JIUCTBEB, CoJIepKaHue XJopoduiia U akTUBHOCTh (hoTocucTeMsl |). bouu mo-
no0OpaHbl yCJIOBUS JUIsl U30JIUPOBaHUSL (paklUU XJIOPOILJIACTOB B IPaJIUCHTE
nepkosis. M3 BbIJICNEHHBIX XJIOPOILIACTOB MOCTE JIM3Kca ObLT U30JIUPOBaH Oe-
JIOK, KOTOPBIN THAPOJIM30BAIM TPUIICUHOM C MpUMEHeHHeM TexHuku FASP
(Filter Aided Sample Preparation). [lomydeHnHble menTuapl ObUTH TPOAHATH3H-
pOBaHBl ~ Ha  TaHAEMHOM  JKMJIKOCTHOM  XpOMaTO-MacCIEKTPOMETpE
(nanoLC-MS/MS). Bceero 6b110 HaiiieHo 116 caiiToB, HECYITUX MOIU(PUKAITHIO
Ne-(auetun)mu3ud U Ne-(hopmuin)nu3uH. B pacTeHusix, BbIpallleHHbIX B HOP-
MaJIBHBIX YCJIOBHSAX BCErO BBIABICHO 39 Takux CaWToOB, M3 HUX 13 cauToB
Ne-(auetmn)musuHa U 27 calToB Ne-((popMui)IU3uHa, TOTAA KaK Y dKCHEPH-
MEHTAJIbHBIX PACTEHU Mocie 5 THel 3acyxu — Bcero 47 cailtoB, u3 Hux 20 u
27 caiitoB Ne-(auetuwn)nuzuHa U Ne-(popMui)iu3uHa COOTBETCTBEHHO. B
HACTOsLIEe BpEMS POBOUTCS KOJIMUECTBEHHAs OLIEHKAa U3MEHEHUI, TPOUCXO-
JSIIKX 110 OTAENIbHBIM caliTaM. B 4aCTHOCTH, OTHOCUTENBHOE KOJIMYECTBEHHOE
conepxkanue ramukupoBadHoro nentuga DQYIAY VKaceryiDK, oTHOCAmETOCSA K
oonpmon cyosenuuuiie RuBisCo ysenuuninocs B 1,5 pa3a B xjoporuiacrax pac-
TEHUI 3KCIIEPUMEHTAIIBHOM TPYIIIBI [0 CPABHEHUIO C KOHTPOJIEM.

Taxum 00pa3oM MoKa3aHbl KAYECTBEHHBIE U KOJIMUECTBEHHBIC N3MEHEHUS
B nipoTeoMe xsoporiactoB Nicotiana benthamiana mpu crpecce 3acyxoit; 00-
Cy)KaaeTcs ux (pU3NOIOTUYECKasi POjb, B TOM UKCJIE CUTHAIbHAS U PETYIIATOP-
Hasl.

NO-onocpenoBanHasi ayrodarusi B BLICHINX PACTEHHUSIX: OT
HaeHTH(PUKANUN AYyTOPAru4eCKUX reHOB /10 MOCTTPAHCIAALMOHHOI
Moaupukanum 0eJIK0B

Masuna A. B.A*, I'asuzosa H. U.A, lamunosa A. I'.A, Jlekcun . FO.A,
Jykamesa E. M., Ilymusmuna FO. C.B, Top6au /1. IL.E, ®posos A. A B,
Munu6aesa ®. B.A

4 Kazanckuii uncmumym 6uoxumuu u 6uogusuxu - 060cobnennoe cmpyKmypHoe noopazoe-
nenue OUI] KasHIL] PAH, Kazanw, Poccus. *E-mail abmazina@gmail.com
5 Canxm-Ilemepbypackuii 2ocydapcmeennviil ynueepcumem, Canxm-Ilemep6ype, Poccus
B Unemumym gusuonoeuu pacmenuii PAH um. K.A. Tumupszeea, Mockea, Poccus

AyTodarus siBIsSeTCS YHUBEPCATHHBIM MEXaHU3MOM JIeTPaJallii MOBpe-
JEHHBIX WJIM TOKCUYHBIX KOMIIOHEHTOB BO BPEMS Pa3BUTHS UM CTPECCOBOTO
OTBETa B 3YKapHOTUUECKUX KJIeTKaX. B xoe ayTodaruu HexenaTeIbHbIe KOM-
MIOHEHTHI OKPY)KarTCs ayTodarocomaMu (IBOMHBIMU MEMOpPAHHBIMU BE3UKY-
JIaMH ), TIOCPEACTBOM KOTOPBIX ATH KOMIIOHEHTHI IOCTABJISIFOTCS B BAKYOJIU JJIS
nocinenyrmieit nerpaganuu (Yang, Klionsky, 2009). Hamu nokazaHo, 4to B
pacTeHMSIX OJHUMHU U3 UHIYKTOPOB ayTO(daruu SIBJISIIOTCS aKTUBHBIC (hOPMBI
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a3ota, B ToM uncie okcuzaa azota (NO) (Minibayeva et al., 2023). Ogaum u3
KJIF0UEBbIX MexaHu3MoM NO-omnocpeoBaHHOW CUTHAIM3AINY SBIISETCS MOCT-
TpaHcisironnas Mmoaudukanus (IITM) 6enkoB mocpeACTBOM S-HUTPO3UITUPO-
BaHUd. AyTodarus ydyacTByeT B npoiieccax GOpMUPOBaHHS OPTaHOB U TKAHEH,
OuoreHesa pacTUTENBHBIX BaKyoJieH, B MpOIleCCax CTApEHHUs OpraHu3Ma, a
Taxxke ycrorunBoctd k crpeccy (Phillips et al., 2008, Tang et al., 2018). B
CBSI3H C 3TUM, pacIM(PpoBKa MEXAHU3MOB, KOHTPOJIUPYIOIIUX WHAYKIIHIO, pa3-
BUTHE WM MHTHOMpOBaHHE ayTOodaruu, MOKET CIIOCOOCTBOBATh pa3paboTke
CIOCOOOB TOBBIIIEHUSI PE3UCTEHTHOCTH PACTUTEIBHOIO OpPraHu3Ma K ycCIo-
BHSIM HEOJIAarOTIPUSATHOMN CPEIIbI.

Ha ceromusmauii 1eHb B BBICIINX COCYAHUCTBIX PAacTEHUAX ayTodarnde-
CKHE IeHbl ¥ OEJIKH JI0BOJIBHO XOPOILIO U3yY€Hbl. DTOMY CIIOCOOCTBOBAI MOJI-
HOTEHOMHBIN aHau3 HECKOJIBKUX BUIOB COCYJIMCTHIX PACTEHU, B TOM YHCIIC
Arabidopsis, Oryza, Zea. O6patHas cuTyanus HaOJIOAAe€TCsS JUIS IIICHUIBI
Triticum aestivum — oaHO# 13 HanboJIee BOCTPEOOBAHHBIX B MUPE CEIICKOXO-
3SICTBEHHBIX KYJbTYD, YeH aJUIOTeKCAIlJIONIHBINA T€HOM U IIPOTEOM JI0 CUX TTOP
MOJIHOCTBIO HE aHHOTHPOBaHKI. [IpecTaBisieTcsi BAXKHBIM BBISBUTH KOHCEPBa-
THUBHBIC YYACTKH ayTO(Parnuecknx reHOB U OCITKOB y MIIIEHUIIBI H OT[CHUTH BO3-
MO>KHYIO ABOJIIOLIMOHHYIO JPEBHOCTH 3TUX MOCIEI0BATEIIEHOCTEH.

['enetnyeckuii MexaHu3M ayTodaruu ObUT CUCTEMATHYECKU paciimdpo-
BaH IMyTeM UJCHTUPUKAIIMU U PYHKIIMOHAJILHOTO aHanu3a 6osee 40 ayrodaru-
yeckux (ATG) renoB y sykapuoT (Furukawa et al., 2019). 'enHombl pacTenuit
KOIUPYIOT MHOKecTBO ATG opTOJIOroB, HAESHTU(DUIIMPOBAHHBIX Y APOXOIKEH U
miekonuTaromux. ATG Oenku TpaJUuIMOHHO JIETSAT Ha YeThIpe OCKOBBIX Kia-
crepa: 1) kunaszubiii kommiekc ATG1/ATG13, koTOpsIii HHUITMUPYET 00pa3o-
BaHUE ayTo(harocoM B OTBET HA HEJOCTATOK MUTAHUS U B X0JI€ OHTOTEHE3a; 2)
cnenupudeckuii 1 ayrodparun pocharuannraosnton (Pl) 3-kuHa3HbII KOM-
mwieke I knmacca (PI3K); 3) kommieke ATG9, crmocoOCTBYIOMNM IKCITAHCHU
darodopa; 4) yOukBuTHH-TIONOOHBIE cucTemMbl KOHbIoramuun ATGS8/ATGI12,
KOTOpBIC ACHCTBYIOT BO BpeMs 3KCITAHCUH U co3peBanus (arodopa (Kim et al.,
2011).

J7is cpaBHUTENBHOTO aHalIM3a ayTo(harndecknx reHoB 1 OEJIKOB Y pacTe-
HUN HaMH ObLIM BBIOpaHbl OprHoPUTHl (MOX000pa3Hbie). bpruodurs! sBistoTcs
ABOJTFOIMOHHO JPEBHUMU BBICIIMMH HECOCYIUCTHIMU PACTCHUSMH, TIPOMEKY-
TOYHOH (HOPMOM MEXKIy HHU3IIUMHU W BBICIITMMH COCYIUCTBIMH PAaCTCHUSMH.
MHuorue OpuodUTHI SBASIOTCA AKCTpeMOpUIaMU U CIOCOOHBI BBKMBATH B
ype3BbIUaiiHO HeOmaronpuaTHeIX yeinoBusax (Wood et al., 2007). Mcnonb3oBa-
HUE OpHO(PUTOB B KaueCTBE MOJEIBHBIX OOBEKTOB JJIsl U3yUeHUs ayTodaruu
SBJISICTCS] YPE3BBIUAHO MEPCIIEKTUBHBIM, MTOCKOJIBKY BBISBICHUE PAa3INduil B
Mopdoaoruueckux ocodeHHocTsX, skcnpeccuu ATG renoB u aktuBHOCTH ATG
OEJIKOB, a TaK)Ke OMOXMMUYECKUX MEXaHU3MaX PEryJIAlUU JaHHOTO Tpoliecca
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B Opro¢uTax U APYrux BHICHIUX PACTEHUIX MOKET NPUOIU3UTh HAC K TOHUMa-
HUIO pOJIM ayTo(aruu B mpoiieccax pocTa, pa3BUTHS U YCTOMUHUBOCTU paCTEHUN
B XO/I€ PBOJIIOIUHY.

Jliis aHanu3a HaMu ObLT BEIOpaH Mox Dicranum scoparium Hedw., koto-
pBI OTJIMYAETCS 3HAYUTEIBHONW YCTOMYMBOCTBIO K JIEUCTBHIO A0MOTHYECKUX
CTpeccoBBIX (hakTopoB. 1o HacTosIIero BpeMeHn reHoM Mxa D. scoparium ue
aHHOTUPOBaH, W mocneAoBareabHOCTH ATG reHoB B 0a3e JaHHBIX OTCYT-
cTBy10T. Ha ocHoBanuu nmMeromumxcsa B 6aze nanHbix NCBI SRA tpanckpur-
TOMHBIX JaHHBIX Mxa D. scoparium mamu O0bLaH iN SiliCO HaeHTHPUITMPOBAHBI
yHUKaJIbHBIE TpaHCKpUIThl ATG reHoB, manee ux MOCIeI0BATEIPHOCTHA OBLITH
MTOATBEPKIEHBI SKCIIEPUMEHTAIBHO ITyTEM KJIOHUPOBAHUS U CEKBEHUPOBAHMSI.

MHuoxecTBEeHHOE BbIpaBHUBaHUE mocnenoBaTtenbHocTel ATG OGenkos
NIICHUIIBI, TUKPAaHyMa U JIPYTUX PACTEHHUM BBISBUJIO BBICOKYIO TOMOJIOTHIO
AMUHOKHUCIIOTHBIX MOCJIEI0BATEILHOCTEN U HAIMUKME KOHCEPBATUBHBIX y4acCT-
KOB. CTOUT OTMETUTH, YTO B AMUHOKUCIIOTHBIX TIOCIIEIOBATEIBHOCTAX KITIOUE-
Boro aytodaruueckoro 6emnka ATGS8 niieHuibl HaOIIOAATUCH TOYSYHBIE AMHU-
HOKHUCJIOTHBIE 3aMEHbI, KOTOpPbIE COXPAHSJIUCh B HECKOJBKUX H30(hopMax
oenka. OuiorenerTnyeckuil ananus nocienoatenbHocTed ATG GenkoB Opuo-
(UTOB U BBICIIINX COCYIUCTHIX PACTCHUI HAa OCHOBE MOJTYYCHHBIX MHOYKECTBEH-
HBIX BEIPABHHBAHHMIA ITOKA3aJl, 4YTO MOCIIEe0BaTeIbHOCTH MXa D. scoparim Haxo-
JSTCS B OIHOM rpymnmne ¢ Opuoduramu U HanboJsiee 0JIM3KOPOJCTBEHHBI OeTKaM
Physcomitrella patens. Dto mo3BossieT MpeANoI0KUTh, YTO JUBEPrEHTHOCTD
n3odopm Oenka ATGE 3BOTIOIMOHHO BO3HUKIIA OTHOCUTENIBHO HeNaBHO. Ta-
KHM 00pa3omM, oOHapysxeHo Om3koe poactBo ATG 6enkos D. scoparium c ro-
MOJIOTHYHBIMU OeNkamMu Ipyrux 0puodurtos, a Takxke onmskoe poactso ATG
OEJIKOB MIIIEHUIIBI C TOMOJIOTUYHBIMH O€JTKaMU JPYTUX BBICHIUX COCYIUCTHIX U
HECOCYJIUCTBIX PACTEHUU.

C uenpio ananu3a natrepHoB BiusHusg NO Ha ayTodaruio B KJIETKaX BbIC-
IIMX HECOCYIUCTBIX U COCYAMCTHIX PACTEHUN HAMH MPOBOJWIMCH JKCIEPHU-
MEHTHI 110 aHanu3y dKcrpeccuu ATG reHoB, BOBICUEHHBIX B PA3TUYHBIC TAIIbI
dbopmupoBaHus ayToarocom BO MXE W MIIEHUIIE, TOIBEPTHYTHIX BO3JICH-
ctBuio nqoHopoB NO. beuto oOHapyxeHo, uro Bo mxe D. scoparim neficTBue
HUTpATa ¥ HUTPUTA KaJIMsl, HUITPONPYCCH A HATPHUS U CIIEpMHHA (TIOJTMaMUHA)
B TE€YCHHE 3 4 CTUMYJHUPOBAIIO B HECKOJILKO pa3 dKCIPECCHIO TPAHCKPUIITOB
uzodopm ATGS8. JlanbHeiiee Bo3aeicTBUE 10 6 U HUTPUTA KaJIUs €1le 00JIbIIIe
MOBBIIIAJTIO YPOBEHB SKCIPECCHH BCEX aHATTM3UPYEMBIX TPAHCKPHIITOB.

B kopusix mmenuribt ananus sxcapeccun ATG reHOB BO BpEMEHHOM THA-
Mmuke 3-6-12 4 mokazai, uto goHopsl NO mnoBsimatot 3xcnpeccuio ATG reHos
npu 3 1 6 4y aelcTBUY, K 12 4 BO3ACHCTBHS YPOBEHDb SKCIPECCUHN TTOHUKAJICS.
HuTtepecHo, uTo skcnpeccuss ATG reHoB 1o ASHCTBHEM CIIEPMUHA UMeJIa KO-
J0K0JI000pa3Hy0 PopMy C MaKCHMaJIbHBIM YpOoBHEM B 6 4. Takum oOpaszom,
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MO’KHO IPEINOJIOKUTE, YTO JOHOPBI NO BBI3BIBAIOT MOBBIIIEHUE YPOBHSI JKC-
IPECCUU T€HOB, KOJUPYIOIUX OEJIKH, y4acTBYIOILIUE BO BCEX ATanax GopmMupo-
BaHUs ayTO(aroCoMsl.

MapkepubiMu Oenkamu aytodaruu sasisitorcs O0enku ATG4 u ATGS.
benku ATG4, npuHamiexanmx K CEeMEMCTBY IIUCTEMHOBBIX MPOTEa3, U OEIKu
ATGS u3 cemelicTBa yOUKBUTHH-TIOTOOHBIX OEIKOB HEOOXOAUMBI JIJIs1 00pa3o-
BaHMs ayTodarocomanbHbIXx MeMOpaH (Farré, Subramani, 2016). MeTomnom um-
MYHOJIETEKIMH C UCIIOJIb30BAaHUEM MMOIUKIOHAIBHBIX aHTUTEN NpoTuB ATG4 1
ATGS8 namu ObuI0 MoKkazaHo HakomieHue 0enkoB ATG4 u ATG8 B kopHsIX,
MOABEPrIIMXCsl BO3AEUCTBUIO T0HOPOB NO. CaMblil BBICOKHAN U CTaTUCTUYECKH
noctoBepHbIi ypoBeHb ATG4 u ATGS8 nHabmrogacs mociie 3 4 00paboTKu mpo-
POCTKOB MIIEHUIIBI ciepMUHOM. IHTEpecHo, uTo nocie 3 4 00paboTKu HUTPU-
ToM Kaimust ATG8 BusyanusupoBaiics B JEIUIUAUPOBAHHON U JIMIIAIUPOBAH-
HOW (hopMax, TOABIIAIOIINXCS HA (PUHATIBHBIX CTAAUIX 00pa3oBaHUs ayTodaro-
coM. Takum 006pazom, pe3ysIbTaThl HAILIUX SKCIIEPUMEHTOB CBUAETEILCTBYIOT O
TOM, YTO Hanbosee 3 PeKTUBHBIM UHIyKTOpaMu ayTodaruu cpeau NO 1oHO-
POB SIBIISIFOTCS CIIEPMUH U HUTPUT KaJMsl.

N3BecTHO, yTO O€NKM, BOBJIEUYEHHBIE B MIpolecc ayTodaruu, mojaBepra-
IOTCSI pa3HOOOPa3HbIM MOCTTPAHCISAUMOHHBIM MogudukamusaMm (Agbemafle et
al., 2023). K coxanenuto, uapopmanus o poixu NO-omocpe1oBaHHBIX MOTH-
(uKauii, B TOM 4yucie S-HUTPO3UIUPOBAHMS OEIKOB, B PErYyJIALNUU ayTodarun
Yype3BblUaliHa OTpaHUYCHA. S-HUTPO3WIUPOBAHKE — ATO 00OpaTUMOE Mpeodpa3o-
BaHUE TUOJIOBBIX TPy OEJIKOB B S-HUTPO30THOJIBI. S-HUTPO3UIUPOBAHUE SB-
JsieTCs AMHAMUYECKOM, 00paTUMOI MOCTTPAaHCIALUOHHON MOAU(pUKALIKEH, KO-
Topas peryaupyer ¢pyHkunu Muorux 0eikos (Lindermayr et al., 2005; Niu et
al., 2019). Ha nanHbIif MOMEHT ayToharndeckrue MEXaHHW3MbI, OMOCPEIOBAH-
Hble S-HUTPO3WJIMPOBAHUEM OEJIKOB, aKTUBHO M3YYalOTCSl Ha KJIETKAaX MJIEKO-
nutaromux (Montagna et al., 2016; Zhu et al., 2019), ogHako CyIecTBYOT
JMIIb €IUHUYHbIE MyOJIMKALUU O MOJAOOHBIX UCCIEOBAaHUIX Ha KJIETKaxX pac-
TCHUMU.

BosneiicTBue Ha nHTaKTHBIE KOpHU T. @aestivum mgonopa NO (HuTpuT Ka-
JUsl) WIA WHTUOMTOpAa MHUTOXOHJAPUAIBHOM 3JIEKTPOH-TPAHCIIOPTHOM UENu
(OTL) anTMUIIMHA A MPUBOJWIO K HAKOIJICHUIO B KJIETKaxX ayTodarocom u
noBsileHUI0 Kkcnpeccun ATG renoB. buonnpopmaTnyeckuii aHaIU3 BbISBUII
HaJU4Yue CauTOB S-HUTPO3WIMPOBAHUS B CTpYKType OenkoB ATG4a, ATG4b,
ATGI16 (Tabnuma 1).
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Tabnuya 1
I'unorernyeckue caiThl HUTPO3UJIMPOBAHUS ayTO(parudeckux oeaxoB Triticum

aestivum
benok Uniprot ID ['MnoreTnyecKkue CauTbl HUTPO3ZUIMPOBAHMS
ATG4 COLP24 48
ATG4b U30Q008
ATG4.2 COLP25 50, 101, 289
ATG4a U3PWQ4 47
ATGl6a U3PWS4 391
ATG16b U3Q035

MeTonoM UMMYHOLMTOXUMUU M MMMYHONPELMIUTALMKA C MCIOJIb30Ba-
HUEM MOHOKJIOHAJIbHBIX QHTUTEN BBISABICHO HAKOIUIEHHE S-HUTPO3UIMPOBAH-
HbIX O€JIKOB B KJIETKaX KOPHEW MIIEHUIbI TPU UHAYKIMHU ayTodaruu. Mel no-
Ka3aJdd, 4TO B KOPHSAX MIIEHUIbl MpPU JECUCTBUM WHAYKTOPOB ayTO(aruw,
HAIPSIMYIO WM ONIOCPEJOBAHHO BIMSIOIIMX HA YPOBEHb OKCHJA a30Ta B KJIET-
Kax, MPOUCXOIUT MOBBIIIEHUE YPOBHS S-HUTPO3WINPOBAHHBIX OenkoB. C 1e-
JbI0 UJIEHTU(UKALNUN S-HUTPO3WINPOBAHHBIX OENIKOB 17151 3()h(PEKTUBHOTO TO-
UCKa OEJIKOB-KaHIUAATOB Mbl HCIIOJIb30BAJIM KOMIUIEKCHBIH METOJUYECKHI
NOJXO0JI, BKJIFOYAOUIMI EPUBATU3ALMIO0 HUTPO3OIPYIIIBI C HUCIIOJIb30BAHUEM
KOMMEPUYECKOT0 Ha0opa, NACHTU(UKALINIO OEIKOB C MOMOIIBI0 METOJ1a CKOPO-
CTpeJIbHOM MpoTeoMUKH («shotgun») u Ouomnpopmatrnueckuii ananmus. C no-
MOIIbI0 MOJETUPOBAHUS O€OK-OEIKOBBIX B3aUMOJEHCTBUNA MPEACKA3aHO BO-
BJICUEHUE UJICHTU(PUIIUPOBAHHBIX O€yKkoB, B T.4. GAPDH, ABC-Tpancnoprepa
U JApYruX, B ayTo(aruyeckue mporecchl.

Pe3ynbrathel HacToOsIIEH pabOThl CBUAETENBCTBYIOT O TOM, UTO B KJIETKaX
BbICIIMX pacTeHnid NO uHayuupyer aytodaruio, 4To XapakTepu3yeTcs u3Me-
HEHUSMH B YPOBHE 3KCIPECCHM ayTO(AarunyeCKuX reHOB U HAKOIUIEHUH ayTO-
darnyeckux 6enkoB. OnHoi u3 kimroueBor [1TM, perynupyromeli akTHBHOCTb
O€JIKOB, BOBJICUEHHBIX B ayTO(arnuecKue MpoLecchl, SIBIIETCA UX S-HUTPO3U-
aupoBaHue. MOXKHO mosaraTh, 4yTo ayTrodarus B KJIETKax pacTeHUH sBIsSETCS
SBOJIFOLIMOHHO JIPEBHUM NpoLEcCOM. MeXaHu3Mbl, ONOCPENOBAaHHBIE AKTHB-
HbIMU (popMaMu a30Ta, ABJISIOTCS YHUBEPCAIbHBIMU JUIsl HHIYKLIWU U ITpoLiec-
CUHTa ayTo(aruy B BBHICHIUX COCYAUCTHIX U HECOCYIUCTBIX PACTCHUSIX.

JlaHHOE MCcCIIeTOBaHNE BBITIOJIHEHO B pAMKaxX rOCYIapCTBEHHOTO 3a1aHUS
OUILI KasHL] PAH.
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