopocieit Pseudo-nitzschia calliantha Lundholm, Moestrup et Hasle u P. pungens (Grunow ex
P.T. Cleve) Hasle, oourarommx B YepHoMm Mope. M3ydeHa CKOpOCTh YMEHBIIICHMST IUIMHBI KJICTOK IIPU COIEpP-
>KaHUU B KyJIbType. YCTaHOBJIEHA ITPOIOJLKUTEIbHOCTD XKM3HEHHOTO LIMKJIAa Y KpUTHUYeCKasi TpaHU1Ia pa3MepOB,
oIpenesrolias Iepexoi U3 oaHoi da3bl XKU3HEHHOTO IIUKJIA B ApyTyio. PaccunTaHa mponoKUTeTbHOCTh
nopenponyKTuBHOM (a3wl. [TokazaHo n3MeHeHMe IMHEI KJIeTOK P. calliantha ot 147 MKM y caMBIX KPYII-
HBIX MHUIIMATBHBIX KJIETOK B HavYaJIe >)KM3HEHHOTO IIMKJIa 10 21 MKM Y TIpeaeTbHO U3MebYaBIINX, UTO 103~
BOJIMJIO pACLIMPUTh paHee M3BECTHBIC I'paHUIIbI AUara3oHa pa3sMepoB, XapaKTepHBIX s Buaa. s
P, calliantha moka3aHo OTCYTCTBUE 3aBUCIMOCTH pa3Mepa MHULIMAJIBHBIX KJIETOK OT pa3Mepa pOIUTETbCKHX.

KioueBble cioBa: Pseudo-nitzschia, n1aToOMOBbBIE, TOKCUKOTE€HHBIE BUIIbI, KJIOHOBbIE KYJIbTYPHI, pa3Mmep,

XW3HEHHBIN LIUKJI, “IBeTeHne”
DOI: 10.31857/S0015330321060154

BBEIAEHME

JlnaToMOBBIE BOIOPOCIU TIPEICTaBICHBI OOJb-
IIIUM KOJIMYeCTBOM BUAOB, Mopsiaka 100 Teicsy [1].
BaxxHBIM 3TalioM B XW3HW AUATOMOBBIX SIBJISIETCSI
MOJIOBAsI PENPOMYKIIMSI, HEOOXOMMMAsI IJIsi COXpaHEHMS
Buaa [2]. [Tpu aTOM criemyeT 3aMeTUTb, UTO KU3HEHHBIIA
LIMKJI MONAB/ISIONIETO OOJBIIMHCTBA OCTACTCSI HEM3Y-
YEeHHBIM, XOTS MMEHHO OH OOYCJIOBJIMBAE€T Pa3BUTHE
MPUPOIHBIX TTOMYJISILIMIA, B TOM YUCIE MPEAONPEaIsIET,
MIPEAIIONIOKUTEIBHO, IEPUOIBI MACCOBOTO Pa3BUTUSI
(“uBereHus”). B MupoBoM okeaHe IIMPOKO PacIIpo-
CTpaHEeHbl TMpencTaBuTeM pona Pseudo-nitzschia
H.Peragallo. OToenbHble BUOBI 3TOTO poIa CIIOCOOHEI
MPOAYLIMPOBATh TOKCUYHYIO JOMOEBYIO KHUCJIOTY. B
nepuod “LBETEHUsI” 3TOT HEMPOTOKCUH, HaKarjuBa-
SICh B TKaHSIX MOJUIIOCKOB, IIEPeIaeTCs MO ITUIIEeBBIM
mernsMm [3], BeI3bIBast aMHe3UuiiHOe oTpaBlieHue [4—6].
st YepHoro Mopsi yKa3aHO CeMb IOTEHLMAIBLHO
OIacHBIX BUIOB Pseudo-nitzschia [7], HeKOTOpbie
BCTPEYAIOTCS B IUTAHKTOHE B IIPUOPEKHOI 30HE BOJIM3HN
Kapanara (toro-BoctouHoe nobepexkbe KpbMckoro no-
JIyocTpoBa). B mpobax HaMm dalle BCero mHoIagajuch
P. pungens (Grunow ex Cleve) Hasle u P. calliantha

Lundholm, Moestrup et Hasle. Ecnu Bun P. pungens
M3BECTEH C Hayasia IIPOIIUIOro BeKa (OH BhIOpaH B Kade-
CTBE TUIOBOIO 1151 poaa Pseudo-nitzschia), To Ha3BaHUE
P. calliantha nosiBuniock He Tak gasHo. B 2003 rony
ObLIa OITyOJIMKOBAHA CTaThsl, OIMCHIBAIOIIAst HOBBII
Bup [8], Moka3zaHo, 94TO OH BcTpevaeTrcsd B YepHoMm
Mope y 6eperoB Typiiuu [9]. OnHako nepBbie TaHHbIE
0 II0JIOBOM BOCHPOU3BEICHUN U OTIIECJIbLHBIX DJIEMEH-
TaX XKM3HEHHOIO IIMKJIa 3TOro BUAa (Iom ApyruM Ha-
3BaHMEM) ObUIM MOJy4eHbI 3am0Jjro ao 3toro [10].
O nmoyjioBOM BOCIIpousBeneHUU P. pungens cTajao 13-
BecTHO T1031Hee [11]. Ceromass Mbl IMeeM DOCTATOYHO
MOJIHOE MPENCTABICHUE O XKU3HEHHBIX 1IMKJIaX TUaTO-
MOBEBIX Bomopocieii [11—16], 1 3To TTo3BoJIsIeT Ipy Ha-
JIMIMK (paKTUIECKOTo MaTepuraa aHaIu31upoBaTh CO-
CTOSTHME UX MOy, 3agadya faHHOM pabOTHI CO-
cTosila B M3YYEeHUM OCOOEHHOCTEeH XMW3HEHHOTO
LKA, €T0 MPOOOIKUTEIBbHOCTY, MUHUMAJIbHBIX 1
MaKCHUMAaJIbHBIX Pa3MepPOB KJIETOK XapaKTEePHBIX IS
P. calliantha v P. pungens, K1TOHbI KOTOPBIX ObLJIN BbI-
JIeJICHBI M3 TUIAaHKTOHHEBIX IIP00, 0TOOpaHHKIX y Oepe-
roB KpBIMCKOTO ITOJTyoCTpOBa.
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Puc. 1.
Moestrup et Hasle, kitetku kiioHa 8.0123-G. (a) — oO1mmii
BUJI KJIETOK, (0—1) — (hparMeHTHhI CTBOPOK, TTOKA3bIBAIO-
mue GpuoyJIbl U IITPUXU; (a) — CBETOBass MUKPOCKOITHSI,
(6—m) — TPAaHCMUCCUOHHASI JIEKTPOHHAsI MUKPOCKOIIHSI.
Macirad TMHeHKN — 2 MKM.

Pseudo-nitzschia cf. calliantha Lundholm,

MATEPHAJIBI U METOJbI

OOBEKTOM WCCIIENOBAHUS SIBJISUIMCH TUIAHKTOH-
HBbIE IICHHATHBIE JUAaTOMOBEIE BOTOPOCIU poaa Pseu-
do-nitzschia H. Peragallo, 1900: P. calliantha Lund-
holm, Moestrup et Hasle (puc. 1) u P. pungens
(Grunow ex Cleve) Hasle (puc. 2). OT60p 11p0o0 mmpo-
BOIWIM B HECKOJIBKMX MECTax BIOJb BOCTOYHOTIO,
IOr0-BOCTOYHOTIO U I0ro-3arnagHoro rnoodepexnst Kpbima:
Kepuenckuit niponus (r. Kepub), BOCTOYHAsI OKO-
HeuHOCTh MbIca Omnyk, Kapamarckas Oyxrta, OyxTa
Jlaciu, CeBactononbckast Oyxta (I'padckas mpu-
cranb), Kamamurckuii 3anmuB (BOm3u r. EBmaropus),
03. [lonysnas (puc. 3). I1sg or6opa 1mpo6 UCII0Ib30Ba-
JIM Majlylo ITUJIaHKTOHHYIO0 ceThb [Ixkenmu. JuameTp
BXOIHOTO OTBEPCTUS CETH — 25 CM, sidesi ra3-CuTa, u3-
TOTOBJICHHOTO M3 CUHTETUYECKUX HUTEH, — 74 MKM
(I'OCT 4403-91, 3A0 “PaxMaHOBCKMI1 IIEJIKOBBII
KoMOuHatT”, Poccust). MUKpONIUIIETOYHBIM CIIOCO-
ooM [17] ¢ ncrronb3oBaHMEM MHBEPTUPOBAHHBIX OII-
tnyeckux MukpockonoB Nib-100 u Bif-100 (Biobase,
Kwuraii) u3 mmpo06 BbIAeeHbl OMMHOYHEBIC KJISTKU U
BBEIEHBI B KJIOHOBBIE KYJIbTYphl. I3MepeHue pa3me-

POB KJIETOK TIPOM3BOMMIN Ha MUKpockomne Biolar PI
(PZO, Ilonblia) ¢ MOMOIIbIO OKYJISIDHOW JIMHEWKU,
KaanOpOBaHHOI IO 00beKT-MUKpoMeTpy. DoTtorpa-
duu caenaHsl Ipy moMoIn Mukpockorna NIB-100 i
¢dorokamepnsl Canon PoverShort A95. DiekTpoHHbIE
¢oTtorpacdum ImaHMpei IOTy4eHbI C IIOMOIIBIO TPAHC-
MUCCHOHHOTO 3JIEKTPOHHOro MuKpockoma (TOM)
Carl Zeiss LIBRA-120 (Carl Zeiss Group, I'epmanust).
®dortorpaduu UCIIOIb30BaHBI I OMOMETPUYECKUX
M3MEPEHUI U IJIST OIIpedeieHusl BUAOB, BCTpedalo-
IIMXCS B MccrenyeMblx paiioHax. [TocTosiHHBIE TIpe-
naparhl ITaHIUPEi, 3aJIUThIC BBICOKOIIPEIOMIISIONISH
Cpenoii, TOTOBWJIM, MCHOIb3Yys YIPOIIEHHbIII METOIH,
[13], Tpu KOTOPOM KUBBIE KJIECTKU KYJIBTYPhI BBIICP-
XKUBaIU B JUCTUJINPOBAHHOI BOIE M0 pa3pylIeHUs
COIEePXXMMOTO KJIETOK, 3aTeM IIaHLIMPpU 3aIMBaIA
9TAaHOJIOM, MCIIOJIb3Ysl KaMWLISIDHYIO TMIIETKY, Te-
PEHOCHWIM Ha TOKPOBHOE CTEKJIO U ITomKuramm. [1oBTo-
PSUTM MaHMITYJISILMIO ¢ HOBOM mopumeil. OuniiieHHbIe
MaHIPU 3aKTI0YAIN B BBICOKOIIPEJIOMIISIIOITYIO CMOJTY
Naphrax (Naphrax Ltd. United Kingdom). KyabTypbl
comepxXajiy B CTeK/ITHHBIX dainkax IleTpu muamer-
poMm 10 cMm m Kosbax DpaeHmeiiepa oobemoM 100 M
B U30JIMPOBAHHOM ITOMEIIEHNU C OCTOSIHHOM TeM-
nepatypoii 20 £ 2°C 1 ecTeCTBEHHOM OCBEILEHUU OT
OKOH C CeBEpPHOI CTOPOHBI. JJisi CMelIaHHbIX MToce-
BOB UCITI0JIb30BaJIM yallku Iletpu nuamerpom 5 cMm. B
KadyecTBe KYJIbTYpaJIbHOM Cpelbl IPUMEHSIIA MOIU-
GUIIMPOBAHHYIO UCKYCCTBEeHHYIO cpeny ESAW [18].
IlepeceB B CBEXYIO Cpeay OCYIICCTBIISIICS C IIEPHO-
IUYHOCTBIO 10 nHEeM. 3aBUCUMOCTD IJIMHBI KJIIETOK OT
BPEMEHMU COJIepKaHUsI B KyJbType U pazMepa UHUILIM-
aJIbHBIX KJIETOK OT pa3Mepa POOUTEIbCKUX alIIpOK-
CUMUPOBAJIN JTUHEHBIM YPaBHEHUEM BHUA:

y =a—-bXx, (1)
IJe y — JJIMHA KJIETOK; X — J1aTa; a, b — KoadpULIMEeHTHI.

MeTtonmoM HauMEHbLIMX KBaapatoB [19] ObuUn
paccyuTaHBl 3HadYeHUs Ko3dduimeHra b ypaBHe-
HUSI, TIOKA3BIBAIOIIET0 CKOPOCTh YMEHBIIIEHUS pa3-
MEPOB KJIeTOK. B Tabnuiiax u Tekcre cpeagHue 3Hadue-
HUS MPUBOMSATCS C YKa3aHUEM OIIUOKU CPETHEro u
KOJIMYECTBa U3MepeHUii (n).

PE3VJIBTATDI

M3ydyeHHble KIOHBI Pseudo-nitzschia TIpOSIBUIU
CMOCOOHOCTh K FeTEPOTALTUYECKOMY ITOJIOBOMY BOC-
NpOM3BEACHUIO. 3a Mepuoa HaOJIIOAeHWI, ¢ aBrycra
2017 roga mo HacTosillee BpeMsi, BHYTPUKIOHOBOE
(roMoTajlInyeckoe) BOCHPOU3BEIECHUE HE OTMeda-
Jiocb. B Xolle 3KCIEpPUMEHTOB MO CKpEIIMBaHUIO
KJIOHOB, BBIJICJICHHBIX M3 JIOKAJbHBIX MPUPOIHBIX
nonyisuuii, y Pseudo-nitzschia calliantha nan6omnee
CEKCYaTbHO aKTUBHBIMU OKa3aInch KJIOHHI 8.0123-E,
8.0123-G, 7.0804-L u 7.0804-Si5; y P. pungens —
8.0123-D u 7.1023-A (ta6u. 1). IIpogemoHCcTpHUpOBa-
HO OTCYTCTBUE MEXBUIOBOM r'MOpUIM3aIIMH.
®U3UOJIOTUS PACTEHUN Ne 1
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Puc. 2. Pseudo-nitzschia pungens (Grunow ex Cleve)
Hasle, knetku kinona 7.1023-A. (a) — oO1mii BUI KJIETOK,
(6—n) — parMeHTbI CTBOPOK, MOKa3bIBaoIIMe GUOYIIbl U
IITpUXH, (B) — (pparMeHT MOSICKOBBIX 000IKOB; (a) — CBe-
TOBasi MUKpOCKonusi, (0—I) — TpaHCMHUCCHUOHHAsI 3JIeK-
TPOHHast MUKpOCKOMHsl. MaciuTtad JIMHEKU — 2 MKM.

HanHble, TTOJydeHHBIE B XOIe HaOJIIOmeHUs 3a
YMEHBIIeHUEeM allMKaJIbHOM IIIWHBI KJIIETOK B KJIO-
HaX, MMO3BOJIMUIM PACHIMPUTh MTHAITa30H pa3MepPHBIX
xapaktepuctuk Buma P. calliantha. C 20.05.2018 10
16.01.2019 6bLM M3MepeHBI 153 MHULIMATEHBIE KIIETKH,
TIOJIy9eHHBbIE B TIPOIIECCE MEKKIOHOBOTO TIOJIOBOTO
BocTipou3BeZicHUsI. B BeceHHe-JIeTHUIT iepron B CMe-
IIAHHBIX TIOCEBAaX PEIPOMYKTUBHO COBMECTUMBIX KJIO-
HOB ObLIa MU3MepeHa camas UIMHHAs WHULIMaIbHAS
kitetka (147 mxm). CpenHee 3Ha4eHUE pa3Mepa MHULI-
aJIbHBIX KJIeTOK B 3TOT nepuon — 130.5 + 1.0 MM (n =
= 143). Ilpu 3TOM MIMHA POAUTENILCKUX KJIETOK B
cpenHeM cocraBuia 61.4 £ 1.4 mxMm (n = 100). B po-
mecce CKpelIMBaHusI 3MMOM OTMeYeH MITHUMATbHBII
pa3Mep MHULIMATIBHBIX KJIETOK — 119 MKM, cpenHee
3HaueHue — 125.1 = 4.3 mxm (n = 10). JimHa poou-
TETbCKUX KJIETOK M3MEHHUJIACh M COCTaBWIA B Cpel-
HeM 47.7 = 2.3 mxM (n = 60). [Ipu atom y P. calliantha
OTCYTCTBYET 3HAUMMasl KOPPESIIUSI MEXIy pa3Me-
POM MHUIIUAJIBHBIX U POAUTEIBCKUX KJIETOK (puc. 4).

Bo Bcex BbIIEIEHHBIX YePHOMOPCKIUX KJIOHAX, CO-
JIepKaBIIUXCSl B KyIbTypaX, MPOUCXOIWIO TTOCTEIEH-
HOe paBHOMEPHOE YMEHbIIICHUE alMKaJIbHOM IJIMHBI
KJ1eToK (puc. 5). IloydyeHHBIC JaHHBIE TO3BOJIMIIM OLIe-
HUTB CKOPOCTh YMEHBIIIEHMS PAa3MEPOB KJIETOK IMPH CO-
JIep>XXKaHUM B 3alaHHBIX yCJIOBUSIX (Ta6ia. 2). Hawm-
MEHBIIEro pasmepa (21 MKM) TOCTUIJIA KJIETKU KJIOHA
7.0804-D5, xoTophle ITPOIOIKAIN IEIUTHCS BereTa-
TUBHO, HO YK€ TTIOTEePSLIN CITOCOOHOCTb BOCTTPOU3BO-
IWATBCS TTOJOBBIM ITyTeM. KymbTyphl, mMOCTHTaBIIIME
3TOTO pa3Mepa, MOrudaiM HE3aBUCUMO OT YCIOBUIM
coaepKaHUsl.

B npuponHoit monyasauuu camasi KpyrmHasi KjieTka
BUAa, KOTOPbIi HaMU ObUT MACHTU(UIIUPOBAH Ha OC-
HOBaHMU MOP(}OJIOTMYEeCKUX ITPpU3HAKOB Kak P, callian-
tha [20], obu1a HaiineHa B mapte 2020 roga. Ee mmmuHa
coctaBuiia 157 mxm. CpenHuii pasMep MHULIMATbHBIX
KJIETOK OBbUI paBeH 136.7 & 7.4 (n = 44) mxwm. J1jiHa po-
JUTEIBCKMX KJIETOK Jiexajia B auara3oHe 66—91 MM,
cpemHee 3HaYeHUE ITUHBI — 83.6 £ 6.3 MM (n = 81).

I[IpuHuMas B pacyeT yCTaHOBJIEHHBIE B labopa-
TOPHBIX YCJIOBUSIX KapAWHaJIbHbIE pa3Mephl KJIETOK
W CKOPOCTh YMEHBIIEHUS pasMepoB, PacCUUTAIH
MPONOKUTEILHOCTh AOPENPOAYKTUBHON ha3bl U
BCEro XXM3HEHHOTO LIMKJIa, KOTOpble cOCTaBWIu 12 1
35 mec. (tabi. 3).

OBCYXIEHHNE

Panee yxe Obl1a oTMedeHa CIIOCOOHOCTh pona
Pseudo-nitzschia X TeTepOoTaZIMYECKOMY ITOJIOBOMY
BocripomnsBeaeHMIo [10]. TIpumeHsist OMOJTOTMYSCKYIO
KOHLIETIIIMIO BUAA, YTBEPKAAIOIIYIO, YTO “BUIBI ITPE -
CTaBJISIIOT COOOM TpymIbl (haKTUUECKU MU IIOTEHII-
aJIbHO CKPEIIWBAIONIMXCS MPUPOIHBIX ITOMYJISIINA,
KOTOpBIE PEINPOAYKTUBHO M30JIUPOBAHBI OT IPYIUX
Takux rpymni’” [21], Mbl MOXXeM omnpeaenuTb BUIOBbIE
rpaHUIBl OOJIBIIMHCTBA TETePOTAIUINYESCKHU BOCIIPO-
WU3BOISIIIIUXCSI TMAaTOMOBBIX Bojopocieil. B KoHile
90-x ronoB XX cTojieTusi 13 YepHOMOPCKOI IIPUPOI-
HOI monynsauuu B paiioHe Kapamara ObpUIM BBIIEIC-
HBI U BBEAEHBI B KYJIbTYPY KJIOHBI Pseudo-nitzschia,
Ha TOT MOMEHT UICHTU(UIPOBaHHbIE KakK P. pseu-
dodelicatissima. TIOBITKN CKpeIIWBaHUS BBIICICH-
HBIX KJIOHOB C IPYTMMU, IIPUHALJIEKALIUMYU K ITOMY
BUY, pe3yabTatoB He naiu [10]. DTo uHuMmupoBaio
onmcanue HoBoro Bupa P calliantha Lundholm,
Moestrup et Hasle [8].

Nzydyenue pasMepHBIX XapakTtepuctuk P. calliantha
nokaszajio BapuabeJibHOCTb rpaHull, oT 40 1o 110 MxMm
[8, 22, 23]. CnenyeT 3aMeTUTh, UTO 3TU JaHHbIE ObLIU
MOJTy4eHBI HA IIPUPOIHBIX MOMYJISIIIUSIX, 1 BEPOSITHEE
BCEro, He OTpaxkaroT U3MEHEHUSI pa3MepOB BO BCeEM
KM3HEHHOM ILIMKJIE, HOCKOJIBKY ITpU U3YYeHUHU ITPU -
POIHBIX ITOMYJISIIIMI B OONBIIMHCTBE CIy4aeB OObIU-
HO He ylaeTcsl YCTaHOBUTh MaKCUMaJlbHble BUIO-
crienuduyeckre pa3Mepsl B CUIY PEOIKOCTH COOBI-
TUI ayKCOCTOPOOOpa3oBaHMUS U CBSI3AHHOI C DTUM
®U3UOJIOTU PACTEHUN Ne 1
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6. Kapadaeckas

Puc. 3. Cranuu ot6opa rmpo6 BaoJib mobepexxbst KpsiMckoro mosryocrpoBa: KepueHnckuii mposius (1. Kepub), BocToYHAast OKO-
HeyHocTh MbIca OnyK, Kapanmarckas O0yxra, oyxra Jlacu, CeBacronofibckast 0yxra (I'padckas nmpucranb), KamamMmurckuii 3a-

B (BOsm3u 1. EBriatopust), o3epo JdoHy3nas.

CJIOKHOCTH OOHapy>XKeHUsI MHULIMAJIbHBIX KJIETOK. B
J1abOpaTOPHBIX YCIOBUSIX, HAIIPOTUB, MOXXHO UHULIM-
UPOBATh MOJIOBO MPOILIECC C TTOSIBJIEHUEM UHULIM AT b-
HBIX KJIETOK, CAMbIX KPYITHbBIX, HAXOMSIIIMXCS B HAYaJIe
JKM3HEHHOTO 1IMKJIa, U OMNpPENeaUTh KJIETKU MUHU-
MaJIbHOTO XXH3HECIOCOOHOro pa3mepa. JlaHHbIe, TTo-
JIydeHHble HaMU B J1a0OPATOPHBIX YCJIOBUSIX, MO3BO-
JIWJIM CYIIIECTBEHHO PaclIMPUTh U3BECTHBIN 1UaNIa30H
pa3mepoB, 1o 21—147 mMxm. IIpumeyareabHO, YTO B
MPUPOIHOI MOMYJISILIMA ObUIM HalIEHbI KJIETKU ellle
oosbiiero pasMepa. OgHako UASHTU(PUKALIAS BUIA B
9TOM cJlydyae TTpOM3BOAWIACHE HA OCHOBAaHUU CBETOBOI
MUKPOCKOITUY B IPUXKM3HEHHOM COCTOSTHUU, YTO MOT-
JIO MPUBECTU K HETOYHOCTHU OMpPENEICHUs BUA.

I'paHuuieii mepexoma K penpoayKTUBHOI (da3ze
CTajI0 YMEHBIIIeHNE KJIETOK IIpeabIayIeii TeHepauu
10 60—70% oT MakKCMMAaJIbHO BUAOCIIELIM(PUIECKOTO
pa3mepa [25]. PaHee yxXe Obljla OTMeuUeHa rpaHuUlia
nepexona B 63—70% mnsa npyrux BunoB Pseudo-nitzschia
[2, 26]. ¥ mpencraBuTeseil 3TOro pojga KpUTUYECKAas
rpaHuIla, TaKUM 00pa3oM, BhIllIEe, YeM Y OOJIBbIITMHCTBA
M3y4YeHHBIX muaToMoBbIX [27]. CiiemoBaTesbHO, HpPO-
JIOJDKUTEILHOCTD TOPENPOAYKTUBHOM (Da3bl OKa3bIBa-
€TCsI CYLLIECTBEHHO 00Jiee KOPOTKOMA.

CormnacHO MOJIy9eHHBIM HaMU JaHHBIM JOPETPO-
nyktuBHasg daza mnsa P. calliantha cocTaBIIsIeT TIpH-
omusurtenbHO 12 Mec. (Tadu. 3). Ecau ucnonb3oBaTh
MaHHbIE 0 MAaKCUMAaJIbHON ITMHE KIIETOK W 3HAYCHMS
KapIWHAIBLHOTO pa3Mepa, 00yCcIaBIMBaOIIETro Iepe-

®OU3HUOJOTUA PACTEHUM  tom 69 Nel 2022

XOJI M3 TOPETIPONYKTUBHOM B PEIIPOIYKTUBHYIO a3y,
W3BECTHBIE U3 JIUTEPATYPHBIX UCTOYHUKOB, TO TPO-
JNOJKUTEILHOCTD TOPEeNPOayKTUBHOM ¢aswl y P. cal-
liantha n P. pungens noikHa cocTaBUTh 15 u 14 mec., a
BCEro XXMU3HEHHOTo 1ukia — 18.5 u 19 mec. cooTBeT-
CTBEHHO.

3amMeTuM, 4YTO MNPOAOJLKUTEIbHOCTh OTAEIbHBIX
¢a3 3aBUCUT OT CKOPOCTU YMEHBILIEHUS pa3Mepa Kiie-
TOK, KOTOpasi B CBOIO OYepeb OMPENesIeTCs] TOMIIM -
HOI IMMaHIIMPSI ¥ TEMIIOM BereTaTUBHOTO neyeHus [ 13].
OTMmeuyeHHass HaMM pa3Hulla B CKOPOCTU yMEHbIIIe-
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CpeIlHHH JJINHA pOAUTEIBbCKUX KJIICTOK, MKM

Puc. 4. 3aBUCUMOCTh pa3Mepa MHULMAIbHBIX KJIETOK B
CMeEIIIaHHBIX TMOCeBaX KJIIOHOBBIX KYJIbTYp Pseudo-nitzs-
chia calliantha ot poINTEIIbCKUX.
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Ta6muna 2. CKopocTb YMEHbIIIEHUS JUIMHBI KNeTOK Pseudo-nitzschia calliantha v P. pungens npu conep>kaHUM B KTIOHOBBIX
KYyJIbTypax
CKOpPOCTb YMEHBIIIEHUST IJTUHBI KJIETOK, MKM
CraHuus otoopa Kion
JeHb ! mec. ™!
Pseudo-nitzschia calliantha
03. Jlonyanas 8.0123-E 0.12 £ 0.04 (n=28) 3.7+1.2
03. J/lony3naB 8.0123-G 011x£0.03(=7) 34109
6. JIbBUHas 7.0804-D5 0.12£0.04 (n=28) 3.7+1.2
6. JIbBUHas 7.0804-Si5 0.1 £0.04 (n=9) 34+09
6. Kokre6ennb 7.0804-N 0.14 £ 0.05 (n=28) 43+ 1.5
6. JIuchs 7.0804-F 0.12£0.04 (n=5) 3.7+1.2
CpenHss 0.12 £ 0.01 (n =45) 3.7+0.3
MuHumanbHast 0.11 3.4
MaxkcumanbHast 0.14 4.3
Pseudo-nitzschia pungens
03. loHy31aB 8.0123-D 0.20 £ 0.01 (n=238) 6.1 £0.3
03. [loHy3maB 8.0123-C 0.26 £ 0.07 (n = 6) 7.9+ 2.1
Kepun 7.1018-B 0.16 £ 0.05 (n=28) 49+ 1.5
Kepub 7.1018-C 0.20 £ 0.04 (n=15) 6.1 £0.9
Kepub 7.1018-T 0.20 £ 0.05 (n=16) 6.1 £1.5
Kepub 7.1023-A 0.15+£0.04 (n=5) 4.61+0.9
CpenHsis 0.20 £ 0.02 (n = 38) 6.0£0.6
MuHUMaTbHAS 0.15 4.6
MaxkcuMasibHas 0.26 7.9

Ta6auna 3. PacyeTHas MpOIOJKMTEILHOCTD JOPENPOAYKTUBHOM ha3hl ¥ BCeil MPOIOKUTEIBHOCTH XXU3HEHHOTO [IUKJIA

y Pseudo-nitzschia calliantha v P. pungens

JUTHHa KIETOK, MKM [panuma PacueTrHast pOIO/KUTEILHOCTD,
Bun M cTOYHUK nepexona aHu (Mec.)
MUHIMATLHAS MakeMaTEHas JAaHHBIX B PETIPOAYKTUBHYIO | joperpoayKTUBHOI| BCETO XKU3HEHHOTO
alIbHa MaKCHMAaTbHa (basy, MKkM dassl LUAKJIA
. (110 — 55)/0.12 = | (110 —40)/0.12 =
%
P. calliantha 40 110 [22, 23] 55 ~458 (15) ~583 (19)
Hacrosiuas - (147 —102.9)/0.12 = | (147 —21)/0.12 =
2 147 paGora 103 ~368 (12) ~1050 (35)
(174 — 87)/0.20 = | (174 —61)/0.20 =
%
P. pungens 61 174 [24] 87 ~435 (14) ~565 (18.5)

IIpumeuanue: * — pacyeTHOe 3HaUeHUE; ** — MO (paKTUIECKU MOJTYYCHHBIM HAMU JAaHHBIM.

HUS UIMHBI KIETOK Pseudo-nitzschia pungens u
P. calliantha, no HallleMy MHEHUIO, CBSI3aHa B MEPBYIO
odepenb C TONIIMHON TMaHIMPS B 30HE MEePEKPBITHS
SIIUTEKH U TUTIOTEKH, a HE TEMIIOM ITeJICHUS.

P. calliantha, xak 1 apyrue NpencTaBUTENN poaa
[28], MeeT BRIpaKeHHbBIN CE30HHBIN ITUKJI Pa3BUTHS.
MOHUTOPUHI AVHAMUKU YUCIeHHOCTH B Kapamar-
CKOM OyxTe MoKasajl, YTO MAaKCUMYMbI TTPUXOIUINCH
Ha paHHEBECEHHUI (MapT—allpesib) U MTO3MHEJIETHUI

(aBryct—ceHtsI0pb) Iepuoabl. MaccoBoe pa3BUTHE,
MO-BUAUMOMY, SIBJISIETCSI HEOOXOIUMBIM YCJIIOBUEM
JIJIsl YCIIENITHOTO TOJIOBOTO BOCIIPOM3BEAECHUS, IO-
CKOJIbKY BEPOSITHOCTbD CIIMSTHUSI TAMET B TPEXMEPHOM
MIPOCTPAHCTBE BO3PACTAET IIPU OOJIBIION YUCICHHO-
ctu [10].

Takum oOpa3oM, IpeacTaBIeHHbIE HAMU pa3Mep-
HbIEe XapaKTEPUCTUKHU ITO3BOJISIIOT HE TOJBKO YTOU-
HUTH auarHo3 Buna P. calliantha, nMmeroiiero BaxkKHOE
DOU3BNOJIOTUA PACTEHUN Ne 1
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JlaTta

Puc. 5. IameHenue mauHbl KIeTok (a) Pseudo-nitzschia
calliantha (xmonwr: 8.0123-E, 8.0123-G, 7.0804-Si5,
7.0804-DS5, 7.0804-N, 7.0804-F) u (6) P. pungens (K1OHBI:
8.0123-D, 8.0123-C, 7.1018-B, 7.1018-C, 7.1018-T, 7.1023-A)
MpU colepXaHuu B KyabType (cpena ESAW) B ycrmoBusx
MocTosTHHOM TeMnepatypbl 20 + 2°C npu eCTeCTBEHHOM
OCBEILIEHUH CO CTOPOHBI CEBEPHOTO OKHA.

MpakTU4eCcKOe 3HAUCHUE C TOUKH 3PEHMS TOKCUKOTeH-
HOCTU, HO U IAIOT JOIOIHUTEIBHYIO MH(MOPMALIUIO IS
IMOHUMAaHUSI 3aKOHOMEPHOCTEH TTPOTEeKaHUS KU3HEH-
HOTO 1LIMKJIa, aHAJI13a TIPUPONHBIX TTOMYJISILNi, MOe-
JIMpOBaHUSI IMHAMUKU YMCJIEHHOCTHU.

PaboTa BhinosiHeHa B paMKax roc3anaHusi Kapa-
Jarckoii HayyHoi ctaHuuu um. T. M. Bsa3zemckoro —
MPUPOMTHOTO 3arnoBenHUKa Poccuiickoil akagemMuu
HayK — (unmnana PenepaibHOTO rocyaapcTBEHHOTO
OI0IKETHOTO yupexneHuss Hayku deaepaibHOTO 1c-
CJIeToBaTeIbLCKOro LieHTpa “MHCTUTYT OMOJIOTUH HOXK-
Hb1 Mopeit nmeHu A.O. KosaneBckoro Poccuiickoii
akageMun HayK’ — “H3ydyeHme (yHIamMeHTaIbHBIX
duznueckrx, GU3NOIOTO-OUMOXUMUYECKUX, PENpo-
JIYKTUBHBIX, TIOMYJSIIMOHHBIX U TTOBEJEHUYECKUX Xa-
PaKTEepUCTUK MOPCKMX TUIPOOMOHTOB”, HOMEpP TOC.
peructparmu 121032300019-0. DnexkrpoHHbIe (hoTOrpa-
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¢dun muatomeil moiydeHbl B LIeHTpe KOMIEKTUBHOTO
1oJIb30BaHus “/laTbHEBOCTOYHBIN LIEHTP SJIEKTPOHHOM
MUKpocKonuu” HalumoHanbHBIII HaydHBIA LEHTP
MopcKoit ononornu M. A. B. ZKnpmyrckoro JanmbpHe-
BOCTOYHOTO oTnesieHus: Poccuiickoii akameMu HayK.

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBMU KOH(PJIMKTa
nHTepecoB. Hacrosimast craThsl He COIEPKUT KaK1X-
MO0 MCCIIeNOBAaHWI ¢ yIaCTUEM JIIOIEUN M JKUBOTHBIX
B KayeCTBE OOBEKTOB UCCIIEIOBAHMSI.
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