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CIIUCOK COKPAILIEHUN

ABK — abcun3zoBas Kucinora

ATlb — anun-nepeHocsmi 6e10K

[KX-MC — razo-xuakoctHast xpomaTorpadus / Macc-CieKTpOMETPHUSI
AU — quranakTo3wiuauirIuuepuH

KK — »xupHas xkuciora

NH — nHaeKC HEeHACBIIEHHOCTH

MI'JII" — MOHOTaaKTO3UIIUALAIITIIALIEPUH
MK — MeTuimxacMoHaT

M3XKK — MeTr10BbIX 3(hUPOB KUPHBIX KUCIOT
[TJO — naneMUTOMNI-AECATYPA3ZHOE OTHOIIIEHHE
[IL[P — monuMepa3Has nenHas peakiuus

PBOK — pubynozobudocharkapbokcuiaza
PBU — poraniioHHbIM BaKyyMHBIN UCITAPUTEND
P®K — peaktuBHbBIC (HOPMBI KHCIOPOIA

CIO — creapoun-gecarypa3sHoe OTHOLICHUE
CKAI — cynbhOKMHOBOZWITAALIMIITIUIEPOJT
CK — camumuioBast KHCIOTa

CO/1 — cynepokcuaaucMyTasa

TCX — ToHkocnoiHas XxpomaTorpadus

@I — pochaTuanriniepux

OIIP — sHI0IIIA3MaTHYECKUNA PETUKYIUTYM

GFP — green fluorescent protein, 3encHslii hyopeciieHTHBIN O€T0K
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BBEJAEHHUE

AKTYaJIbHOCTb T€MbI

OgHuM U3 MEXaHW3MOB aJalTHUBHOTO OTBETAa PACTEHHM Ha abMOTUYECKHE U
OWoTHYeCKHe CTpeccoBble  (DAaKTOPBI  SBISCTCA MOMYJSAIUS  HEHACBHIIIEHHOCTH
MEMOpaHHBIX JHUMOUAOB. DTOT MPOIECC peaTu3yeTcsi MO CPElCTBaM JiecaTyparuu
wupHbix kucior (KK) cneuuduueckumu depmentamu necatypazamu. [lecatypass
KaTanm3upyloT npespaimienue oauHapHoil (C-C) cBsi3u Mexay aToMaMmH yriepoja B
alWIbHBIX  HemsX KUpHbIX kuciaor B aABovHyto (C=C) (Jlocs, 2014) wu
npeoOpa3oBBIBAIOT, TakuM oOpa3om, HachilleHHble KK B HeHacwimenHsie. Hamuuue
HEHACHIIIICHHBIX JKAPHBIX KHUCIOT B COCTaBE MEMOpPAHHBIX JIMIHIOB TPUBOIUT K
Pa3KKEHUIO JIMITUIHOTO OWCIIOST M TpenoTBpamiaer ero (asoBwiii mepexom B Oolee
tBepaoe cocrosaue (Macartney et al., 1994). Takoit (a3oBbIi TEpexo] MOXKET
MPUBECTU K OOpa30BaHUIO OTBEPCTUM B MeMOpaHe, HapyIICHUIO (PYHKIIMOHATIBLHOCTHU
MeMOpaHHBIX OEJIKOB WJIM IOJHOMY pa3pylIEHHI0O MeMOpaHbl, 3TO B CBOIO O4Yepeib
MoskeT npuBectr k rudenu kinetku (Alberts et al., 2015).

B pacturenbHOM kinetke 3a aecarypauuto JKK oTBedaroT pacTBOpHUMBIE aluil-
Allb-necatypa3sl 1 MeMOpaHOCBSI3aHHBIC allWII-IMIKIHBIC aecatypasbl (Los et al.,
2013). KnroueByto poib B mporiecce oopazoBaHusi HeHachleHHBIX JKK, He00X0IUMBbIX
JUIST  TIOAJIEPKAHHST ONTHUMAIBHOW >KUJIKOKPUCTAJUIMUECKOW CTPYKTYypbl MeMOpaH
pacTUTeNbHOU KIeTKH, wurpaetr genbra-9-anmn-Allb necatypasa, MHOCKOJBKY OHa
obpasyer nepByio ABoiHYyI0 cBs3b B menu JKK (Lopez Alonso et al., 2003). [leasra-9-
anun-Allb  necarypaza (A9 amun-Allb npecatypaza, A9 pgecarypasa) mnpeBpaiaer
creapuHoByto kucioty (18:0) (mepas umdpa o0003HAYaET KOJIMYECTBO aTOMOB
yraepojia B MOJICKYJIe KUPHOM KHUCIIOTHI; BTOpas Hudpa — KOIMYECTBO JBOWHBIX
cBsi3eii) B osienHOBYIO (18:1) BBO/S IBOMHYIO CBsI3b MexaAy 9 u 10 atomoM yriepojia B
armneHoM 1enu JKK (Troncoso-Ponce et al., 2016) u obecrieunBaeT, TakuM 00pa3om,
cyOcTpaToM Jpyrue jaecarypasbl, KOTOPBIE IOCJIEIOBATEILHO OO0pa3ylT BTOPYIO
(mosmoxkenue Al2), tpetbio (Al5) m mocnenyromue apoiubie cBs3u (Napier, 2007).

Cuuraercs, yto auun-Allb necarypasbl pacTeHHMl, JOKaau30BaHbl B XJIOPOILIACTAX
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(mnactupax), TOrAa Kak MeMOpaHOCBSI3aHHbIE —alWJI-IMIUAHBIE JecaTypas3bl B
MHKpOcOMax 3Haorua3mMaruyeckoro perukyiayma (DIIP) (Los et al., 2013; Lou et al.,
2014; Napier, 2007).

B kauectBe yn00HOM MOJENM B UCCIENOBAHUU POJIM JiecaTypa3 B MeXaHU3Max
aJanTanyy PAcTCHHM YacTO MCHOJB3YIOT OKCIPECCHI0 TETEPOJIOTHYHBIX TCHOB
necatypas. Mcmonp3oBaHWe B MCCIIENOBAHUSX XOPOIIO HM3YyYEHHBIX TETEPOTOTHYHBIX
necarypas, Hampumep A9 amuI-IMOUAHON Jecatypasbl  Synechococcus vulcanus
(I'epacumenko u coast., 2015; Orlova et al., 2003; Popov et., 2006), 00ycinoBiIeHO B
MEPBYIO OYepelb TEM, YTO B PACTUTEIBHON KIIETKE MMEETCs OOJbIIoe KOJIUuecTBO A9
aimn-Allb necatypa3 (Los et al.,, 2013; Zhang et al.,, 2009), oHM HemTOCTaTOYHO
W3YYCHBI, U HE JI0 KOHIIA MOHSATHA POJbh 3THX Jecarypa3 B Ipolecce 0O0pa3oBaHMS
HeHachlmeHHbIX JKK.

XOTSl TETepOJIOTMYHAS SKCIPECCHs TEHOB HEKOTOPBIX JlecaTypa3 B PAaCTCHHSIX
OblJla paHee YXe OIucaHa, OJTH HCCIENOBaHUA B OOJBIIMHCTBE CBOEM HE
MO/Ipa3yMeBaJId  HAMPABJIECHHYI0 TPAaHCHOPTUPOBKY TMPOJIYKTOB IEJIOr0 TeHAa B
cnenupUIecKrnii KOMITApTMEHT KJIeTKH. lcciemoBarenmn B OCHOBHOM HCHOJB3YIOT
BEKTOPHBIE KOHCTPYKITUU oe3 crienuuuecKux MOCJIEIOBATEILHOCTEH,
00eCITeYnBAOIINX JIOKATU3AIUI0 OCIIKOBBIX TMPOMYKTOB IIEJICBBIX T€HOB B TOM HJIH
MHOM KOMIApTMEHTE KJIETKM. Takum o0pa3om, oOecrneunBas JIOKAJIU3ALMIO
TeTepOJIOTHYHBIX JlecaTypa3 B nuroruiazme. OmaHaKo, UCXOIS U3 JAHHBIX O CHUHTE3€
YKUPHBIX KUCIIOT U JUnua0B B pacteHusix (Dar et al., 2017), MOXHO TIPEANOIOKUTD, YTO
XJIOPOIUIACTHI  BO3MOXKHO Oojiee TOIXOAsmiee MecTo [  (DYHKIIMOHUPOBAHUS
reTepoJIOTHYHBIX (B TOM yucie u A9) mecarypas, MOCKOJIbKY B XJIOPOIUIACTAX €CTh
cyOcTpar mjig peakiuu (CTeapuHOBasi KUCJIO0Ta), a TaK B XJIOPOIUIACTaX JIOKAJIM30BaHbI
JecaTypasbl BBOJSIINE BTOPYIO M TPETHIO JBOWHBIC CBSI3UW B IIEMHU JKUPHBIX KHUCIOT.
Kpome Ttoro, mpomaykT peakmuu (OJIEMHOBas KHCJIOTa) W CyOcTpaT sl peakIuu
necaTypanud  (CTeapuHOBas ~ KHCIOTa)  Kataimusupyemond A9 pecarypasoi
TpancnoptupytoTcss B OIIP, tme oHu MoryT OBITH HCHOJB30BaHBI IS CHHTE3a
bochoMUIHUIOB U TPUAWIITIIUIICPUHOB TIPH YYaCTHH JPYTUX JIecaTypas3, B TOM YUCIC U

rereposniornunbix (Dar et al., 2017; Los, Murata, 1998).
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Ha cerognsimiHuil 1eHb MMEETCS HEIOCTATOYHO JAHHBIX TOM, KaK JOKaIM3alus
JiecaTypas B pa3IMYHbIX KOMIIAPTMEHTAX PACTUTEIHHOM KJIETKHM B3aMMOCBSI3aHA C UX
byHKIHOHATBEHOW  A(PPEKTUBHOCTHIO, a WMEHHO, C TPOIECCOM HW3MCHCHHS
HeHacklmeHHoctn KK meMOpanHbix aunuaoB. s TOoro 4toObl MPOSCHUTH 3TOT
BOIIPOC B JIAHHOM MCCJICIOBAHUU OLICHEHO BIUAHUSA JIOKanu3auus A9 anui-JIMnugHou
necarypasbl Synechococcus vulcanus. ma KK coctaB cymMMapHBIX JHITUAOB, a TaKKe,
OTIpeJIeNieH KOMITApTMEHT pactuTenbHou kietku (DI1P, xmopomiacTsl U nuTomiasma) B
KOTOpOM OHa Oyzer Jydmie (QYHKIIMOHHPOBATH C TMO3HWIHMH (PU3HOTIOTHICCKOMN
00OCHOBaHHOCTH JIOKQJIU3AIIMM W BOCTPEOOBAHHOCTH NPOJYKTa PEAKIUU JAPYTUMH
JecaTypaszamu.

eab ucciaenoBanus

N3yuenune ¢Quzmonornueckoir pomu A9 amui-TMnUAHONW  JecaTypasbl B

MOJICKYJIIPHOM ~ MEXaHWU3ME  MOMAYJISAIIMHA  HEHACHIIIICHHOCTH  JKHPHBIX  KHCIOT

MGM6paHHI)IX JINIIM 0B paCTeHHﬁ, B 3aBHUCHUMOCTH OT €C JIOKaJIM3alllH B KJICTKC.

3agaum uccie10BaHusA

1. CkOHCTpYHpOBaTh BEKTOPBI, HECYIIHEe PEKOMOMHAHTHBIA TeH desC, B KOTOpom
red A9 anun-mMnuaHON AecaTypasbl UMEET TPAHCKPHUIITMOHHO-TPAHCIISIIMOHHOE
CIIMSIHAE C TIOCJICI0BATEIbHOCTRIO penopTepHoro reHa egfp, komupyromiei
3encHbIll GuryopecueHTHbii Oenok (GFP), a Takke ¢ IMOCIIeI0BaTEIbHOCTSIMH,
00€CMEeYnBAOIIMMY  CHEHU(PUUYECKYIO JIOKAIU3alnil0 OENKOBBIX MPOAYKTOB
[[EJICBOTO T'e€HAa B PA3IMYHBIX KOMIAapTMEHTaX KJeTku (B xiyoporuiactax, JIIP u
IIATOIIA3ME).

2. CKOHCTpPYHMpOBaTh BEKTOPBI, HECYIIHE HATHBHYIO IIOCJICIOBATEILHOCTh TCHA
desC A9  anmn-nMNUMAHON — jAecaTypasbl, CIHTYIO C  CHTHAJIbHBIMH
MOCJICI0BATEILHOCTAMH, KOTOPBIC HAMPaBJISAIOT OCIKOBbIM MpoaykT reHa desC B
TaKW€ KOMIIAPTMEHTHI PACTUTEIBHOW KIETKM Kak: Xxjopormiactel, JIIP wu

LUATOIJIA3MY.
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3. OlueHuTh JIOKAIU3aAIUI0 OCIKOBBIX MPOAyKTOB rudpuaHoro rexHa desC-egfp B
xyopomactax, JIIP u nuronnasme pacTUTENBHOW KIETKA B 3aBUCUMOCTH OT
MCIT0JIb30BAaHHOM CUTHAJIBHOM MOCIEA0BATEIbHOCTH.

4. YCTaHOBUTb, KaK HW3MEHSETCS COCTaB M MaccoBas JOJS HAaCBIIEHHBIX U
HEHACBIIICHHBIX KUPHBIX KHUCIOT CYMMAapHBIX JIMOUAOB B TKAHAX JIUCTHEB
MOJICTIbHBIX PACTeHUH Tabaka 3a CUeT JKcmpeccuu TreHa A9 anun-IunugHou
JecaTypasbl W pa3M4yHOM KOMIApTMEHTanu3auuu  (xsoporactel, OIIP,
UTOIIa3Ma) ee OEJIKOBOTO MPOAYKTa B PACTUTEILHON KIIETKE.

5. BhISICHUTH B KaKuX KOMIApTMEHTAaX PacTUTENIbHOW KIIETKH HanbOojee BhIpa)keHa
byHKIHOHATBHAS aKTUBHOCTh A9 aluiI-TUNUIHON JecaTypa3bl  (BBEACHHE
Jecatypa3or TBOMHOW CBSI3M B OCTATOK CTEAPUHOBOM KUCIIOTHI) 3 CUET OIEHKHU
COOTHOUIEHMSI TPOAYKTA (0J€MHOBOM KHUCHOTHI, 18:1) K cyOcTpaTy (cTeapuHOBOM
KuCoThI, 18:0), a TakKe 3a CUET OLICHKU UHJIeKca HeHachileHHocT (MH).

6. OnpenenuTh HAWITYUIIYIO KJIETOUHYIO JIOKAJIU3AIMIO TeTepojoruyHon A9 armi-
JUNUAHONW JlecaTypas3bl OKa3bIBAIOIIYI0 HAWOOJbIIEE BIMSHUE Ha JIMITHIHBIN
MEeTa0o0JIM3M pAcTEHUH B 3aBUCHUMOCTM OT BHUJOBOM MPUHAMJIEKHOCTH, Ha
npuMepe AByX BHIOB pacteHuit tabaka (Nicotiana benthamiana u Nicotiana
excelsior).

HayuyHnasi HOBU3HA HccJIeI0BAHUSA

BnepBble cO30aHBl  3KCIPECCHOHHBIE BEKTOPHBIE KOHCTPYKLMH, HECYIHE
HATHBHBIM W peKOMOWHAHTHBIN reH 0esC (SBisieTcss TOMOJIOrOM PAcCTHTEIBHOTO T'eHa
FAD Arabidopsis thaliana) nnano6aktepuiit Synechococcus vulcanus ¢ peryasTopHbIMU
NOCJIEI0BATEIbHOCTAMY, OOECIEUNBAIOIIMMHU JIOKAJU3alMI0 OEJNKOBOrO MpPOJIyKTa
LEJIEBOT0 I'eHa B Pa3IMYHBIX KOMIIAPTMEHTaX pacTUTeIbHOW KieTku. Pazpaborana
CHUCTEMa TPAH3UEHTHOW SKCIPECCHU TEHOB, yIOOHAs KakK JJIsi OIEHKH CUTHAJIBHBIX
MOCJIEIOBATEIBHOCTEH, TaK M [JIsl M3y4YEHHUs JIOKAIM3alUU 3aJaHHBIX OEJIKOB B
pactutenbHOU KieTke. [loka3zaHo, UTO CUTHAJIbHBIE MOCIEI0BATEILHOCTH HAIPABIISIIOT
OeNnKOBbIE MPOIYKTHI LEJIEBOr0 TI'€Ha CTPOro B cHeUU(UYECKHE KOMMIapTMEHTHI
pactuTenbHOU KieTku. [IpogeMoHcTpupoBaHO, YTO JOKaIU3alus OEIKOBOTO MPOAYyKTa

rena desC B muTomuasme, xjoporutactax W OIIP mpUBOAUT K JOCTOBEPHOMY
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U3MEHEHUIO COCTaBa M MAacCOBOM [IOJIM HACBHIIICHHBIX M HEHACBIIEHHBIX KUPHBIX
KHMCJIOT CYMMAapHBIX JUIUIOB B JINCTOBOM TKaHU pacTeHH. [lomydeHbl IPpUOPUTETHBIE
JaHHBIC O BIUSHUHM IKCIPECCUU TETEPOJIOTUYHOM A9 anun-IunmuaHON JecaTypasbl B
3aBUCUMOCTH OT €€ JIOKAJIN3all{ B PACTUTEIBbHOMN KIETKE U B 3aBUCUMOCTH OT BUJIOBOM
NPUHA]JIKHOCTH PAaCTeHUM, HAa MPUMEpPE IBYX BHUJOB pacTEeHUIl Tabaka HA JTUMHUIHBIHI

MeTabOoIM3M pacTEHU.

Teopernueckasi U NpaKTU4ecKasi 3SHAYUMOCTD

Co3nmanbl  BEKTOpbI, OOECMEUYMBAIOIINE TOYHYIO JIOKAIM3alUI0 OEIKOBOIO
MPOJIyKTa IEJIEBOTO TeHa B xJyoporuiactax, IIP u nmuromnasme. Paspaborana npocras u
HaJIe)KHAsi CUCTEMa TPAH3UEHTHOM JKCIPECCHMM TE€HOB, NEPCIEKTUBHAs Kak s
XapaKTEPUCTUKU CUTHAJIBHBIX MOCIEAOBATEIbHOCTEN, TaK U U OLICHKU JIOKAIM3AlUN
IEJIeBbIX OEJTKOB B PACTUTEIBHOM KJETKE, OOBEIUHAIONIAsS MPEUMYIIECTBAa ABYX
METOJI0OB TPAH3UCHTHOM SKCIPECCHU TEHOB B PACTEHUSAX: arpoMHGUIbTpAllUd U
TpaHC(hEKIIMU MPOTOIIACTOB.

[TokaszaHo, 4TO JOKamu3anus OEIKOBBIX MPoaykToB TreHa desC B 1uToOILIa3Me,
xjoporactax u  OIIP nOpuBOAUT K CYIIECTBEHHOMY W3MEHEHHUIO JIUIUIHOIO
Merabonm3mMa y JBYX BHJOB Ta0aka. YBEIMYMBACTCS 3HAYCHHE OTHOIICHUS
MPOAYKT/CyOCTpaT peakiuu JaecaTypauuu KataauzupyemMod A9  arui-JIunuaHou
JecaTtypasbl, BcaeacTBue 3toro ypenumuubaercs gois KK 18:1, 18:2 u 18:3, u, kak
CJIEICTBUE YBEIMUMBACTCS UHICKC HEHAchIeHHOCTH JKK.

Meron TpaH3MEHTHOM SKCHPECCHMM MOXKET OBITh MPEMJIOKEH JUIsl W3Y4YeHUs
BKJIaJla JlecaTypa3 B MOMYJISIUIO >KHPHOKHCIOTHOTO COCTaBa MEMOpAHHBIX JIMIUIOB
pacTeHMii, Tak Kak TpeOyeT MEHbBIIMX MAaTepUAIbHBIX M BPEMEHHBIX 3aTpar, IO
CPaBHEHHUIO C METOJIOM CTaOWJIbHOW JKCIPECCUHU, KOTOPBIM TpeOyeT MOJIy4EeHHs H
oTOOpa TPAHCTEHHBIX PACTCHUM.

ITomy4yeHHbIe JaHHBIE, CTAHYT OCHOBOM IIPU CO3JaHUU TPAHCTEHHBIX PACTCHUM,
YIOOHBIX JUIsl MCTOJB30BAHMS B KaueCTBE MOJIEJICH MPU WM3YYECHUU POJIM MOMYJISIINAN
HeHachlllieHHOcTH KK B 3alMTHBIX OTBETaX Ha HEOJArONPHUATHBIC YCIOBUSA

OKPYKaIOUIEN CPElbl, a TAKXKE CO3JAHUU XO3IUCTBEHHO BAXKHBIX PACTEHUM YCTOMYMBBIX
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K CTpECCOBBLIM BOS,II@I\/'ICTBI/ISIM )41 paCTeHI/Iﬁ C M3MEHEHHBIM METa00JIM3MOM JJIA
IMOJIYUCHUA PACTHUTCIBHBIX MACCI C 3adadHHBIMHU CBOfICTB&MI/I, KOTOPBIC MOTYT OBITH
BOCTpe6OBaHI)I B IMPOMBIINIJIICHHOCTH, IIPON3BOACTBEC IMPOAYKTOB IIMTaHWAI,

(dhapMalleBTUKE U METUIIMHE.

MeToa0J10THS1 M1 METOABI HCCJIeIOBAHUS

DkcnepuMeHTalbHas padota mpoBoamiiack Ha pacteHusx N. benthamiana u N.
excelsior. B kauectBe 1ieneBoro reHa wucnosib3oBaH reH desC  nmaHoOakTepuit
Synechococcus vulcanus, KoTopbIii SBJISETCS TOMOJIOTOM pacTuTebHOro Tena FAD A.
thaliana, u kogupyet A9 anuI-TUIUAHYIO AecaTypasy.

I[Ipy  KOHCTPpYMpPOBAaHMHM  DKCIIPECCHOHHBIX  BEKTOPOB  HCIIOJIH30BAIIMCH
CTaHJAPTHBIE  TPOIEAYPhl  MOJEKYSPHOTO  KJIOHHPOBAaHUS W TPOTOKOJIBI
nosimmepaszHor nenHoit peakiuu (I1LP). [Tpu arponndunsTpauu TUCTHEB pacTeHUN
N. benthamiana u N. excelsior wucmomszoBasm mrTamm GV3101 arpobakrepwii
Agrobacterium tumefaciens, mnpenBapuTenbHO TpaHCHOPMUPOBAHHBIH BEKTOPAMHU,
HECYIIMMH IIeJIEBOM TeH. BpijeneHne mpoTOIUIacToB ISl TMOCICAYIONIEH OIICHKH
JIOKAIN3aliy OCKOBBIX MPOIYKTOB IEJEBBIX T€HOB, MPOBOAIN 1O MeToy NOSOV et
al. ¢ wmeoOompmmmu gomonuHeHusiMu (Nosov et al., 2014). OreHky JOKanu3amuu
OeNKOBBIX MPOAYKTOB rHOpuaHOro reHa desC-egfp B TkaHsIX arpor(HIbTPHPOBAHHBIX
JUCTHEB TMPOBOJAWIN C TMOMOIIBIO JIA3€PHON CKaHUPYIOIIEH MUKpOCKOMUU. OIEHKY
JIOKaau3alMu OCIKOBBIX NPOAYKTOB TruOpuaHoro reHa desC-egfp B mpoTtoruractax
IPOBOJMIM € TOMOUIBI0 (DIYyOpPECHEHTHOW MUKpocKonuu. Brausaue A9 anun-
JUTUAHON JecaTypasbl Ha COCTAaB U MAacCCOBYIO JIOJTIO HACBIIEHHBIX U HEHACBIIIEHHBIX
KUPHBIX KHCJIIOT CyMMapHBIX JUIUIOB TKaHEW TpaHC(POPMUPOBAHHBIX JIUCTHEB
OIICHWBAIM 110 M3MEHEHHIO COCTaBa J>KMPHBIX KHCIIOT, MPOAHAIM3UPOBAHHOTO C

MTOMOIIIBIO Ta30-KUIKOCTHOM XpoMaTorpaduu/Macc-CieKTPOMETPHUH.
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IToJ10:xeHNs1, BBIHOCUMBIE HA 3AIHUTY

Coznana cepusi BEKTOPOB, 00OECIEUMBAIONINX TOYHYIO JOKAIM3AIHUIO OEIKOBOTO
MPOJIyKTa LEJIEBOTO reHa B xJyoporuiactax, I1P u nmuromiasme. Paspaborana npocras u
HaJeKHAsl CUCTEMA TPAH3UEHTHOM OHKCIPECCUU TIE€HOB, MEPCIEKTUBHAsA Kak JUJIs
XapaKTEPUCTUKN CUTHAJIBHBIX MMOCIEAOBATEIbHOCTEN, TAK U ISl OLECHKHU JIOKAJIM3alUn
1EeJeBbIX OETKOB B PACTUTEIBHOW KIETKE, OOBEIUHAIONIAsT MPEUMYIIECTBA JBYX
METOJIOB TPAH3UEHTHOM SKCIPECCHH TE€HOB B PACTCHMSX: arpoMHQUIbTpALlUU U
TpaHCHEKIIMU TPOTOIIACTOB.

OrneHeHa JoKamu3alysi OCTKOBBIX TpOAyKTOB TuOpuaHoro rera desC-egfp B
xjopormiactax, JIIP u wnuromnasme pacTUTENTbHOW KIETKH B 3aBUCUMOCTH OT
UCIIOJIb30BAaHHOM CHUTHAJIBLHOM MOCIEI0BATENLHOCTH. BeKTOphl HAmpaBisuid OEIKOBBIC
IPOJYKTHI LIEJIEBOIO T€HAa CTPOr0 B OKUIAEMbIE KOMIIAPTMEHTHI PACTUTEIBHON KIETKU
(uuTorutaszma, xaoporutactel U DI1P).

[TokazaHo, 4TO JIOKanM3amus OENKOBBIX MPOAYKTOB reHa 0esC B 1uroruiasme,
xaopomactax u  OIIP npuBOAMT K CyIIECTBEHHOMY HW3MEHEHMIO JIMIIAIHOIO
MeTabosM3Ma y AByX BUJIOB Tabaka.

OnpeneneHa Hawiydiias KJIETOYHas Jiokanu3auuss A9  anuia-munuaHon

necarypasbl i N. excelsior (3ITP) u N. benthamiana (xsoporiactsr).
CreneHb 10CTOBEPHOCTH Pe3yJbTATOB U aNpodaIus pe3yabTaToB PadoThl

Jlns  omnpeneneHus  JIOKAJIW3allMU  LEJEBBIX  OEJIKOB B MPOTOIUIACTaX
npoaHanu3upoBaHo He MeHee 100 Ouonormyeckux oOpasioB. [lpoBeaeHo mIecTh
HKCIIEPUMEHTOB 110 TpaHC(OpMaIIMH JIUCTheB Tabaka BeKTopamu, HecyinuMu red desC ¢
JaJbHEHIIMM aHaJIM30M COCTaBa, MAaCCOBOM JIOJIM HACBIIICHHBLIX U HEHAChIEHHBIX JKK
CYMMAapHBIX JIUMHUIOB, a TaKXE OIEHKU COOTHOIIECHUS TPOAYKT/CyOCcTpaT W HHIEKCA
HeHacwimenHoctn JKK. Jlns wuccnenoBaHui  OBLIO HMCIIOJIB30BAHO COBPEMEHHOE,
cepTugUIMpOBaHHOE 000pyI0BaHWE W peareHThl. [Ipu mpoBeneHUH SKCTIEPUMEHTOB
UCIIOJIb30BAICh  KJIACCUUECKHE U  COBPEMEHHBIE MOJICKYJIIPHO-OMOIOTUYECKUE,

OMOXMMHYECKHE METOAbI 1 MCTOIBI (1)I/I3I/IOJ'IOFI/II/I paCTCHHﬁ, a TaKKC MCTOAbI aHaJln3a
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DKCIEPUMEHTAJIBHOIO  MaTepuajga U CTAaTUCTUKH, KOTOpbIE  MOATBEPKIAIOT
00OCHOBAaHHOCTb U JOCTOBEPHOCTb MOJIyUEHHBIX IKCIIEPUMEHTAIbHBIX PE3YJIbTATOB.

Pesynbratel paboThl Obutn mipencTaBieHsl Ha 18-it Beepoccuiickoit koHpepeHu
MOJIOZIBIX y4ueHbIX «buOoTexHONOrHss B pPACTEHUEBOACTBE, JKUBOTHOBOJCTBE M
BerepuHapunm» (MockBa, 19-20 ampens 2018 r.), 2-ii HayuHo-mpakTtuueckoin
koHpepenuuu «Knetounas 6uonorust u OnoTexHOIOTUs pacTeHuit» (MuHnck, 28-31 mas
2018 r.), Ha MexayHapoiHOM HayuyHOU KOH(pepeHUun «PacTeHust 1 MUKpOOPTIaHU3MBI:
onorexHomorust  Oymymero» PLAMIC2018, (Yda, 13-17 wurwons 2018 r.);
Bcepoccuiickoli HaydHON KOH(EpEeHIMH € MEXIyHAapOJIHbIM YYaCTHEM U ILIKOJIbI
MOJIOABIX YYE€HBIX «MeXxaHU3Mbl YCTOMYHMBOCTH PACTEHHMH W MHMKPOOPTraHHU3MOB K
HeOnaronpusTHeIM ~ ycioBusiM — cpennsl» (Mpkyrck, 10-15 wurons 2018 r1.), Ha
MEeXHUHCTUTYTCKOM HAyYHOM MOJOJEKHOM CEMHHApe «AKTyalbHbIE HPOOJIEMBI
(bU3M0JIOrKY, MOJIEKYJISIpHOW OMOoJIOrMU U OuoTexHosioruu pactenuit» (Mocksa, IDP
PAH, 11 anpens 2019 r).

IMyoankanuu

[To maTepuanam guccepranuu onmyoJIuKOBaHbI 4 HAYYHBIX paOOThI, B TOM Yucie 3

CTaThH B )KypHanax, pekomeHaoBaHHbIX BAK P®, u 8 Te3nca koHpepeHuuii.

JIMYHBIN BKJIAJ aBTOPA

ABTOp CaMOCTOATENHLHO TIPOBEJI aHAJM3 HAYYHOW JIATEpaTyphl IO TEME
JTUccepTai. ABTOP HEMOCPEACTBEHHO y4YacTBOBAJI B TIOCTAHOBKE IIeNied W 3aaad
HACTOSIIIETO MCCJIeI0BAHMUS, CaMOCTOSTEIILHO TIPOBOJTUTT OCHOBHBIE
AKCIIEpUMEHTaJbHbIEe paOOThl, CBs3aHHbIE C arpouHpuubTpanueil pacteHui N.
benthamiana u N. excelsior, mocneayromieir MTPOOOMOATOTOBKON OHOIOTHYECKUX
00pa3loB ISl WCCICIOBAHUS JIOKAIM3AIMU OCJIKOBBIX TPOIAYKTOB THOPHIHOTO TeHa
desC-egfp B npotormnacrax tpancopmupoBaHHbIX JucTheB N. benthamiana, a Tak ke
aHaJIM3a COCTaBa U MAaCCOBOM JOJM, HACBHIIICHHBIX M HEHACHIIIEHHBIX XKUPHBIX KUCIOT
CYMMapHBIX JIMIIUIOB TKaHEW TPaHC(POPMUPOBAHHBIX JUCTHEB C TIOMOIIBIO Ta30-
KUTKOCTHOM XpoMmaTtorpadun/mMacc-CreKTPOMETPHUH. AHamu3 TTOJTYYCHHBIX

PE3YJIbTATOB, a TaKXC M3JOXKCHHUC IIOJNYUYCHHBIX PC3YJIbTATOB B BHAC HAYYHBIX
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nyOnuKauii  aBTOp  MPOBOAMJL  COBMECTHO €  HAYYHBIM  PYKOBOJUTEIEM

JIMCCEPTAIIMOHHON PaOOTHI.

CTpykTypa 1 00beM Hay4YHO-KBATH(PUKALMOHHON PadoThI

HuccepranyonHas paboTa COCTOMT M3 CIUCKA COKPALEHUH MCIOJIb30BaHHBIX B
pabote, BBeaeHUs, 0030pa JUTEpaTyphl IO TEME MCCIEAOBaHUS, ONMUCAHMS METOJOB
UCCIIEJOBaHMM, PE3yJbTAaTOB MCCIEAOBAaHUN U UX O0CYKJEHUS, 3aKIIOYEHUs, BBIBOJOB
U CHHCKa WCIONb3yeMol nurTeparypbl. PabGoTta wusnoxkena Ha 102 crpanumax
MAaIIMHOIIMCHOIO TEKCTa, coaepkuT 6 Tabmuy u 13 pucyHkos. bubnuorpaduueckuii

CIHCOK BKIIOYaeT 148 nctounnkos, u3 HUX 140 Ha HHOCTPAHHOM SI3BIKE.

baaromapuocTu
ABTOp BbIpaXaeT TJyOOKYl0 NPHU3HATEIBHOCTh HAydHOMY pykoBoauteno .B
['onnenkoBoii-IlaBnoBoli 3a BHMMaHHME M IIOMOLIb HA BCEX JTalax BBITOJIHEHUS
JUCCEPTAIlNK, a TAaKXKe COTPYIHUKAM rpylma (pyHKIMoHanbHoM renHomuku UOP PAH
Tropuny A.A., IlaBmenko O.C. u Cagosckont H.C. 3a moanepKKy W LIEHHBIE COBETHI.
OtnenbHO aBTOp OJarogapuT BEAYLIErO0 HAyYHOTO COTPYJHUKA JlabopaTtopus

munuaHoro oomena Cuyoposa P.A. 3a moMouis B aHaIM3€ U UHTEPIPUTALMN JaHHBIX.
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I'maa 1. OB30P JIUTEPATYPbI

1.1 PacTuTesibHbBIE IeCaTypPa3bl ;KUPHBIX KHCJIOT

buonornueckne MemMOpaHbl W HMX JIMIKAJIHBIE KOMIIOHEHTBI  SIBJISIOTCS
€CTECTBEHHBIM OapbepoM M O0ECIEYMBAIOT 3aAIUTY KIETKH OT MPAKTHUYECKH JIF0OO0TO
crpeccoBoro ¢akropa. B 1973 romy (Lyons et al., 1973) Obura mnpennoxena
MeMOpaHHasi TeOpusi yCTOMYUBOCTH, B COOTBETCTBUU C KOTOPOI rubeibh pacTeHH mpu
HU3KHX TEMIIepaTypax W ajanTaius K HUM CBs3aHA C KUAKOCTHBIMH CBOWCTBaMU
JUMHUIHBIX OMCIIOEB BHYTPUKJIETOYHBIX MEMOpaH.

TemnepaTypHbIli 1 OCMOTHYECKHI CTPECCHI, a TAaK)KE€ HEXBATKa BOJbI BBI3BIBAIOT
U3MEHEHHUsI (PU3NIECKIX CBOMCTB KJIETOYHBIX MEMOpaH >KMBBIX OpraHU3MOB. JlumuaHas
CTpyKTypa MeMOpaH ompenenser (U3MKO-XMMHYECKOE COCTOSIHME MEMOpaHbl, TOrAa
KaK TPOCTPAHCTBEHHAs] YIMAKOBKA JIUIHKIOB, OMpEAeNseT ee TeKydecTb. CHUKEHHE
TEMIEPATyphbl, KaK ¥ TOBBIIICHHE KOHIEHTPAIUA OCMOTHYECKH AKTHBHBIX BEIIECTB
OPUBOJUT K  YMEHBIIEHUIO TEKy4eCTH MEMOpaHbl  BCIEACTBHE  HM3MEHEHMS
NPOCTPAaHCTBEHHOM opranu3auuu JunujaoB (bepectoBoit m coast., 2019). [ns
NOJICpKAHUST ~ ONPEAENIEHHOIrO0  YpPOBHA TEKydecTH MeMOpaHbl, TpU  HHU3KHX
TEeMIEpaTypax, HEOOXOAUMBbl HEHACBILIEHHbIE JKUPHBIE KHCIOTHI, IOCKOJBbKY
Temreparypa ux (a3zoBoro mnepexoaa 3HAUMTEIHHO HIKE (PU3MOTOTHYECKUX 3HAYCHUM
(Los et al., 2013).

OCHOBHYIO pPOJb B TMpoOIEcCe MOANEPKAHUS TEKYy4eCTH MeMOpaH WIrparoT
Jecatypasbl KUPHBIX KHCIOT. Jlecarypassl KHPHBIX KHCIOT OBUTH HaiIEHBI
OpaKTUUEeCKH BO Bcex opraHu3dmax. OHM OTHOCATCS K Kiaccy (hepMEeHTOB
okcuaopeayktas (Stuart, 1979). Jlna paboTel necatypazam TpeOyeTcs MOJCKYJISPHBIN
KHUCITIOPOJl U JIBa 3JIeKTpoHa. JlecaTypasbl UCHOIB3YIOT MOJIEKYJISIPHBIN KUCIOPOJ, AJIs
TOro 4TOOBI OTOPBaTh JBa aroma Bojopoaa B cBsizu C-C coznmaBasi, TaKUM 00pa3om,
nBoiiHyto cBsi3b C=C u mpeBparias HaChIIIICHHBIC KUPHBIE KUCIOTH B HEHACHIIIICHHBIE.
B kauecTBe MOOOYHOrO MPOAYKTa peaKlMU JAecaTypaluu 00pa3yloTcs JABE MOJIEKYJIbI

Boibl (Chalupsky et al., 2014).
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IlepBbIit 3Tan B Kackaje peakuuu jaecarypanuu KK B pacTUTENbHOM KIETKe
MIPOMCXOJUT B CTpOME XJioporuiacToB 3a cuet npespanienus KK 18:0 B 18:1, A9 anu-
AIlIb necarypa3zoit. XKK 18:1 sBnsercs npeaiiecCTBEHHUKOM BCEX MOJMHEHACHIIIEHHBIX
KK (umeromux nBe (nueHoBble JKK) unmu tpu (TpuenoBsie JKK) mBoitHbIE CBSI3M) C
JumHHOM Tlern B 18 atomoB yrirepona (Li-Beisson et al. 2010). Ona Moxer OBITH
HCIIOJB30BaHA B KauecTBE cyOcTpaTa 6 AecaTypa3zaMH XJIOPOIUIACTOB (KOIUPYIOTCA
renamu cemeiictBa FADG) mist cuntesa muHoseBoi KK (18:2) uau tpancnopTupoBaHa
B OIIP, roe 3a obpazoBanue KK 18:2 oTBewyaroT coOCTBEHHbIE MUKpPOCOMAJIbHBIE (6
necarypasbl (koaupyrorcs reHamu cemeiictBa FADZ2). KK 18:2 3aTtem, MOXET OBITH
IpeBpalleHa B O-IMHOJICHOBYIO KHUCIOTY (18:3), B 3aBUCHUMOCTH OT JIOKaIU3alMH, ®3
JecaTypa3aMi  XJOpoIutacToB (kKomupyrorcst reHamu cemeiictBa FAD3) wmm DIIP
(komupyrotcs renamu cemericte FAD7 u FADS) (Dar et al, 2017). KK 18:1, 18:2 u 18:3
HEOOXOMMBI I CHHTE3a CTPYKTYPHBIX W 3allaCHBIX JIMIHIOB, KPOME TOTO JIMHOJICBAs
U 0-JIMHOJICHOBAS KUPHBIE KUCIOTHI OY€Hb BaXKHBI JJI 3/JOPOBOTO MUTAHUS YeJIOBEKA U
YKUBOTHBIX, KOTOpPBIE HE CTIOCOOHBI K UX CHHTE3Y.

B pacrenus wupeHTHHUIMPOBaHO OOJBLIOE KOJIMYECTBO TI'€HOB jecarypa3. B
4acTHOCTH, B pacTeHusx A. thaliana maentudunmpoBano 25 reHoB aecatypas KUPHBIX
KHUCJIOT, U3 KOTOPBIX 7 TeHOB KOAUPYIOT A9 anmn-Allb necatypasel u 3 rena A9 anun-
aunuanbie  gecatypasbl (Los et al., 2013). B pacrenmsx N. benthamiana Ha
CETOIHSIIHUMN JIeHb 0OHapyKeHO 28 TeHOB JecaTypas >KUPHBIX KUCIOT U KaK MUHUMYM
Tpu nu3  Hux  komupyror A9  ammn-Allb  pecatypasel  XJIOPOIUIACTOB
(https://www.uniprot.org/uniprot/?query=stearoyl 9-desaturase AND
organism:%22nicotiana%?22&sort=organism&desc=no; Wesley et al., 2001).

[Tourm BCe TEHBI, KOJMPYIOIIUE JecaTrypasbl, AaKTUBHPYIOTCS HU3KUMH
TeMmriepatypamu. VIckitoueHne cocTaBistoT TeHbl A9 necaTypas, oTBedaromue 3a
oOpa3zoBaHu€ TepBOM ABOWHON cBs3u. ['eHbl, konupyromue A9 necatypasbl, Bceraa
paboTaroT Ha oAHOM MocTossHHOM ypoBHe (Los, Murata, 2004), mockoiabky MeMOpaHHI,
COCTOSIIUE U3 JTUTUOB C TOJHOCTHIO HACBHIIIIEHHBIMU KUPHBIMA KUCIOTAMH, HE MOTYT

(GyHKIMOHUPOBaTh, IO MPUYMHE MEepexoaa MeMOpaH B ¢azoBoe cocTostHue rens. s
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TOTO YTOOBl OHM HAXOAWIUCHh B JKHUJIKOKpPUCTAUIMYECKOW (opme (ecTeCTBEeHHON
dbopme), HeobxoauMa X0Ts Obl OJHA ABOWHAS CBSI3b.

[TapameTpbsl  TeKyuecTH  MeMOpaH, SBISIOTCA  ONPEACISIIOIUMHU IS
(GYyHKIMOHUPOBAHUST MHOKECTBA MEMOPaHHO-CBSI3aHHBIX OENKOB. YBEJIMYEHUE YPOBHS
HEHACBIIIEHHOCTH JKUPHBIX KHUCJIOT MEMOpPAHHBIX JIMIHIOB, T.€. YBEIWYCHHE
conepkaHusi AueHoBbIX M TpueHOBbIX JKK, cmocoOcTByeT amanTanuud pacTeHUN K
HU3KUM TemiieparypaMm. Ilomumo »storo, KK 18:3 sBugeTcs mnpeamecTBEeHHUKOM
YKaCMOHOBOW KHUCJIOTBI, KOTOpasi 3alllMIAaeT PacTEHUs] OT HACEKOMBIX M MAaTOrCHOB 3a

CUeT aKTHUBALMU dKCIpeccur reHoB 3amuTHoro otBeTa (Carvalhais et al., 2013; Smith et
al., 2009).

1.2 Knaccndukanus gecatypas, X CTPYKTypa, MeXaHU3M (PYHKIIMOHHPOBAHUS H
JIOKAJTH3ALNS

CornacHo TeKyllleMy MHEHUIO, IPEJIOKEHbI, KAK MUHUMYM TpH KJIacCU(pUKAIUU
necatypas: (1) mo cocrosiHuio (pacTBOPUMBIE 1 MEMOpPAHOCBSI3aHHBIE JiecaTypassbl); (2)
no mnepeHocuuky cyoctpara (auun-Allb), amwi-kosnzum A (ammin-KoA) u anun-
JUnUAHBIe AecaTypasbl) U (3) MO MecTy BBEIEHHs JIBOMHON CBsi3U ((DpoHTANIBHO-
KOHIIEBbIE (menpTa - A) W MeTwiI-KOHIEBble (oMmera - o). IIpm paccmorpeHun
CYIIECTBYIOIIUX KJacCU(pUKAIMNA CIeayeT OTMETUTh WX B3aUMOCBs3b. Hampuwmep,
arun-Allb, anmun-KoA, amui-munuaHble MOXXHO OTHECTH KakK K (ppPOHTAJIbHO-

KOHIICBBIM, TaK U MEeTWI-KOHIIEBBIM (BepectoBoii u coart., 2019) (Pucynok 1).
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PacTBopumbie [ecatypasbl Memb6paHocBasaHHbIe

Auun-Allb

MeTun-KoHLUeBble

Auun-KoA
@®poHTanbHO-KOHLIEBLIE

Auunn-nunuaHsle

Pucynox 1. BzanmocBs3pb kinaccudukanmii necatypas (bepecroBoii u coast., 2019).
1.2.1 PacTtBopumbIe 1ecaTypasbl

PactBopuMEBIe necatypassl Hale BCEro JIOKaJM30BaHBl B CTPOME XJIOPOILJIACTOB
Beicux pactenuit (Lou, Shanklin, 2010; Lou et al., 2014). [dns GyHKIIMOHUPOBAHUS
pacTBOPUMBIX JecaTypa3 HEoOX0IMMO, 4YTOObl cyOcTpaT (KHpHas KHUCJIOTa) ObLI
stepupunupoan ¢ AIlb, mosTomy Takue aecarypas3bl 4alle BCETO HA3bIBAIOT AallHI-
AIIb necarypazamu (Jlocs, 2014).

PactBopumMeblie nmecatypa3bl oOpazoBanbl 11 GenkoBbiMu a-cimpanimu. CeMb o-
cnupaiel  QopMHpPYIOT IYYOK, BHYTpPU KOTOpPOTO pacrojaraercss cyocTpar-
CBSA3BIBAIOIASL MOJIOCTh. YeTblpe OenkoBble o-criupaiu (HOpPMHUPYIOT CyOCTpaT-
ces3piBaromnyo  mojocte (Guy et al., 2007; Moche et al., 2003). [IBa BbICOKO
KoHcepBaTuBHbIX MoTHBa E/DxXH cBsi3bIBaloT ABa aToma TpPEXBaJEHTHOI'O JKeje3a, U
TakuM 00pa3oM, 00pa3yloT KaTaJTUTHYCCKUN KOMIUICKC, B KOTOPOM OJWH M3 aTOMOB
JKeje3a B3aMMOJICHCTBYET C TIIOTAMHHOBOW KHCIIOTOW B monokenuu 143 (E143) u
TUCTUAMHOM B monoxeHun 146 (H146), npyroil — ¢ TIarOTaMHMHOBOM KHCIOTOM B
nojiockeHnu 229 u ructuauHoM B mosioxeHun 232 (Pucynok 2) (Shanklin, Cahoon,
1998; Moche et al., 2003).

Katanutudeckuii KOMIUIEKC HAXOIUTCS B MecTe M3ruba ruapodoOHOro kaHaa,
YXOISIIEr0 OT MOBEPXHOCTH BIIIYyOb KPHUCTAIMYECKON CTPYKTYphl (epMmeHTa, B

KOTOpBIH BXOAUT cyOcTpaT. M3mMeHeHus B pacmpeneneHud 3apsijaoB B ruapodoOHOM
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KaHaje omnpenenser riyouHy npoHukHoBeHus JKK. DT HM3MEHEHUs BIMSAIOT Ha
crienn(pUIHOCTD JIecaTypas3bl U MOJIOKEHUE, B KOTOPOM 00pa3yercsi [BOWHAs CBS3b, B
3apucumocTH ot auHbl KK neru (Lindgvist et al., 1996).

Mexanu3m (YHKIIMOHHPOBAHUS PACTBOPHUMBIX J€caTypa3 BO MHOTOM CXOX C
JIPYTUMH HETeMOBBIMH (DEPMEHTAaMH, aKTHBHBIA CAHT KaTaJIUTHYECKOTO KOMILICKCA
KOTOPBIX COAEPKUT JiBa aroMa xeinesa (2Fe-cait). [l akTuBaMyM aTOMOB KHCJIOPOJa
B 2Fe-caiite HeoOxoaumbl goHOpHI dekTpoHoB (Shanklin et al., 2009). Bce usBecTHbIC
pactBopuMble ammi-Allb necarypassl mosywaror anexktpoHel or HAJIDOH uyepes
deppenokcunbl (Chazarreta-Cifre et al, 2011; Moore, 2018). Tem He MeHee, MyTh 1O
KOTOPOMY 3JICKTPOHBI MIEPEHOCATCS OT (heppeIOKCHHOB K 2Fe-caliTy B KaTaTUTUIECKOM
KOMILIEKCE JlecaTtypas, 10 KOHIIA He N3y4eH.

AHamu3 KpHCTAUTMYECKON CTPYKTYpbl pacTBopuMbix anwi-Allb aecarypas
IOKa3aJj, YTO OHH UMEIOT JUMEPHYIO, YeTBEPTHUHYIO CTPYKTYpY (Prucynok 2) (Moche et
al., 2003; Guy et al, 2007). JIOMOJHUTEILHO YCTAaHOBJCHO, 4YTO BO BpeMs
(epMEHTATUBHOTO IIMKJIA, B PE3YJIbTaTe OKMCIUTEIbHO-BOCCTAHOBUTEIIbHBIX PEAKIIUN B
MOHAX METAJUIOB B K&XI0H CyObeANHUIIE, TPOUCXOAIT KOH(POPMAIMOHHBIC H3MCHEHHSI

AMHHOKHCIIOTHBIX OCTAaTKOB B KaTaquTHueckoMm mneHTtpe ¢epmenta (Shanklin et al.,

2009)
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Pucynok 2. Kpucramnmdeckass cTtpykTypa pactBopumbix amui-Allb necatypa3 Ha
npumepe A9-creaponi-(18:0)-Allb necaTypassl KiIeleBUHBI OOBIKHOBEHHOM.

A) Ctpykrypa cyobenunuiiel A9-creapowmt-(18:0)-Allb mecatypassl coctosimas u3 11
a-CriMpalieif, Ha cXxemMe 0TOOpakeH KaTaTUTUYECKUH KOMILIEKC.

B) JHumep A9-creapoun-(18:0)-AIlb necarypa3bl KaTaJIWTHUYECKHE KOMILICKCHI

oTMmeueHsb! uppamu 1 u 2.

1.2.2 Mem0OpaHoCBsI3aHHBIE IecaTypa3bl

CemeiicTBO MEMOpPaHOCBSI3aHHBIX JecaTypa3 SIBJISETCS HAMHOTO OOJBIINM U
Oonee pa3HOOOpa3HBIM IO CPaBHEHHIO C CEMEHCTBOM pacTBOPUMBIX jaecarypas. B
KJIETKaX 9yKapuoT oHH oOHapyskeHbl B DIIP, mimazmartnyeckoit MemOpane u MmemMOpaHax
xmoporactoB (Yadav et al.,, 1993; McCartney et al., 2004). ¥ mnpokapuoT OHHU
JIOKaJIM30BaHbl B IUIa3MaTHYeCKON MeMOpaHe u MeMmOpane TuiakoumoB (Diaz et al,
2002).

MemOpaHocBsi3aHHBIE ~ JecaTypa3bl  MPEICTaBISIIOT  COOOW  MHTETpalibHbIC

MeMOpaHHble O€JIKH, KOTOpbIE JOBOJBHO CJOXKHO BBIIEIUTb, & WX CTPYKTYpPY



20

oxapakTepu3oBaTh. Ha ceromHsIIHUN NeHb CYIIECTBYET MHEHHE, YTO OOJBITHHCTBO
MEMOPaHOCBI3aHHBIX JecaTypa3 HMEIOT YeThIPEeX-ITOMEHHYIO CTPYKTYpy (Zauner et al.,
2012), omnako cymiecTBYIOT MckitodeHus. Hampumep, A9 nmecarypasa Pseudomonas
cocroutr m3 Tpex aomeHoB (Garba et al., 2018), a crpykrypa AS amui-JIHIHAIHON
necarypasel Bacillus subtillis, A8 nmecarypassl chunromunumos Brassica rapa m A6
necarypassl Monilesaurus rouxii Bkiro9aeT mecTh TpaHCMEMOpaHHBIX JoMeHOB (Diaz
et al, 2002; Na-Ranong et al., 2006; Li et al., 2011).

MeMOpaHOCBsI3aHHBIE ~ JlecaTypa3bl ~ CoOJepXaT  TpU  KOHCEPBATHUBHBIX
TUCTUIMHOBBIX MOTHBA, KOTOpBIE, KaK I10JararoT, OTBETCTBEHHBI 3a 0OOpa3oBaHUE
KJIacTepa U3 JIByX aTOMOB MeTajlla B KaTATUTUYECKOM KOMILIEKCE, HEOOXOAUMOTO JIJIst
HOJIICpKaHUs KaTamTH4Yeckoi aktuBHOCTH (pepmenTta (Dar et al., 2017; Hernandez et
al., 2016).

HenaBno ompeneneHa  CcTpykTypa  MeMOpaHOCBsA3aHHOM  creapouii-KoA
necarypasbl 1 denoseka u mbinm (Pucynok 3) (Bai et al., 2015; Wang et al., 2015),
MOJIYYCHHBIC JAHHBIE COIJIACYIOTCS CO CTPYKTYPHOM MOJIENbIO, OMHCAHHOW paHee.
CornmacHo paHHbIM, cTeapowsi-KoA pgecarypasa COCTOMT M3 LUTOIIA3MATHYECKOTO
JIOMEHa U YeThIpeX TPAaHCMEMOpPAaHHBIX JOMEHOB. OIUHHAIIATH O-CIHPATBHBIX
cermeHTOB (y creapomn-KoA necatypa3sl 1 denoBeka JeCiITh O-CIUPATbHBIX
CErMEHTOB) O0pa3yloT [MUTOINIa3MaTHUYECKUI JOMEH JecaTypa3bl U  IYYOK,
dbopMupyrOIUiA CyOCTpaT-CBI3BIBAIOIIYIO MMOJIOCTh JecaTypasbl, B TIIyOMHE KOTOPOTO
HAaXOJUTCSA KaTAJIUTHYCCKUH  KOMIUIGKC, BKJIIOYAIOIMIMA JBa aroMa  IIMHKA.
Karanutuyeckuii KOMIUIEKC PacloioKeH B MecTe U3ruda ruipogoOHOTO KaHaa, Kak U
y pacTBOPUMBIX Jecarypa3, HO HU3ru0 KaHajla HErayOOKO TOTpy>KeH B TIyYOK,
dbopmupyrommii cyocTpar-cBa3biBatonyro nojocts (Bai et al., 2015; Wang et al., 2015).
AHaJIOTUYHO PACTBOPUMEIM JecaTypazam ¢opmMa U CHenu@uIHOCTh CyOCTpart-
CBSI3BIBAIONIEH IIOJIOCTH MEMOpPAHOCBS3aHHBIX JiecaTypa3 OIPEACNIIeTCS MECTOM
pacnonoxkenuss amwibHOM rpynnbel KK, OpHako kaTanuTUYeCKUl KOMILIEKC,
COCTOSIIIMKA W3 JBYX aTOMOB MeTajula, y MEMOpPaHOCBS3aHHBIX Jecarypas
KOOPJIMHUPYETCSI TPEMsI KOHCEPBATUBHBIMH THUCTHUAMH-OOTaTBIMH MOTHUBAMU M paHEe

Hen3BecTHbIM NxxxH ructununoBsiM motuBoM (y creapousi-KoA pecatypaszer 1
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MBIIIIK), JIOKAJU30BaHHBIMUA B IUMTO30J1bHOM jgomeHe (Bai et al., 2015; Wang et al.,
2015).

HecmoTpss Ha pasmuuus B METAUT-KOOPAMHUPYIOIIMX MOTHBAX, MEXaHH3M
(YHKIMOHMPOBAHUS  KATAJIWTHYECKOTO IIEHTpa MEMOpPaHOCBS3aHHBIX Jecarypas
AHAJOTHYEH MEXaHU3My (DYHKIIHOHHUPOBAHMS KaTAJIUTHYECKOTO IEHTPa PacTBOPUMBIX
necarypas (Bai et al., 2015). B otimume ot pacTBOPUMBIX JiecaTypas, HCIOIb3YIOIIHX
dbeppenokcunnl B kadectBe AonopoB (Chazarreta-Cifre et al, 2011; Wada et al., 1993),
muToxpoM b5 siBisercss HambOosiee PacIpOCTPAHEHHBIM IOHOPOM 3JCKTPOHOB IS
MemOpanocBs3anHbIx Jecatypa3 (Chazarreta-Cifre et al, 2011; Wada et al., 1993;
Gostincar et al., 2010; Guillou et al., 2004; Napier et al., 2003; Wang et al., 2015.
Bbraaromaps ~ 0ojee  JOCTYIIHOMY  PACIOJOXEHHIO  KaTAIUTHYECKUX  CaiTOB
MEMOpPaHOCBSI3aHHBIX ~ JIecaTypa3 BO3MOMKEH MPSMOM IEPEHOC DJIEKTPOHOB OT

muToxpoma b5 k mecarypase (Bai et al., 2015; Wang et al., 2015).
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Pucynok 3. Ctpykrypa u tonojorus creapomin-KoA mecarypaser 1 memmu (Bai et al.,
2015).

A) Kpucramnmmueckas crpykrypa creapowi-KoA necatypaspl 1 Mblm mokaszaHa 1o
OTHOIIICHUIO K TEPIEeHIUKYJISIPHO OPUEHTUPOBAHHOW MeMOpaHe, UTOIUIa3Ma KJIETKH
pacrnonaraetrcs cBepxy. J[Ba MOHA IIMHKA, CBSI3aHHBIE C ITUTOTIA3MATUYECKUM JJOMEHOM
JecaTypasbl TOKa3aHbl Kak cepbie cdepsl. Ha pucynke TM 1, 2, 3, 4 -

TpaHCMEMOpPAHHbBIE JJOMEHBI.
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b) Cxema pacnonoxeHus cnupaieil jaecarypasbl, I[BeTa CIHpaledl aHaJIOru4HbIe
pucyHky crneBa. OpamxkeBble cdepamMu 0003HAYEHBl KOHCEPBATUBHBIE OCTaTKU
TUCTUJIMHA YYacCTBYIOIIME B KOOpJMHAIIMM CalWTa M3 JBYX AaTOMOB MeTajlla B

KAaTAJIUTHYICCKOM ICHTPC ACCATyPa3bl.

1.2.3 Auuin-Allb, aunia-KoA v anmi-JunuaHblie gecatypasbl

Eme onna knaccudukamnus necatypas — paszelieHue JiecaTypas3 B 3aBUCUMOCTH
OT mepeHocunka cyocrpara. Mcxoas u3 3Toi kinaccupukannu, gecarypasbl MOTYT OBITh
pazzmeneHsl Ha Tpu kiacca: anwi-Allb, anmm-munuaneie u anmun-KoA necatypasbl
(JTock, 2001). Aumn-Allb mecatypasbl 0OHapyKEHBI TOJBKO B XJIOPOILIACTaX PACTECHHIM,
rae npoucxomuT de novo omocuHTe3 KK, cyOcTparom it 3TOro THIA Jecarypas
ciykat KK, cszannsie ¢ AIIb (Schultz et al., 2000; Zhang et al., 2015). Auuin-KoA
JiecaTypasbl, Kak MpaBuio, CBSI3aHbl ¢ MeMOpaHOW U pacrosiokeHnbl B DIIP sykapuor.
Aunn-KoA necatypassl HCHONB3YIOT B KadyecTBE cCyOcTpaTa >KUPHbBIE KHCIOTHI,
cszanHble ¢ Kodepmerntom A (Bai et al., 2015; Wang et al., 2015). Cybcrparom st
alMII-TANAIHBIX Aecatypas sBistorcs KK, BXoasmme B COCTaB CIIOXKHBIX JIUIHIOB,
TaKMX KakK T[IMKOTIMUEpOoaunuabl, Gochormuueponunuabl U chunromunuasl (Jlock,
2001). Atuni-nmunuaHbIe AecaTypasbl JJOKaTu30BaHbl npenmyiiectBenHo B D[P Chen,
Thelen, 2013; Mori et al., 2016). CymiecTByeT MHEHHE, YTO BCE M3BECTHBIC JeCaTypa3bl

MIIEKOITUTAIONIUX ABJIsTIOTCs ari-KoA necarypaszamu (Nakamura, Nara, 2004).

1.2.4 [leabTa U OMera jecarypa3sbl

OcHoBbIBasich Ha cailT-crienu(UYHOCTH (BBEAEHHE HOBOOOPA30BAaHHOM CBS3U
C=C no ornomennto Kk koHuam XK nenu u panee BBea€HHbIM B Mouekyiy KK C=C
CBSI3SIM), JiecaTypasbl IEJISAT Ha ABe TPYMIbl: A necatypassl WM (POHTAIbHO-KOHIIEBbIE
JecaTypassl, W  Jecarypasbl WIM METHI-KOHIeBbIe mecaTypasbl (Aitzetmiille,
Tsevegsiiren, 1994; Buist, 2004; Hitz et al., 1994; Lopez Alonso et al., 2003; Reed et
al., 2000; Sperling et al., 2003; Yadav et al., 1993). A mecatypa3sl 00pa3yrOT Kak

nepByto cBsi3b C=C B mosoxenun A9 anunbHoi nenu XK, tak u cBsizu Mexay
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cymectBytoieid C=C cBs3bI0 U KapOOKCUIIBHBIM KOHIIOM cyOcTpata. [Ipeamnonaraior,
yto A9 necaTtypasbl SBISIOTCS HaumOoJiee NPEeBHUMH (DepMEeHTaMU U3 BCEX Jlecarypas,
MOCKOJIBKY TPECTaBICHBI BO BceX KHUBBIX opranusmax (Lopez Alonso et al., 2003).
pyras rpynna jaecarypa3, KOTopas TakKe HM3BECTHA KaK ® JecaTypasbl WIM METHII-
KOHIIEBBIE JecaTypas3bl, Kartaliu3upyer oOpazoBaHue cBsizu C=C wMexay yxke
cymectBytomuMu C=C cBsizsimu 1 MeTwibHBIM KOHIIOM KK nenu (bepectoBoit u

coaBT., 2019).

1.3 Jkcenpeccust 1 peryJsilusi FeHOB, KOAMPYIOLIMX JAecaTypa3bl

BONBIIMHCTBO  JKUPHBIX  KHCIOT B  MEMOpaHaX pPAacTCHUH  SBIISIOTCS
HEHACHIMICHHBIMA. X ypOBEHb HEHACHIIIEHHOCTH CHJIBHO 3aBHUCHUT OT HW3MCHCHUS
TEeMIIepaTypbl, MHTEHCUBHOCTH OCBEIICHMS, IUETHI, KOHIEHTPAIMH OCMOTHYECKUX
BemiectB u coieit (Iba, 2002; Kim, Ntambi, 1999; Kis et al., 1998; Los, Murata, 1998;
Nishida, Murata, 1996; Somerville, Browse, 1991). HccienoBanust mokasaiiu, 4TO I'€HBI,
KoJupytomue OelKku Jecarypa3 UMEIOT OOJIbIIOe 3HAUCHHUE ISl aflanTallid PacTEeHUH,
KOTOpBIE  TOCTOSHHO  CTaJKHBAIOTCS €  Pa3IMYHBIMH  HEOJAronpusSTHEIMHU
BO3JCHUCTBUSIMU OKPYKAIOILLIEU CPEBL.

Cpenu reHoB JecaTypas KUPHBIX KUCIIOT BBICIINX PACTEHUH, Han0o0JIee N3YICHBI
reusl A. thaliana. B gacTtHOCTH, OHUM U3 MEPBBIX KIOHUPOBAHHBIX I'C€HOB Jecarypas
obut kioHupoBaH ren FAD2 A. thaliana, xotopeiit koaupyeT Al2 anuia-JTUIHIHYO
necarypasy OIIP (Okuley et al., 1994). B manpHetitmem oprosiorn reHa FAD2 Obutn
KJIOHUPOBAHBI U OXapPaKTEPU30BAHBI IS MHOKECTBA JIPYTUX BHUJIOB BBICIIUX PACTEHUH,
Bkioyas coro (Lakhssassi et al., 2017; Schlueter et al., 2007), panc (Jung et al., 2011;
Yang et al., 2012), xnomuatauk (Liu et al., 1999; Zhang et al., 2009), apaxuc (Pandey et
al., 2014), nen (You et al., 2014) u mouepny (Zhang et al., 2018).

JlecaTypasbl KUPHBIX KACIOT PACTEHUN KOIUPYIOTCS SACPHBIMUA T€HAMH, OJTHAKO,
B OCHOBHOM, ocymiecTBIIIOT necarypauuto KK munuaos B I11P u xnopomnnacrax. [Ipu
9TOM T€HBI, KOJUPYIONIME JecaTypasbl, DJKCIPECCUPYIOTCS B  OOJBIIMHCTBE

pacTUTENbHBIX TKAHEH, OJJHAKO YPOBEHb MX JKCIPECCUH MOXKET ObITh pazinyeH. ITO
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yOeIuTeNnbHO MPOAEMOHCTPUPOBAHO B psifie padoT Ijisi TeHOB ®3 U w6 aecarypas, u
A12, A9, A3, AT necarypas (Chi et al., 2017; Dong et al., 2016; Zhang et al., 2012).

CornacHo 3KCIEepUMEHTaIbHBIM JaHHBIM, KCIPECCHs TEHOB JiecaTypas >KUPHBIX
KUCIIOT MOXET OBITh HWHAYIHPOBaHA TOPMOHAMH, a TaKXke OHOTHUYECKUMU
(puTomaTtoreHsl  PA3NMYHOTO TMPOUCXOKACHUSA) U aOMOTHYECKUMHU  (pakTOpaMu
BO3JICUCTBUSI (TeMIepaTypa, OCBEIICHHOCTh, KOHILEHTPAIMS OCMOTHYECKH AKTHBHBIX
BemiectB u cosneit) (Chi et al., 2017; Harwood, 1998; Sui et al., 2018; Xue et al., 2018;
Zhang et al., 2018) (PucyHoxk 4).

dakTopbl aKTUBALMM IKCNIpeccun reHoB agecaTypas

AbBunotunyeckue BuoTtuueckue
KoHueHTpauua
0CMOTUYECKUX
T o aKTMBHbIX BellecTB FopMOHbI M MaToreHHble MHheKuumn
emnepatypa AL s 1 coneu cpaKkTopkl pocTa W paHeHusa

& &
66606 6 6 66 BW S

FAD2 FAD3 FAB2 FAD4 FADS FADG6 FAD7 FADS8 SAD SLD
A12 w3 A9 A3 A7 wé w3 w3 A9 A8

YpoBHU perynsauumn aKkcnpeccum gecartypas

TpaHCKPUNLMOHHDIMA MocTTpaHCKPUNLUOHHDIH MocTTPaHCAALMOHHDIMA

A3, A4, A7, A8, A9, Al12, w3, w6 Al2, w3 gecatypasbl w3 Apecartypasa
AecaTypasbl YeenunyeHue KonmyectBa 1) M3MEHEHMs aMMHOKMC/IOTHOM
1) cHWeHMe Temnepatypbl — AueHoBbix MK 6e3 yBenuueHMAa nNocnegoBaTeNbHOCTM YBENWYMBAET
yBenunyeHue yposHA MPHK ypoeHAa MPHK. aKTMBHOCTb W BpPemMA MONYXU3HU
2) yBenWuYeHue TemnepaTypsbl — MexaHusm perynfuMu NoKa He MNpPOAYKTOB reHa;
CHMeHue ypoBHA MPHK n3yyeH 2) cneunann3MpoBaHHbLIA Y4acTOK

C-KkoHueBoM obnactm peryavpyer
aKTMBHOCTb AecaTypasbl

Pucynok.4. Cxema perymisiuu sxcripeccun reHoB jecarypas. FAD, FAB, SAD, SLD u
DES — rennt necatypas. Al12 u ®3 u. T. 1 — necarypasbl. Kaxaomy dakTopy akTUBaIIUu

HKCIIPECCUU TEHOB JIecaTypa3 COOTBETCTBYET coOCTBeHHbIN 3HaK (bepecToBoil u coaBT.,

2019).
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B Hacrosimee Bpemsi yOequTEIbHO JTI0OKa3aHa B3aUMOCBSI3b MEXKIY HW3MEHEHUEM
TEeMIIepaTyphbl, KOHIEHTpaIMeil OCMOTHYECKHX BEUIECTB U COJEeH C JKcrnpeccuen
HEKOTOPBIX TEHOB JiecaTypa3 y BBICIIUX pacTeHuil. Hampumep, mpu n3ydeHUN BIHSTHUS
TEeMIIepaTypbl Ha JKCIPECCHI0 T€HOB JlecaTypa3 MPOJEMOHCTPUPOBAHO, YTO OHA, B
OOJBIIMHCTBE CIIYYacB, YBEIUIMBACTCS B OTBET HA BO3JICHCTBHE HU3KUX TEMIIEPATYP
(Dong et al., 2016; Feng et al., 2017; Liu et al., 2015; Zhang et al., 2018), Torga xak
IIPH MOBBIIIEHUH TEMIIEPAaTyphl OTMEUeHa oOpatHas peakiusa (Dong et al., 2016; Zhang
et al.,, 2018). Tak, y mouepusl (Medicago truncatula) mom naeicTBHeM HHU3KHX
temriepatyp okcopeccuss reHoB FAD3 u FAD7 (komupyroT 3 1ecarypassi,
nokanu3oBanbl B D[P u xjopormiactax cOOTBETCTBEHHO) 3HAYUTEIHHO YBEIMUYUBACTCS
110 CPaBHEHUIO C PACTCHHSIMU, BBIPANIIEHHBIMU B HOPMAJILHBIX yCIIOBHIX. Ha ocHOBaHMHM
ATUX PE3YyJbTAaTOB BBICKA3aHO MPEAIOJIOKEHHE, YTO ITH JiecaTypa3bl MOTYT HIpaTh
KITIIOYCBYIO POJIb B PEAKIIMM pacTEHU Ha HU3KOoTemIepatypHbiid crpecc (Zhang et al.,
2018). CxomHble pe3ysibTaThl TOJYYEeHbl MpPU HMCCIACIOBAaHMM TEHOB JecaTrypas
xmomuatHuka. ['en FAD7/8-1, komupyrommuii ®3 ngecaTypasy, JIOKaJIM30BaHHYIO B
XJIOPOIUIACTaX, MPOJAEMOHCTPUPOBAN MOBBIMICHHBIH TPO(HIL IKCIPECCHd B OTBET Ha
HU3KHE Temneparypbl. [Ipyu 3TOM, MOBBIIIIEHUE IKCIPECCUH ATOTO TeHa HAaOII0aI0Ch U
B orBeT Ha 3acyxy (Yurchenko et al., 2014). Dkcmpeccusi OOJBIIMHCTBA TEHOB
JecaTypas KUPHBIX KHUCJIOT OTyplla YCHJIMBAETCS B OTBET HAa XOJOJ M IOAABIISACTCS
BBICOKOH Temmeparypoit. Tak skcnpeccust reHoB necarypa3 FAD2 u FAD3 (konupyrot
A12 u ®3 necarypa3bl COOTBETCTBEHHO), OEITKOBBIE MPOAYKThI KOTOPBIX JIOKAJIU30BaHbI
B OIIP, u renoB necarypaz FAD4, FAD5, FAD6, FAD7 (xomupyror A3, A7, ©6 u ®3
JecaTypasbl COOTBETCTBEHHO), OCJIKOBBIE TMPOAYKTHI KOTOPBIX JIOKAJIU30BaHBI B
XJIOPOIIACTaX, IOBBIMIACTCS TIPH CHIDKEHWW TeMIeparypel. [Ipu 3TOM BBICOKHE
TEMIIEpaTypbl  BBI3BIBAIOT  PENPECCHI0  OIKCIPECCHMH KaKk TEeHOB  jecaTypas
jokanu3oBaHHbIX B xJyoporuiactax (FAB2, FAD4, FADS, FAD6 (A9, A3, A7 u w6
necarypasbl)), Tak u gecarypas FAD2, FAD3 (A12 u o3 necaTtypassl), JOKaIU30BaHHBIX
B OITP (Dong et al., 2016).

Kak yka3aHO BblllIe, HE TOJIBKO TEMIEPATYPHBIE U3MEHEHHUSI, HO U COJIEBOM CTpeECC

TAKKC OKAa3bIBACT BJIUAHHC HA SKCHPECCHIO T'CHOB JICCATypas. HaHpHMep, Yy apaxuca
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(Arachis hypogaea) ipu coneBom ctpecce (nuKyOanus apaxuca B mpucyrcTBuu NaCl B
KoHleHTpauu 250 MM B TeueHue 4 CyTOK) HAOJIOMAETCS] CHUKEHUE dKCIpeccud 3
JiecaTypas3bl U €€ BOCCTAHOBJIGHUE TOCIIE CHATHUSI CTPECCOBOTO BO3AecTBUs. Tak, mpu
coieBoM ctpecce wu3Mensercs KK coctaB, a HMEHHO, JOCTOBEPHO CHIKAETCS
cogepkanne KK 18:3 (Sui et al., 2018), mapsmy co CHIKEHHEM AaKTHBHOCTEU
cynepokcugaucmyTassl (COJl) u ackopOarnepokcuaassl (All) u, BcmeacTtBue 3TOro,
YBEJIMYCHUEM COJIepKaHus cynepokcuy annoHa (O2-¢) u nepekucu Bogopoaa (Hz0,).
Ponp akcnipeccun rena, kogupytomero o3 aecarypasy (LeFAD3), nokann3oBaHHYIO B
OIIP, B TOJNIEPAaHTHOCTH PACTEHUU K COJIEBOMY CTpecCy IMpOJEMOHCTPUPOBAHA Ha
9KCIICPUMEHTAIBHBIX MOJICIIAX TPAaHCTeHHBIX pacteHuit Tomaro (Wang et al., 2014).
Tax, coneBoil cTpecc HE CKa3bIBAETCS HA POCTOBBIX XaPaKTEPUCTHKAX TPaHCTCHHBIX
pacTeHUd TOMATOB B OTJIWYME OT PACTEHUN JTUKOTO TUIIA U TPAHCTEHHBIX PACTCHUM,
KOTOPBIE AKCIIPECCUPOBAIA aHTUCMBICIIOBYIO TocieaoBaTelbHOCTh TeHa LeFAD3. Ot
pe3ynbTaThl MOTYT OBITh OOBSICHEHBI TEM, YTO TPAHCTEHHBIE PACTEHUS TOMATOB C
KOHCTUTYTHBHOM dKcrpeccueit reHa necarypasbl LeFAD3 crocoOHBI K TOEp KaHUIO
IIEJIOCTHOCTH MEMOpaH TpU JIEHCTBHU CTPECCOBOTO (DaKTOpa, UYTO MOJITBEPKICHO
METOZIOM TPAaHCMHUCCHOHHOH 3yekTpoHHor Mukpockonuu (Wang et al., 2014). Takum
00pa3oM, FKCIIepUMEHTaJIbHbIE JAHHBIE CBUACTEILCTBYIOT O BAXKHON POJIH JecaTypaiuu
MeMOpaHHBIX JIMIIHUJIOB, KOTOpas OOYCJIOBJIEHA JKCIPECCHEel TeHOB JecaTypas, B
PEryJsIuy TeKydecTu MeMOpaH U ajanTallii pacTeHUH K U3MEHEHHUIO TeMIEpaTyphl U
KOHIICHTPALIMU COJIEW B TIOYBE.

B wuccnemoBaHusax OSKCIpeccMd TEHOB JecaTypa3 BBISICHEHA Ba)KHas pOJIb
MOCTTPAHCKPUIIIIMOHHBIX Y TOCTTPAHCISIIIUOHHBIX  MOJU(DUKAIMNA B  PETYJSAIHH
dbynkuuonupoBanus necarypa3d (Pucynok 4). CormacHo TeKylleMy MHEHHUIO,
n3meHenne KK cocraBa numumoB KIETOYHBIX MeMOpaH pacTeHUW TPU CHIDKEHUU
TEMITepaTyphl, 0 BCEH BUAMMOCTH, MPOMCXOANT TAKXKE U 33 CUCT TAKUX MOIUDHUKAIINH,
a He TOJbKO 3a cyer yBenmueHus ypoBHs MPHK necarypas (Dar et al., 2017). Ha
IpUMEPE IKCIPECCUU B IPOXIKAX ceMs-criennpuaHbx n3odopm necarypas FAD2-1A u
FAD2-1B wu3 pacteHuil cou, OTAWYaromuxcs 24 aMUHOKHUCJIOTHBIMM OCTaTKaMH,

IIPOJIEMOHCTpHpPOBaHO, 4To HM3odopma FAD2-1B Gonee crabuiibHa MpHU MOBBIIIICHHBIX
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temneparypax (Tang et al., 2005). ¥ o nmecarypaz FAD3 xiomyarauka (GOSSypium
raimondii) u A. thaliana, nmokanm3oBanubix B DIIP, Takke OTMEUEHO PEryJIMpOBaHUE
AKTUBHOCTH HHM3KOH TEMIEpaTypoil Kak Ha ypOBHE TPAHCKPHUIIINU (CHWKCHHE
TeMIepaTypbl npuBoaAuT K  yBenmmdeHuto MPHK, a 3arem  HakoIUICHHIO
cooTBeTcTBytomero ¢epmenra (Liu et al., 2015; Wang, Xu, 2010)), tak u Ha
MOCTTPAHCKPUIIIIMOHHOM ¥ IOCTTPAHCISIIIHOHHOM ~ YPOBHSIX (M3MEHEHHS B 5’-
HeTpaHciaupyemord obmactu MPHK  rema gecarypassl WM aMHHOKHCIIOTHOW
MoCeI0BaTeNbHOCTH B N-KOHIIEBOW 00iacTé (pepMeHTa yBEIMYUBAIOT AKTUBHOCTD
rera FAD3 u BpeMsi TONY>KHM3HH MPOJIYKTOB 3TOTO T€HA NMPH HHU3KUX TeMIlepaTypax
(Tang et al., 2005; Wang, Xu, 2010)).

Matsuda et al. wccnemoBasm TOCTTPAHCISIIMOHHBIE MEXAHH3MBI PETYJIISIIIHA
akTUBHOCTH ®3 Aecarypa3sl FAD8 A. thaliana B oTBeT Ha M3MEHEHHE TEMIIECPATYPHI.
Tak, yOeIuTEIBHO MPOJESMOHCTPHPOBAHO, YTO aKTUBHOCTDH JIECATypasbl PErysIpyeTcs
3a cueT C-KOHIIEBOM 00J1acTH, @ UMEHHO, aKTUBHOCTB TOMU JiecaTypa3bl CHIKASTCS TIPH
BBICOKOW TeMIlepaType TOJbKO B TOM Cly4ae, eClIH JecaTypasa COJCPIKHT
cnenuduueckyro C-koHreByro oonacts (Matsuda et al., 2005).

CornmacHO  DKCIIEPUMCHTAIBHBIM  JaHHBIM, (UTOTOPMOHBI TaKXKE MOTYT
pEryJIMpoBaTh SKCIPECCUIO TEHOB JiecaTypas, U B psAJE CIy4aeB B TKaHECTICIHM(PHUIHON
Manepe. Tak, mpu 00paboTke pacteHuid apaxuca adOcumu3oBoit kuciorod (ABK),
YPOBEHb TPAHCKPUNTOB 3 Jecarypasbl (Jokanu3ausi B XJopormuiactax), Al2
necatypasbl  (nokanmzamuss B OIIP), A8 wu A4 necarypaz cuUHroaunuaoB
yBenuuuBaercss Tonbko B kopHsax (Chi et al, 2017). IIportuBomosoxHas
3aKOHOMEPHOCTh oOTMedeHa npu jAchictBud ABK Ha ypoBeHb 3Kcmpeccuu o3
necarypassl una (Salvia hispanica) u nepuer (Perilla frutescens): skcmpeccust 3Tux
T'CHOB TIEPBOHAYAIILHO PEIPECCHPYETCS, a 3aTeM BOCCTaHABJIMBAacTCs depe3 48 4Jacos.
BoszneiictBue canuuunoBoit kucioroit (CK) u metumxacmonarom (MXK) Ha pactenus S.
hispanica u P. frutescens mpuBoAMT K yBEIUYCHUIO DKCIPECCHH T'€HOB @ JecaTypas
(FAD3, FAD7, FAD8) (Xue et al., 2018). Yb6emuTenbHOe SKCIEPUMEHTAILHOE
MOJITBEPIKJICHUEC PEryJIMpPOBAaHUS JKCIPECCHHM TEHOB jecarypa3 (UTOrOPMOHAMHU

NPOJEMOHCTPUPOBAHO TMpH M3y4YeHuu mpomotopa reHa FAD2 A. thaliana,
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kogupytomero Al2 necarypasy. B 3ToM uccienoBanuu ¢ MCMOIb30BAHUEM CTPATETUU
PENopPTEPHBIX T'€HOB MPOJIEMOHCTPUPOBAHO, YTO AKTUBHOCTH Mpomoropa reHa FAD?2
CHW)KAETCS B JIUCThSAX U KOPHSX npH AeiictBum 24-s3nudpaccunonuna, AbK n CK. Ilpu
TOM 3TOT 3(PPEKT TOPMOHOB MPOSIBISIICS B J10303aBUCUMON MaHepe. Tak, oTMedeHo
CHIW)KCHHE aKTUBHOCTH TpoMoTopa TeHa FADZ2, xoTopoe OBUIO TPOMOPIMOHATHHO
yBenuueHuto  KoHneHTpaiuu CK. Beicokue konnentpauuu ABK  wmm  24-
AMUOPACCUHOINIA CHUXKAJIM aKTUBHOCTH IPOMOTOpA B JIUCTBSIX U KOPHSX, HO MaJible
KOJIMYECTBA ATHX TOPMOHOB BBI3BIBAIM CHIKEHUE AKTUBHOCTH MPOMOTOpPA TOJBKO B
xopusax (Yuan et al., 2012). Takum 00Opa3oM, BBIIICH3IOKEHHOE CBHJICTEIBCTBYET O
TOM, YTO 3KCIPECCUSI T€HOB JlecaTypa3 pacTEHUI peryiupyercs ropMOHaMu, IIPU 3TOM
peryianus OKCOPEeCCHH ATHX TEHOB TKaHecmenmu(uuHa W  MPOSBIAETCA B
no3o3aBrcumoii Mmanepe (bepectoBoii u coasr., 2019).

B0O3MOXHOCTh perymisimuu SKCIPECCHH TEHOB JecaTypa3 (UTOTOPMOHAMH B
HEPBYIO OYepeab FOBOPUT O BO3MOKHOM YYacTHM JecaTypa3 B Ipoleccax Iepeaadu
curHajioB. Tak, Jecarypas3bl BOBJICYEHbI B OMOCHHTE3 NMPOMEKYTOUHBIX COCIUHEHMIH,
Hampumep, KK 18:3, HeoOxoaumoil st OMOCHMHTE3a »KAacMoHaTa — TOpPMOHa
UTPAIOLIETO BaXXKHYIO POJIb B Pa3BUTUU PACTEHUHN M B peaklMsIX PACTEHUH Ha CTpecc
(Xue et al., 2018). [To-BuarMomy, peryJsius SKCIIPECCUU TEHOB JiecaTypa3 TOPMOHAMHU
HEOOXO0JMMa HE TOJBKO ISl MOAJEP)KaHUS TEKYy4yecTH MeMOpaH TOJ BO3ACHCTBHEM
cTpecca, HO U JJIs 3allyCcKa JOIMOJHUTENIbHBIX KJIETOUYHBIX MEXaHU3MOB, HEOOXOIUMBIX
JUTS afialTalliyd PacTeHUM K JEHCTBUIO CTPECCOBBIX (PAKTOPOB Kak aOMOTHUYECKOTO, TaK
u 6notnueckoro nmpoucxoxaenus (bepectoBoit u coart., 2019).

CornacHo TekylieMy MHEHHIO, Takhe OnoTHYecKre (HaKTOPhl Kak (PUTOMATOTCHBI,
a TaK)Ke MOpaHEHUs HHAYLUUPYIOT HKCIPECCUI0 TeHOB jecarypa3. B sToT mpouecc
UHAYKIIUHA B KAYECTBE CUTHAIBHBIX MOJIEKYJ MOTYT OBITh BOBJICUEHBI M PACTUTEIbHBIC
ropmonbl (Harpumep, MK, ABK, stuiien), onurocaxapuubl u onuronentuasr (Xue et
al., 2018), a rtawke Takme KK, kax 18:2 m 18:3 (Dar et al., 2017). Moxynsius
HKCIIPECCUU TEHOB JiecaTypa3 B OSTOM CIIy4a€ MOXKET WIrpaTh pOJib 3alUTHOTO
MEXaHH3Ma B OOECIEYeHHH YCTOWYMBOCTH PACTEHUH K OWOTHYECKHM CTPECCOBBIM

dakTopam, 4TO YOEIUTENHHO TMOATBEPKACHO B PSJE MCCIAEIOBAHHI, B TOM YHCIE U C
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UCIOJIb30BAaHUEM Mojenen TPaHCTE€HHBIX pacTeHuH, AKCIIPECCUPYIOIINX
reTepojioruuHbple reHbl gecarypa3 (bepectoBoit u coaBt., 2019). Hanpumep,
TpaHCTEHHBIE pPACTEHHs TOMaTa, »SKCIPECCUPYIOLUIME TE€H CTeapOomII-IecaTypasbl
rpubHoro mpoucxoxaenuss (Flammulina velutipes), mnposBISIOT MOBBIIICHHYIO
YCTOMYMBOCTB K BO3JICUCTBHIO (DUTOMATOTCHOB 3a CUET YBEIMYCHHSI BBIICIICHUS BOCKOB
(Kamthan et al., 2012). Tpancrennsie pacTeHus: Kaprodens, dkcrnpeccupyromme Al2
aIyII-IAMAHYIO JecaTypasy u3 nuanodaktepuii Synechosystis sp. PCC 6803, momumo
YBEIIMYEHUSI OTHOCUTENBHOTO coaepkanus noauHeHachimeHHbix KK (KK 18:2 u 18:3)
XapaKTEpU3yIOTCS BHICOKUM TOKA3aTelIeM YCTOMYMBOCTH K BO30yauTet0 putodToposa
(Phytophthora infestans) no cpaBHenuto ¢ ucxoaHoi dopmoii (FOpbeBa u coart., 2014).
Yo6enuTenbHbIlE OKCIEPUMEHTAJIbHBIC TMOATBEPXKICHUS pOJMU Jecarypa3 B
3alUTHBIX MEXaHW3MaX pPAaCTEeHUH TMOJYy4YeHbl C HCIOJIb30BAHUEM TPAHCTCHHBIX
TEXHOJIOTMA Ha MYTAHTHBIX PACTEHHUSAX C Me(OUIIMTOM 3SKCIOPECCHH PAa3HBIX TEHOB
necarypas. Hampumep, skcmpeccuss reHa 1aSSI2 xkomupyromero creapoui-Allb
necarypasy miieHuIsl B pactenusx A. thaliana, puca, com, MyTaHTHBIX MO TEHY
creapomwsn-Allb necarypasbl (ssi2-MyTaHThI), MIPUBEJAa K MOBBIIMICHUIO YCTOWYHMBOCTH
pacTEeHH K IIUPOKOMY KPYyTry (pUTOMATOreHOB, B TOM YHCIIE U K My4dHHCcTOM poce (Hu et
al.,, 2018; Song et al., 2013). [TomMuMO YCTOWYHMBOCTH K OHMOTHYCCKUM (DaKTOpam,
MEpPeHoC M HKcmpeccus TeHa 1aSSI2 B TpaHCTEHHBIX PACTEHHSIX MOXKET OBITh
MEPCIEKTUBHBIM MOX0JI0OM U K CO3/ITaHUI0 PACTCHUI YCTOMYMBBIX K 3aCyXe, TOCKOIbKY
creapomn-Allb necarypasa ydactByeT B Onocunrtese Bocko (Hu et al., 2018).
CoryiacHoO COBPEMEHHBIM JKCIIEPUMEHTAJIbHBIM JIaHHBIM, TOPAHEHUS TaKKe
YBEJIMYHUBAIOT IKCIIPECCUIO TEHOB JiecaTypa3 y pacTEeHUM, MPUBOJS B MECTE MTOPAHEHUS
K HaAKOIUICHHIO TPHUEHOBBIX KHCJIOT M >acMmoHata B xjoporuiactax (Jlocs, 2014).
TpueHoBbIE KUCIOTHI B XJIOPOILIACTaX, Takue Kak, Hampumep, KK 18:3, urparot poib
MIPEIICCTBEHHUKOB B OMOCHHTE3¢ »KacMOHaTa, KOTOPBIA, B CBOIO OUYEPE/b, SIBISACTCS
OJIHUM W3 KIIFOUYEBBIX YYACTHHUKOB B 3aIlyCKe 3al[UTHBIX MEXaHU3MOB pacTeHHM. [l
WUTIOCTPAIIMA TIPOIIECCOB YCUJICHUSI DKCIPECCHH TEHOB JecaTypa3 MpH MOPAHCHUH
mMoxxHO mipuBectd TeH FAD7 moprynaka (Portulaca oleracea), kotopslii koaupyeTr ®3

necarypaszy xjoporiactoB. OH MHAYIUPYETCS TMOpPaHEHWEM C MapajuielIbHbIM
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yBenuueHuem coaepxxkanust JKK 18:3 (Teixeira et al., 2010). /locroBepHOE yBeIMUEHUE
skcnpeccuu creapomn-Allb necarypassl, kogupyemoii reom CSSAD, oTMedeHo u pH
nopanenusx pactenmii 4as (Ding et al., 2016). Dxcmpeccuss ®3 paecarypa3 y S.
hispanica u P. frutescens Takxe ycuiauBanach IpH paHeBOM BosuaehcTBuu. [Ipu 3TOM
YBEJIMUYCHHE IKCIPECCUU TEHOB ( JiecaTypa3 KOppeaupyeT ¢ aKTUBaIel OMOCHHTE3a U
NPUBOJIUT K JIOCTOBEPHOMY HaKOIUICHHUIO )xacMoHara (Xue et al., 2018).

Takum 00pa3oM, B HACTOsAIIEE BpeMs YOSTUTEIBHO MPOJEMOHCTPHUPOBAHO, UTO
IKCIIPECCUs] TEHOB JecaTypa3 peryjiupyercsl JCUCTBHEM pa3IMYHbIX CTPECCOBBIX
(aKTOPOB ¥ TOPMOHOB, YTO TMO3BOJIIET BKIIFOYMTh MX B CITUCOK KITFOUEBBIX YUYACTHHUKOB,
KaK MpOIIECCOB CHUTHAIM3AIMHU, TAK U MEXaHW3MOB 3alllUThl U aJalTallid PAacTCHUH K

OonoTnyeckuM U abuornueckuM ¢pakropam (bepectoBoii u coast., 2019).

1.4 Poab necarypas B HoJiep:KaHNHM TOME0CTA3a KJIETOYHbIX MeMOpaH

NuayuupyemMble OKpysKarolel cpeiol TMHaMUYeCKHEe U3MEHEHHSI B KOMIIO3UIIUU
JMMHIOB, COOTHOLICHUH JIUMUIOB M OEIKOB, a TakKe MPHUCYTCTBHUE PACTUTEIHHBIX
CTEpOJOB B  MeMOpaHax  pacTeHHUH,  SBISIOTCS ~ BaXHBIMH  (paKTOpamH,
KOHTPOJMPYIOIUMH TOMEOCTa3 KieTouHsix MemOpan (Espenshade, Hughes, 2007;
Mullineaux, Kirchhoff, 2009). [lecaTypa3bl wurparoT B 3TOM IIpOLECCE OJHY M3
KITFOUEBBIX POJIEH, TaK KaK OTBEYAIOT 3a MOMIYJISIMI0O HEHACBHIIIEHHOCTH KUPHBIX
KUCTOT. MOIyNALNUS HEHACHIIIEHHOCTH JKUPHBIX KHUCIOT B CBOIO OUEpEelb OMpeessieT
U3MEHEHHUs1 B TeKydecTn MeMOpaH. [log Bo3nelicTBuEM BHEIIHUX (DAaKTOPOB, TAKUX Kak
TEeMIEepaTypa, OCMOTHYECKHUI CTpece, 3acyXa, MPOUCXOJAT U3MEHEHUS B OpraHU3allU
JUTIATHOTO OMCIOsT MEMOpaHbl, BBI3BIBAs JMOO pa3zKIKEHUEe MeMOpaHbl, MO0

yBeIIMYeHUe ee kecTKoCcTu (PrucyHnok 5).
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BnusgHue u3MeHeHHs TeMIiepaTypbl Ha TEKy4ecTh MeMOpaHbl ObLIM BIEpPBBIC
MPOJIEMOHCTPUPOBAHBI C MOMOIIBIO MOJsIpU3auu (hiyopecueHIuu (iIyopecieHTHOTO
3oura DPH (1.6-mudenun-1.3.5-rekcarpuer). DPH Bxirouaercs B MeMOpany
napajielbHO alMIbHBIM IEMsIM MeMOpaHHbIX JunuaoB. Ero ¢uyopecuenuus ciabo
JETOJIAPU3YETCS TpU CTAOMILHOM B3aWMOJICHCTBUU C KECTKUMH MEMOpaHaMH, M
YBEIUYHUBACTCS MPH pazkrokeHnn MemOpansl (Los, Murata, 1998).

Texydectb MeMOpaHbl 3aBUCHUT OT ABYX KJIIOYEBBIX (DaKTOPOB: COCTAB JIUIUJIOB
(cTemeHh HEHACHIMIEHHOCTH amwibHBIX Tpynn KK B Monekyne riaunepoiaunuaa) u
COOTHOIIICHHE JINIUIAOB Pa3IMnYHbIX KjaaccoB B jumuaHoM oucioe (lba, 2002; Vigh et
al.,, 1998). VYMeHbllleHHE JIOJIM HACHIIEHHBIX JKUPHBIX KHCJIOT TMPEAOTBpAIAcT
Ype3MepHOE 3aTBEep/IeBaHHEC MEMOpPaHBI TPHU MOHKCHUH TEMITEpaTyphbl. Y MEHBIIICHUE
TEKy4eCTH MeMOpaHbl MOXET ObITh CKOMIIEHCHMpOBaHa myTem jecarypanuu KK
MEMOpaHHBIX JHUIUAOB. B TPOTHBOIOIOXKHOCTH 3TOMY, TOBBIIMICHUE TEMIIEPATyPhI
npuBOAUT K prronnnzanuu MemOpan (Pucynoxk 5). [{ns nmpeaoTBpariieHust 4pe3aMepHoro
pa3zKmKeHus MeMOpaHbl, KJIeTKa CUHTE3UPYET MEMOPaHOCTaOUIU3UPYIONIUEe OCNKU U
OCYIICCTBIISIET 3aMEIICHHE HEHACHIIMCHHBIX >KHUPHBIX KHUCIOT MEMOpaHHBIX JUIHUIOB,
BHOBb CHHTEe3MpoBaHHbIME HackiieHHbIME JKK (Los, Murata, 1998; Ohlrogge, Browse,
1995).

Ha ceromssimiamii 1€Hh B3aUMOCBS3h TEKYYECTH KICTOYHBIX MEMOpaH, CTETICHU
HeHachlmeHHoCTh KK B MeMOpaHHBIX JUNUAAX U U3MEHEHUsS JUMUIHOTO COCTaBa B
KJIIETKE JOCTATOYHO XOPOIIO M3y4YeHa. TaK, NpHU H3YyYEHHH BO3JACHUCTBUS HU3KHUX
TeMmrepaTyp Ha MyTaHTHbIe pacteHus A. thaliana, y koTopsix ObLT HHAKTHBUPOBAH I'eH
ADS1, xonupyrommii amui-KoA necarypa3sy, Obu1o BbISIBICHO, 4TO cojepskanue KK
18:1 B myrantHbiXx pacteHusix ADS1 6wuto Ha 20% HUXKe, YeM y JIMKOTO THIIA.
JInmmmnHeI aHajus3 MoKazan, KOHIIEHTpaLUs Pa3HOBUIHOCTEN
MoHoTamakTo3uwauanuirauiepusa (MIUAI') ¢ amuaHOM 1enu B 34 yriepoaHbIX
aToMOM B MyTaHTax adsl ObUTO HWXKE, YeM y AMKOTO TUTA. JIMMUIHBIN TO3UITMOHHBINA
aHaJIN3 BBISBWI CHIDKCHHUE KOJIMYECTBO KUPHOW KHUCIOTHI 18:1 B monokeHuu sn-2

MI'AI'. Ilomumo »3TOro, y MYTaHTHBIX pacTeHU HAOII0JAI0Ch MOBBILIEHUE
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COZICp KaHUs IIUTO30JILHOTO KaJbIlMs B OTBET Ha CHIKEeHHE Temieparypsl (Ding et al.,
2016).

[MToewimennas sxcnpeccus reHa COFAD3, o3 necarypassr Chorispora bungeana, B
pacTeHusix Tabaka, criocoOCTBOBaNIa MOAJEPKAHUIO TEKYYECTH MEMOpaH, 3TO B CBOIO
ouepe/lb MPUBEJIO K YBEIUYCHHUIO YCTOMYMBOCTHM PACTEHUW K XOJOdY, 3acyXe u
coieBoMy crpeccy. YBenunuenue coaepxkanus JKK 18:3 B TpaHCreHHBIX pacTEHMSX,
uHIynuposano aktupanuio Ca2'-ATda3bl MIa3MaTUYECKOH MeMOpAaHBI, TeM CaMbIM
M3MeHss MHAYIMPOBAHHYIO cTpeccoM curHammsarmio Ca2’. B TpaHCreHHBIX JIHHHUSAX
TaK)K€ aKTUBHUPOBAJIACH CHCTEMa MHAKTUBAIIMS PEaKTUBHBIX GopM kuciopona (POK)
(Shi et al., 2018).

Cpenyn MHOTOUYMCIIEHHBIX KIIETOYHBIX IPOIIECCOB, HAa KOTOPHIC MOXKET BIIASATH
BapUATUBHOCTh COCTaBa MEMOpPAHHBIX JIMIUJOB, (OTOCUHTE3 BEPOATHO HamboJee
YyBCTBUTEJICH K TakKuM H3MeHeHUsM. KoppekTupoBka ypoBHs HeHachimeHHoCTH KK,
BXOJISIIMX B COCTaB JIMIHUAOB TUJIAKOUIHBIX MeMOpaH o0OecreuuBaeT MOAepKaHUE
TEKY4eCTH MeMOpaH Ha JIOCTATOYHOM i (PYHKIIMOHUPOBAHUS (POTOCHHTETUUECKOTO
ammapara ypoBHE, UYTO B CBOIO Ouepelb BIMSET Ha CHOCOOHOCTh pPacTEHUM
ananTHUPOBAThCA K TemreparypHoMy crpeccy (Popov et al., 2017).

JlunmuaHas OCHOBa THJIAKOWIHBIX MEMOpaH COCTOSAT B OCHOBHOM W3 YETHIPEX
TUIIOB raJJakTOJIUIIHUJIOB: MOHOJIAKTO3WJIAUALIUIITIIMLEPUHA (MI'ar),
muranaktoswinnanunrauuepuna  (ACAD),  docharumunrmunepuna  (OI) wu
cynbdokunoposunauanuarumepona (CKAN). Ha MU' u AI'II' npuxoauTcs 0KoJio
70-80% ot o0miero xoiguyectBa JUMHUI0B. COOTHOIIIEHUS OCHOBHBIX TaJIaKTOJIMIINIOB
TUJIAKOUAHBIX MeMOpaH CTa0WJIbHBI, YTO YyKa3blBaeT HA HAJUYHE MEXaHU3MOB,
o0ecrneunBaOIIMX TOMEOCTa3 MEMOpaHHBIX JHMNUI0B B TWiakouaax. OCHOBHbIC
0COOCHHOCTH 3TOT'0 TOMEOCTAa3a 3aKII0YarTCs B KOHTpoJje cootHomennit MITJT/ AT AT
u CKIAI'/OI' B TMiiakonax nuaHoO0akTepuil U XJoporiactoB, U otHowmeHus AT A1/®I
Ha YpPOBHE BCel KJIETKH XJoporuiacTcojaepkamnmx sykapuot (Boudiere et al., 2014).
Crnennduieckuii coCTaB BHYTPEHHUX M HAPYKHBIX MeMOpaH XJIOPOILJIACTOB MEHSETCS

noja BO3jAecTBUEM Temneparypbl. [lpu CcHuXeHUM Temneparypbl HaOIOdaeTCs



34

camwkennss MI'II" u AU, Torna kak nmpu ee MOBBIIMICHUH MPOUCXOIUT OOpaTHBIN
nporiecc (Han, 2016).

Knetounsle MeMOpaHbl CIyKaT MPENATCTBUEM IS MPOXOKICHUS OONBIINHCTBA
MOHOB M KPYITHBIX MOJIEKYJ Oiarogaps CBOeMy CTpPOeHHUI0. M3MeHeHne 0CMOIsIpHOCTH
BHEILIHEN CpeJbl MOJKET BBI3BATh KaK BBIXOJ BOJbI U3 KJIETOK M YMEHBIIEHHE O0OBbEMa
LIUTOIUIa3Mbl M KaK CJEJCTBUE CHWXEHUE Typropa KIETOK, TaK W IPUBECTH K
HAKaIUIMBAaHUIO BOJIbI, pa30yXaHUIO KJIETKU U B KOHEYHOM HTOre, MOXET BbI3BaTh
rubenpb KIETOK.

YBenu4yeHne COJIEHOCTH MOYBBI, BO3HUKAIOIIAS B OCHOBHOM 3a CUET MOBBILICHUS
koHUeHTpauuu NaCl, sBasercs OAHUM M3 PaclHpOCTPAHEHHBIX AO0MOTHYECKUX
(aKkTOpOB, KOTOPBIN BIUSAET HA POCT U YPOKAMHOCTh CEIBCKOXO3SUCTBEHHBIX KYJIbTYP
BO MHOIHMX permoHax Mmupa. IIpu wm3ydeHum BIMSHUE OCMOTHYECKOIO CTpecca Ha
pacrenusix Arabidopsis ObLIO BBISBICHO, YTO 6 Aecarypasa, jJokanu3oaHHas B DIIP,
HEOoOXOoJMMa JUIs TOJAJCP)KaHHMsT YCTOWYMBOCTH K BbICOKMM KoHIeHTparusm NaCl.
DU3NOJIOrMYECKOE BIMSIHUE OCMOTHYECKOTO CTpecca IPOSIBISUIOCH B ITOBBIIICHUH
KOHLIEHTpauuu MOHOHEHAchIIeHHbIX JKK M CHUKEHMHM KOHLEHTpauuu JIHEHOBBIX
YKUPHBIX KUCJIOT Y MYTaHTHBIX PACTEHUN CO CHMKEHHOM aKTUBHOCTBIO 06 Jlecarypasa.
Kpome Toro, akTuBHOCTH MOH-TpaHcnoptupytouieii cuctemsl (Nat+/H+ antunoprep)
ObLJIa CHM)KEHA, BCJIEICTBUE YEro MPOUCXOIUIIO HAaKAIJIMBaHWE HOHOB Na B IUTOILIa3Me
KJIETOK KOPHSI pacTEHUs, YTO JENajio pacTeHUsl 0ojiee UyBCTBUTEIBHBIMU K COJIEBOMY
CTpecCy BO BpeMsi IPOPACTAHHS CEMSH M HAYAJIBHBIX CTauil pocTa mpopocTkoB (Zhang
etal., 2012).

[ToBpiienne koHuneHtpauu NaCl B mnouBe NPUBOAUT K 3HAYUTEIBHOMY
CHI)KEHUIO ypOoxalHOCTH pacTeHuid. Kpome Toro, moj Bo3iedcTBHEM COJIEBOTO CTpecca
IPOUCXOJUT HM3MEHEHHE COCTaBa JKUPHBIX KHUCJIOT. B 4YacTHOCTH, KOHLEHTpAalus
NETPOCETMHOBOM M JIMHOJIEBOM  KHCIOT MIPONOPIUOHAIBHO  YMEHBIIAETCS C
yBenuueHreM KoHueHtpamuu NaCl, Torma kak A0ds8 NalbMUTHHOBOM KHCIOTHI
YBEJIMYUBACTCS. Y MEHBILIAETCS OOIIMN YPOBEHb BBIX0J1a PACTUTENBHBIX Maces U3 CEMSIH
Cuminum cyminum u yxymamraercss uX KadecTBo. [lo aHamoruum ¢ TeMIepaTrypHbIM

CTPECCOM, COJIEBOM CTpecC BBI3BIBAET HM3MEHEHHS B pabdoTe MHOTHX (EpPMEHTOB,
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BKJIIOYAs JiecaTypasbl KUPHBIX KUCIOT. Hapyimaercs MeTadonu3M JUNUI0B BCIEACTBUE
HakorieHust Na, u Cl,. YMeHbllleHre akTUBHOCTH JiecaTypasbl MPUBOJUT K CHIDKEHHUIO
conep-kanusi meMOpanHbix nojuHeHackimeHHbix KK (ITHXKK), Torna kak KoJinuecTBo
BHOBb CHHTE3UPOBAHHBIX HACHIIICHHBIX JKHPHBIX KHCJIOT yBenauuuBaeTcs (Bettaieb
Rebey et al., 2017).

Eme onHrM aOMOTHYECKMM CTPECCOM, OKa3bIBAIOIIMM CYLIECTBEHHOE BIIUSHUE
Ha POCT W Pa3BUTHs pacTeHUi, siBlsieTcsa 3acyxa. [loBpexkaeHue KIETOYHbIX MeMOpaH
BO BpeMsl 3acCyxu OOYCJIOBJICHO BBICHIXaHHEM JIUCThEB, M oOpazoBanmem PDK B
xJyioporiactax. [logmepxanue 1EIOCTHOCTH M CTaOMIIBHOCTH KJIETOYHBIX MeMOpaH
KM3HCHHO BaXKHO JIS aJanTalluu pacteHuid K 3acyxe (Rebougas et al., 2017). YposeHb
CTaOMJIBHOCTH KJIETOYHOM MeMOpaHbl BO BpEMs 3aCyXH BO MHOT'OM 3aBHCHUT OT COCTaBa
U COJIep KaHMs )KUPHBIX KUCJIOT B JIUMUIHOM OUCIIO€ KJIETOYHBIX MEMOpaH.

Bo Bpemsi 3acyxu pacTeHus MOAUDUIMPYIOT JUMUAHOTO COCTaB KJIETOYHBIX
MeMOpaH TakuM oO0pa3oM, 4YTOObI COXpPAaHUTh WX IEJIOCTHOCTh U TEKYYECTb.
PemonenupoBanne coctaBa MEMOpPaHHBIX JIMIIHJIOB CBSI3AHO C JIByMs THIaMU
VM3MEHEHUI: U3MEHEHNE COOTHOIIEHUS MOJISPHBIX TUNUAO0B, Takux kak MI'JI" u AU T,
U U3MEHEeHUs YpoBHS HacklmeHHoctyd u anunbl nenu JKK. Hanpumep, y pacrenmii A.
thaliana camxenne orHomenns MIAT/IAT I B MemOpaHax XJIOPOIUTACTOB MPHUBEIIO K
YBEIMYECHHUIO YCTOMYMBOCTH PACTEHUI K 3aCyX€ M CHIKEHHIO TeMIeparypsl. B ciayuae
MIa3MaTUYecKod MeMOpaHbl, Ha IEIOCTHOCTh JTUMUIHOTO OWCIIOS BIUSET W3MEHEHUE
nonu pochatuaunxonuua U docharuanIdTaHOJAMUHA. DTH TPOLIECChl OKa3bIBAIOT
OonbIIOE  BIWSHUE HA TOJJepkaHue (QYHKIUN TpaHCMEeMOpaHHBIX O€JIKOB U
akTuBHOCTH (poTocucteMm pacrenwmii (Perlikowski et al., 2016).

Bo3zaeiicTBue TMIIOOCMOTHYECKOTO CTpecca Ha TEKy4ecTb MEMOpPaHbl HM3Y4YEHO
HEJIOCTaTOYHO, HO OBLJIO BBICKA3aHO MPEATONOKEHUE, YTO THMOTOHUYECKUN CTPECC
MOXET TMPHUBOJUTh K Pa3KUKEHUIO MEeMOpaHbl aHAJIOTHYHO BBICOKOM TemreparType.
[ToMmuMo yBenmuyeHUs: TEKyd4ecTH MeMOpaHbl TaKOW BHJ CTPECCOBOrO BO3ACUCTBUS
MOBBINIAET AKTUBHOCTh MMPOTOHHBIX HACOCOB, a TaKXe MHAYIUpPYyeT oOpazoBanue POK,

YTO MOXET BbI3BaTh JIOMOJHHUTEIbHOE THoBpexacHue memOpansl (Hyskova, Ryslava,

2018).
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TemnepaTypHbIii 1 OCMOTUYECKHI CTPECCHI, @ TAK)KE HEXBATKA BOJBI BbI3bIBAIOT
U3MEHEHUs (PU3MUECKUX CBOWCTB KJIETOUHBIX MEMOpaH >KUBBIX OpraHu3MoB. Knetounas
MeMOpaHa HIpaeT poJib CEHCOpa, C IOMOLIbKD KOTOPOro KIJETKa BOCIPUHUMACT
U3MEHEHUsl OKpyXkaroliel cpenpl. Ee nunuuHas CTpyKTypa SBISETCS KIHOYEBBIM
dakTopom, omnpenensonM (U3NKO-XUMHUECKON COCTOSTHUE MeMOpaHbl, TOrJa Kak
POCTPAHCTBEHHAs YIIAKOBKA JIMIIUOB, ONMpPEAEsSeT TeKydyecTh MeMOpaHbl. CHIKEHUE
TEMIEPATYpPbl, KaK W TOBBILIEHHE KOHLEHTPALUW OCMOTHMYECKH AKTHUBHBIX BEIIECTB
(TMIIepOCMOTUYECKHI IIOK) MPUBOAUT K YMEHBUICHUIO TEKYy4eCTH MeMOpaHBbI
BCJIEJCTBUE U3MEHEHHUs TPOCTPAHCTBEHHON OpraHU3alyy JMNUA0B. sl moanepKaHus
OIPE/IETICHHOTO YPOBHS TEKy4e€CTH MeMOpaHbl, HEOOXOJUMbl HEHACBILICHHBIE )KUPHBIE
KHCJIOTBl. B MPOTHBOMNO0KHOCTh 3TOMY, HACBIIICHHBIE XUPHBIE KUCIOTHI KU3HEHHO
BAXKHO JUISl KJIIETKM B YCJIOBHUSX BBICOKHX TEMIIEPATyp M T'MIIOOCMOTHYECKOTO IIOKA,
MIOCKOJIbKY ~OCTAalOTCA IUIOTHO YHAKOBAHHBIMU M COXPAaHAIOT 0o0Jiee BBICOKYIO
Temneparypy IuiaBieHus. CregoBaTenbHO, TEKyd4ecTb MEMOpaHbl OINpeAesseTcs
CJIO’KHBIM 0allaHCOM MEXY HAChIIIEHHBIMU M HEHACBHIUIEHHBIMU KUPHBIMU KUCIOTAMU

(bepecroBoii u coanrt., 2019).

1.5 BoTeXHOJ0rH4eCKuil MOTEeHIHAJ MPUMEHEHHUe AecaTypa3 AJsl CO31aHusA

pacTeHNni, TOJIEPAHTHBIX K A0HOTHYECKUM CTpeccaM

UccnepoBanus (yHKIMOHUPOBAHUS JecaTypas, a TaKKe HMX JIOKalIu3aluuu u
0COOEHHOCTEH IKCIPECCUU UX T€HOB ChITPAJIU BaXKHYIO POJIb B IOHHUMaHUU MPOLIECCOB
agantauud pacteHud. DyHIaMeHTalIbHbIE 3HAHUSA, IOJYYEHHBIE B PE3yJbTaTe TaKUX
UCCJIEIOBAHUM, MCIOJIB3YIOTCA M MOTYT OBITh MCHOJB30BAHBI B JlaJbHEUIIEM IS
IIOJIyYEHHsI  CEIIbCKOXO3SAWCTBEHHBIX KYJBTYp C YJIy4YIICHHbIMH NUTATEIbHBIMU
CBOWCTBAM M  YCTOMYMBBIX K Pa3HOr0 poJa CTPECCOBBIM  BO3ACHCTBUSM.
KoHcTpynpoBaHue Takux pacTeHHIl CTallo BO3MOXHO HE TOJIBKO Oyiaroapsi JaHHBIM O
CTPYKTYpE M JKCIPECCHMM TE€HOB Jecarypa3, HO U pa3paboTKe TE€HHO-HH)KEHEPHBIX
MOJXO0/IOB, B TOM YHUCJE€ M TEXHOJIOTMIl T€HOMHOro penaktupoBanus (bepecroBoil u

coasT., 2019).
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[Ipu co3manuu pacTeHWi, HEBOCTIPUUMYMBBIX K CTPECCOBBIM BO3JACHCTBHSIM, U
pacTeHHWid ¢ YIy4YIICHHBIMH TIMTATeIbHBIMA CBOMCTBAMH YYEHBIMH MOTYT OBITh
UCIIOJIb30BaHbl HECKOJIBKO CTPATETMid JUIsl JIOCTMOKECHUS MocTaBiieHHOH menu (Tabmuia
1) (bepecToBoii u coasr., 2019).

Cample TONyJIsIpHBIE W, MOXKHO CKa3aTh, CTABIIINE YK€ KIACCUIECKUMHU CTPATETUN
3TO:

1. myTrarene3 (006paboTka ceMsH MyTareHamu (Hampumep, dTUIMETaHCYIb(PoHATOM) C
MOCJEAYIONIMM OTOOPOM PacTEHUM, COOTBETCTBYIOIIMX UCKOMBIM CBOMCTBAM);

2. UHCEpPIMOHHBIA MyTareHe3 (BBEJACHHE B II€JIEBOM T€H HYKICOTHIHBIX
MOCJIEIOBATEILHOCTE MOOWIIbHBIX TreHeTudeckux siemeHTtoB u T-JIHK ¢ menbro
MOJTyYeHUs IMHUN ¢ M3MEHEHHOW dKCIPECCHell 1eJIeBOro TeHa — HOKAyT, 3aMOJIKaHUE
reHa, YBEJIMYCHHE OKCIPECCHH C TMOMOIIbI0 CHEIUATU3UPOBAHHBIX MPOMOTOPOB,
JOTIOJTHUTEIPHOE BBEJCHUE TCHOB, B TOM WYHCIC TETEPOJOTUYHBIX (TCHOB APYTHUX
Buzi0B)) (bepecroBoii u coast., 2019).

Ta6numa 1. buoTexHomoruueckuii MOTeHIMAI iecaTypas

Hecarypa3a | Pacrenue Crparerus CgoiictBa u3MeHéHHOro | CcbliIka
MOaU(pUKALMH pacreHust
®3 Arabidopsis | Hampasnennsiii | Camwkenne XK 16:3 u | (Routabou
thaliana MyTareHes 18:3 yBenuumio | let al.,
(HOKayT) BBIKMBAEMOCTh npu | 2012)
30°C.
A9 Arabidopsis | Uacepuumonnsiii | Camxenne KK 18:1. | (Chen,
thaliana MyTarcHe3 Mop030yCTOMYNBOCTH Thelen,
(HOKayT) 2016)
®3 Lycopersico | ITonasienue Yeemmuenne KK 18:2, | (Wang,
n esculentum | skcnpeccuu camwkenne KK 18:3.| Xu, 2010)
CVv. Hwuzkas
Zhongshu 4 BOCTIPUUMYHBOCTE K 30-
40°C
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®3 Solanum [ToctTpanckpui | YBeIHUeHUE (Nakamur
esculentum | nonnoe MOHOTAJTAKTO3WII AT | aet al.,
CV. 3aMOJIKaHHUE nmunepuHoB 36:4 u 34:4. | 2016)
Micro-Tom, |reHoB Hwuzkas
Block BOCIIPUUMYHMBOCT K 30-
40°C
®3 Lycopersico | YBenuuenue VYeemnuenne XK 18:3, | (Wang et
n esculentum | sxcripeccun camwkenne KK 18:2.]al., 2014)
CVv. ConeycTon4nMBOCTh
Zhongshu 4
®3 Lycopersico | YBenuueHwe Veemunuenne KK 18:3,| (Yu et al.,
n esculentum | sxcripeccun camwkenne KK 18:2.]2009)
Cv. Mop030yCcTOMYUBOCTD
Zhongshu 4
A9 Sapium | Brassica [ereposiornunas | Yeenuuenue KK 18:2,| (Peng et
sebiferum napus IKCITPECCHSI KK 18:3. | al., 2018)
Mop030yCTOMYUBOCTD
®3 Nicotiana ['ereposornunas | Yeenuuenue KK 18:3. | (Shi et al.,
Chorispora | benthamiana | sxcnipeccus YcToWunBOCTh K X0j01y, | 2018)
bungeana 3acyxe, COJICBOMY
cTpeccy
A9 Solanum | Solanum ['ereponornunas | Yeenauuenue KK 18:2. (Li et al.,
commersonii | lycopersicu | akcripeccust YcTounBocTh K xomony | 2015)
m Cv.
Zhongshu 8
®3 Brassica | Solanum I'eteponornunas | Yeenuuenue KK 18:2, | (Domin-
napus esculentum | skcrpeccus KK 18:3. | guez et
CV. Mop030yCTOMYNBOCTH al., 2010)

Micro-Tom
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49, 412 Nicotiana [ereponornunas | Yeenuuenne KK 18:3. | (Iepacu-
Synechococc | tabacum IKCITPECCHSI Camxenne XK 18:2. | meHKO W
us vulcanus Y CTOWYMBOCTH K XOJIOAY, | COAaBT.,
COJICBOMY cTpeccy, | 2015)
naToreHam
Al12 Arachis PenaktupoBanue | Ypenmuenue KK 18:1.| (Wen et
hypogaea L | renoma (TALEN) | Bruodoptuduxarms al., 2018)
Al12 Glycine max | Pegaktupoanue | Yenuuenue KK 18:1.| (Demorest
(L.) Merr reaoma (TALEN) | Camxenune KK 18:2, )KK | et al.,
18:3. buodoprudukarms | 2016)
durtoeH Musa cv. | PemaktupoBanue | AnpOuHm3M u n3meHenwue | (Kaur et
necarypaza | Rasthali reHOMa OKpPAaCKH al., 2018)
(CRISPR/Cas9)
Al12 Brassica PenaktupoBanue | Yeenmuenue KK 18:1.| (Okuzaki
napus reHoMa buodoprudukanus et al.,
(CRISPR/Cas9) 2018)

MyTareHne3 NpUMEHSIIOT, KaK MPaBUJIO, JUIS MOTYUYEHUsT PACTCHUM Ne()EKTHBIX 10

OJIHOMY WJIM HECKOJBKMM TeHaMm, Koaupyrommm paecatypasbl (Tabmuma 1). Tak,
UCTIOJIb30BAHUE MyTareHe3a IMO3BOJWIO MONydyuTh MyTaHThl A. thaliana nedexrrbie
cpa3dy o tpem reHam aecarypasz FAD3-2, FAD 7-2 u FADS8. ¥ myTtanToB Ha0/101a710Ch
cumkenHoe coaepxkanue KK c tpemsi nBoiiHbiMu cBsizsimu (16:3 u 18:3). Ilpu stom
YMEHBIIICHUE KOJIM4YecTBa HeHachlmeHHbIX JKK  ymydmmmo ¢orocunTeTHUECKHE
CBOMCTBAa THJIAKOMJHBIX MEMOpaH W YBEJIMYHWJIO BBDKMBAEMOCTh pPACTEHUN TIpH
temneparype cBoimie 30°C. OpHako wucciaeoBaTeNsIM HE  YJaloCh IOJIYYUTh
CTaOMIIbHOM JIMHUY C [IEHHBIM MyTaHTHBIM mpu3HakoM (Routaboulet al., 2012).
WNHceprimoHHBI MyTareHe3 IMOCTETICHHO BBITECHAET TaKHe TPATUIIMOHHBIC
CTHIOCOOBI TOTYYCHHS pACTEHUI C 3alaHHBIMH CBOMCTBAMHU KaK CEJICKIUS M MyTarcHes.
Orta crTparerus TMOJNyYWIa IMUPOKOE TPUMEHEHWE Il CO3JaHus pacTeHUH ¢

W3MEHEHHBIM METa0O0JIU3MOM U HCBOCIIPMUMYHMBEIX K CTPECCOBBLIM BOSH@ﬁCTBHHM
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(Tabnmuua 1). Tak, Hanpumep, AaHHAsl CTpaTerys MO3BOJWIIA MOJYYUTh MYTaHTHI A.
thaliana ¢ nokaytHeiM reHom ADS1 (amun-KoA necarypasa xiopormiactoB (A9)),
KOTOpBIE JIEMOHCTPUPOBAIM HEBOCIPUUMYMUBOCTh K TOHMKEHHBIM TEMIIEpaTypaM IO
CPABHEHUIO C KOHTPOJBHBIMH pacTeHUsIMH, KpoMme Toro, ananu3 JKK cocraBa mokazan
camkenne Ha 20% conepxanns XK 18:1 nmo cpaBuenuro ¢ kontponem (Chen, Thelen,
2016). Jlpyroil momxoj 3aKiIIOYacTCs B H30MpaTEIbHOM IOJIABJICHHM DKCIPECCHH
LEJEBOTO I'eHa. JTO MOXXET ObITh JOCTUTHYTO 3a CYET AKCIPECCUU AHTUCMBICIOBBIX
MOCIIeI0BATEIBHOCTEN TE€HOB, KOAUPYIOIMUX AecaTypasbl. C MOMOIIBI0 JaHHOTO METO/a
MOJIyYeHBI pacTEeHHUsi ToMaTa ¢ BbIKIIOYeHHBbIM reHoM LeFAD3 ®3 necarypassl. s
ATUX pacTeHuil xapakrepHo uzmenenue B JKK mpoduiie (yBenmuenHoe konuuectBo KK
18:2 u camxennoe konnyectBo KK 18:3), 4To npuBeno K HU3KOM BOCIIPUUMUYUBOCTH K
NoBbIIIEHHBIM ~ Temmeparypam  (30-40°C) (Wang et al, 2010). 3a cuer
NOCTTPAaHCKPUIMIIMOHHOTO 3aMoikanus reHa FAD7 momydyena npyras JMHUS TOMAaTOB C
takuMmu ke cBorictBamu (Nakamura et al., 2016).

Hcnonp3oBaHue Al JKCOPECCHHM TEHOB Jiecarypa3 CHEUUalIU3UpOBAHHOTO
IPOMOTOpPA C LEIbI0 YBEIMYEHUSI SKCIIPECCHH T€HOB JiecaTypa3 MO3BOJIWIO MOIYYUTh
pacTeHus CrOoCOOHBIE MPOM3pacTaTh Ha 3acoyieHHbIX mouBax (Tabmuma 1). JlaHHbIN
MOJIXOJ] MPUMEHEH MPHU CO3/IaHUU TPAHCTEHHBIX TOMATOB C TMOBBIIICHHON KCIpPECCUei
rena LeFAD3 ®3 necartypasbl, nmokammzoBanHoit B OIIP. TpancrenHsie pacTeHHS
oOnajaid JIydIIMMHA POCTOBBIMH XapaKTEPUCTUKAMHU TI07] BO3JIEUCTBHEM COJIEBOTO
cTpecca 1Mo CpaBHEHHIO ¢ HeTpaHchopmupoBanHbiME pacteHusmu (Wang et al., 2014).
YBennueHue 3KCIpeccur TOro e CaMoro reéHa y TOMaTOB YJIy4IlaeT UX BbIKUBAEMOCTb
IIPY HU3KHUX TEMIIEpaTypax 3a CUeT MOBBILICHHS conepxaHus o-JnHoieHOBoM JKK.
V3MeHeHns B COCTaBe JMIUIOB 00ECIIEUMIIO MOAAEp)KaHUuEe TeKydecTh MeMmOpaH. DTo
HAMpsIMyI0 TIOBJHUSUIO Ha  (PYHKIITMOHHpPOBAaHWE (POTOCHUHTETUYECKOTO  armapara
pactenuii (Yu et al., 2009).

['eTeponoruvnas JKCHpeccHsi TEHOB JecaTypa3 MOXET MO3BOJIUTh MOJYYHUTh
00JbIlIOe KOJMYECTBO BUIOB YCTOMYUBBIX K abumoThyeckuM cTtpeccam. K mpumepy,
reTepoJiornuHas skcnpeccusi reHa SSSAD, koaupyromiero creapomi-Allb necarypasy

(A9) campHOTO nepesa (Sapium sebiferum), B pacrenusx pamnca (Brassica napus L.)
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MO3BOJIMJIA WM3MEHUTh JIMMHMIHBIA MeTaboau3M TakuM oOpa3zoMm, uto y B. napus
yBemmuuBasioch cogepxkanne KK 18:2 u 18:3. Takoe yBennyeHne MOJIMHEHACHIIIIEHHBIX
XK mpuBerno K CyiecTBeHHOMY MOBBIIIEHHIO MOPO30YCTOWYMBOCTH pacTenuit (Peng et
al., 2018). Shi et al. yganocs monyuuts pactenus TpaHcrennoro tadbaka N. benthamian,
skcnpeccupyromue reH CbFAD3 wumkpocomansHOH 3 necarypasbl  KpHopuUTa
Chorispora bungeana. Sxcnpeccust rena ChFAD3 B pacteHmsx Tabaka KOHCTUTYTHBHO
yBeIMUMBaNIa cojaepkanue o-nuHojeHoBo KK kak B JMUCTBAX, TaK M B KOPHSX, 3TO
o0ecneunsio MOJJepKAaHUE TEKydecTH MeMOpaH M MOHMKaJ0 BOCHPUUMYHBOCTH
pacTeHuil K Xoioay, 3acyxe u cojeBoMy ctpeccy (Shi et al., 2018). Tpaucrenubie
pacTeHusi kapTodens ¢ MOBBIIEHHON 3kcnpeccueit reHa aumin-Allb necatypassr (A9)
(ScoSAD) macnéna (Solanum commersonii) mpoAEeMOHCTPUPOBAIM YCTOHYHUBOCTD K
3aMOpoO3KaM, KOTopasi OOyCIIOBJIEHAa BBICOKMM COJEP)KAHHUEM JIMHOJIEBOM KHUCJIOTHI B
pacrenusix (Li et al., 2015). Beenenune reHoB aByx ®3 necarypas (XJIOPOILIACTHOM
FAD3 u supomnaszmarudeckoit FAD7, kaTtanuzupyromux npespaiienue JnHoiaeBoit KK
B O-JIMHOJICHOBYIO) parica B pacTeHUs] TOMAaTa MPUBEJIO K MOBBIIIEHHON YCTOWYMBOCTH
nocleHuX K HH3kuM Ttemreparypam (Dominguez et al., 2010). OpHoBpemeHHas
reTepOJIOrnYHast SKCIPECCHs TeHOB JBYX Apyrux naecarypas A9 u A12 S. vulcanus B N.
tabacum, npuBena kK yBEIMYCHHIO JOJH O-JTHHOJICHOBOW KHCIOTHI C OJTHOBPEMEHHBIM
YMEHBIIEHUEM YPOBHs JUHOJNEBOM KuCHOTHL. JlanHble u3meHeHuss B JKK cocrase
pacTeHUN MOTYT YIYYIIUTh YCTOWYMBOCTH PACTEHUN K aOMOTHYECKHM CTpeccaMm U
natoreHam. Kpome TOro, y TpaHCI€HHBIX pACTEHUW, OJKCIPECCUPYIOIIUX T'E€HbI
Jnecarypas, yBennuuBaiach akTuBHOCTH COJl, 3TO Takke MOXKET OKa3aTh
II0JIOKUTEIBHOE BO3JCHCTBHE HAa YCTOMYMBOCTH K cojeBoMy cTpeccy (I'epacumenko u
coaBT., 2015) (Tabauna 1).

HoselimuM  moaxomoMm, KOTOPBIA  MOXET ObITh NPUMEHEH Kak  Juis
onodoptudukanuu (yJaydlIieHUs] TUTATEIBHBIX CBOWCTB CEIHLCKOXO3SIMCTBEHHBIX
KyJbTYp) PpAacTeHHMH, TaKk W [JIs1 CO3JaHUsl KyJbTYp CIHOCOOHBIX IPOU3PACTATH B
YCIIOBUSIX TIOCTOSTHHOTO BO3JCHCTBHUS PA3IMYHBIX CTPECCOBBIX (DAKTOPOB, SBISETCS
HAPaBJIEHHOE pPENAKTUPOBaHWE TeHoma. Ha cerogHsmHud  JeHb  YCIEIIHO

MPUMEHSIOTCSI CUCTEMBI PEaKTHPOBAHUS T€HOMA MPU MOMOIIU CaNT-CrenupuuecKux
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Hykinea3. Caiir-cieuuduueckue Hykjiea3bl BOCCTAHABIMBAIOT —JABYXLENOYEUHbIE
paspeiBel JJHK B Mectax, rae Heooxoauma moaudukanus nociegosarenbunoctu JJTHK.
Ha pmansbiii MOoMeHT pa3paboTaHbl TpU CHCTEMbI pefakTupoBanus reHoma TALEN
(Transcription Activator-Like Effector Nuclease), ZFN (Zinc finger nuclease) u
CRISPR/Cas9 (clustered regularly interspaced short palindromic repeats/ CRISPR
associated protein 9) (Gaj et al., 2013; Osakabe, Osakabe, 2015). /laHHbIC TEXHOJIOTHH
CTaJIy MOILIHBIM UHCTPYMEHTOM JIJI1 BHEIPEHHUS MOJIE3HBIX T€HETUUYECKUX U3MEHEHUMN B
pa3IMyYHBIE CEIBCKOXO03UCTBEHHBIE KyIbTYphl (Tabmuma 1).

Ha paHHBII MOMEHT B JMTEPATYpHBIX HCTOYHUKAX HEJOCTATOYHO JAHHBIX O
NPUMEHEHUU CalT-crelupUuyYecKux HyKjiea3 HEMOCPEICTBEHHO I Lielied COo3daHus
CEILCKOXO3SIICTBEHHBIX KYJIBTYpP, YCTOMYUBBIX K CTPECCOBBIM BO3JCHCTBUSIM, HO
MMEIOIIHECS JIaHHbIE TOBOPST O MPUMEHUMOCTH AaHHOTO 1noxoja (bepectoBoit u coaBT.,
2019). Opmgnako ecThb HEKOTOpPbIC JOCTHKCHHMS B  OOJIACTH  HANPaBJICHHOTO
peaaKkTUpPOBaHUS TEHOB JiecaTypas B Leisx 0nohopTuduKauu pacTeHUN U yBeIIMYEHUS
CPOKOB XpaHEHHS! MPOAYKTOB IMUTAHUS, B YACTHOCTH MACEN, MOJYYECHHBIX M3 TaKHX
pactenuii (Haun et al., 2014; Demorest et al., 2016; Wen et al., 2018; Abe et al., 2018)
(Tabmuma 1).

Texnonorus TALEN Obia ncronb3oBaHa Jjisl BBeleHUs: MmyTarnuii B reH FAD2
(A12 pecatypasza) cou M apaxuca C IEJIbI0 €r0 BBIKIIOUCHUS, U YJIYyUIICHUS, TaKUM
o0pa3oM, HMX THUTATEIbHBIX CBOMCTB M YJIMHEHHS CPOKOB XPAaHEHUS TMPOJYKTOB
MATaHMS, MPOU3BEAEHHBIX HAa OCHOBE JAHHBIX pacTeHuil. HokayT reHoB mpuBen K
3HaUMTENbHOMY yBenmueHuto conepskanus KK 18:1, camkenuro KK 18:2 u KK 18:3
(Haun et al., 2014; Demorest et al., 2016; Wen et al., 2018). Hokayt rena OsFAD2-1
puca, TNPOU3BEIEHHBIM TOM K€ TEXHOJOTMEN, IIO3BOJIMIJI TOJIYYUTh T€HETUYECKU
cTabuibHBIE pacTeHus ¢ yBenudeHHBIM B (.5—2 pa3za conmepkanuem osenHoBoit KK mo
CPaBHEHHIO C KOHTPOJIbHBIMU pacTeHusiMu (Abe et al., 2018).

Henano Bonawitz ¢ koiieraMp mpoJeMOHCTPUPOBAI  IMPHHIMITHATILHYIO
BO3MOXKHOCTh HCIONb30Banusa ZFN nns mogudukanuu reHOB JecaTrypa3 pacTeHUM
(Bonawitz et al., 2018). B cBoeii paboTe OHHM YCHEIIHO HWHTEIPUPOBAIHA HECKOJIBKO

TpaHCTE€HOB B JIOKyc TeHa FADZ2-1a kynbTypbl KJIETOK TKaHU M 3MOpuOHOB cou. U1
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IPOJAEMOHCTPUPOBAIM BO3MOKHOCTh NPUMEHEHUs1 TexHonoruu ZFN st yinydiieHus
MUTATEITLHBIX CBOWCTB CEJIbCKOXO3SICTBEHHBIX KYJBTYp TIOCPEICTBOM
IeJICHANPABICHHON WHTETPAlliH TPAHCTCHOB.

CRISPR/Cas9 — TexHoyorus 3koHOMU4Yecku 0osiee 3pPpeKTUBHASA IO CPABHEHHUIO
C IPYrUMH METOJaMH PEJAaKTHUPOBAHUS TEHOMA M B TIOCIEAHEE BpEeMs HaXOIUT BCE
Oonee mmpokoe mpuMeHeHue. VccnenoBaHus MO PeIaKTUPOBAHWIO TEHOMA PACTCHHM
OBUTH BBHITIOJTHEHBI KaK JJI OJTHOJIOJIBHBIX, TaK M JBYIOJBHBIX pacTeHUH, Takux Kak N.
benthamiana (Li et al., 2015), N. tobaccum (Gao et al., 2014), A. thaliana (Li, Zhang,
Sheen, 2014), Oryza sativa (Shan et al., 2014), a taxxe copro (Jiang et al., 2013). Ha
CeromHsAIIHUN neHb wucnonb3oBanne CRISPR/Cas9 nns pemgakTupoBaHHs TI'eHOB
JecaTypa3 OTPaHUYMBACTCS, B OCHOBHOM, MOJIEIBHBIMH JKCIepUMEHTaMH. 71 3THx
nesneil ynoOHoW MUIIEHbIO OKaszaycs TeH ¢uToeH aecarypasbl PDS. Drta necarypasa
BBOJIUT JBE TPAHC JIBOMHBIC CBS3M MEXKIY OJWHHAIIATHIM M JIBCHAAMATHIM aTOMaMH
yraepoja (utoeHa (BaKHOTO COCAMHEHHS B OMOCHMHTE3€ KapOTHHOWJIOB) IMpeBparias
ero B (-xapotuH. Ilpu BBIKIIOYEHUU [JAHHOTO TE€HA pACTEHUS NPUOOPETAIOT
XapakTepHbIe (PCHOTUITHMYECKHE TPU3HAKU: ATbOWHU3M WM CYIIECTBCHHOE M3MEHEHUE
okpacku pactenuil. C momompto CRISPR/Cas9 momyueHsl MoOjeiIbHBIE pacTCHUS
OaHaHa ¥ MaHUOKa, C HOKAyTOM I10 TeHy ¢uToeH aecatypasnl (Kaur et al., 2018; Odipio
etal., 2018).

CRISPR/Cas9 ynob6Ha erie 1 TeM, 4TO MOXKET OBITh UCITOIb30BaHa JUISl PACTECHUH,
y KOTOPBIX OTPAHWYCHBI BO3MOYKHOCTH MOJIU(DHKAIIMKA BCICACTBUE CIOXHOCTH HX
pa3sMHOXeHus1 ceMeHamu. JlecepTHoiii 6anan copta KaBenmuin Obul MoauUIIMPOBAH
cuctemoit CRISPR/Cas9. B pe3ynbrare Boixitouenus reHa PDS u3Menunace He TOIBKO
OKpacka pacTCHHWH, HO W POCTOBBIC XapaKTEPUCTHUKHW, B YACTHOCTH, Y PACTCHHM
HaOro1ascst KapiukoBeiid penorun (Naim et al., 2018).

CRISPR/Cas9 ycrmemHo omnpoOoBaHa Ha JApyrom reHe jaecarypas3 — FAD2.
Okuzaki et al. ymamock mnonyunth cTaOWiIbHYR JUHHIO B. napus, wumeromryro
moaudukamuu B rene FAD2 B Busie ynanenus 4 map OCHOBaHUM B MOCJIEA0BATEILHOCTH
reHa. Orta MoauduKanus TpUBEIa K 3HAYUTCIBPHOMY HW3MEHEHHUIO COJepKaHUs

onennoBoit KK (Okuzaki et al., 2018).
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Co3naHue pacTeHWil, TPUTOIHBIX MJISi CEIbCKOXO3SMCTBEHHOTO HA3HAYCHMS,
00JIaIal0ONIMX yIYYIICHHBIMU aJalITABHBIMK U MMUTATEIBHBIMU CBOMCTBAMH, C Ka)I[bIM
rojgoM mpuobOpeTaer Bce OOMIbIIYyI0 HE0OXoauMocTh. [lecaTypasbl >KMPHBIX KHCIOT B
JaHHOM CITy4ae SIBJISIOTCS YIOOHOW MHIICHBIO JIJIsl TCHHO-WH)KEHEPHBIX MaHUITYIISLUI

(bepecroBoii u coanrt., 2019).
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I'masa 2. MATEPHUAJIBI U METO/bI NCCJIEJOBAHUA

2.1. MartepuaJbl 4 000pya10BaHHUE

Peaxmueswt

JIHK-nuraza T4 (Eporen, Poccus);
Taq-AHK-nommmepasa (EBporen, Poccust);
Pfu-Tag-/IHK-monumepasa (EBporen, Poccus);
[Tpaitmep F1 -GGGCCCACATCATCCTTAGAA;
[Tpaiimep R1 - GAATTCGGACAACGCTTTGGG;
[Tpaitmep F2 - GAATTCGTGAGCAAGGGCGAG;
[Tpaitmep R2 - CCCGGGCTTGTAGTACAGCTCGT;
[Tpaitmep F3 - GGTACCATGGCTTCTATGATATC;
[Tpaitmep R3 — GGGCCCCTGATATTCAACTATAT,
[Tpaitmep F4 - GGTACCATGTCCAAACCTTTTCT,
[Tpaitmep R4 — GGGCCCTGCTAAACATGTGCT;
[Tnasmuna pVIG-T 2D;

[Tnazmuga PQE-desC;

[Tnazmunaa pPGG;

[Tnasmupa pVIG-T 1A,

[Tnasmuna pVIG-S2B;

Itamm GV3101 arpoGakrtepuii Agrobacterium tumefaciens (u3 komnekiuu HNOP
PAH);

Cpena LB (MP Biomedicals, CIIIA)

Pudamnunun (Fisher Scientific, CILIA);,

I'entamurua (Thermo Fisher Scientific, Gibco, CIIA);
Kanamunmu (Thermo Fisher Scientific, Gibco, CIIIA);
MES (Sigma-Aldrich, CIIIA);

Anerocupunaron (Abcam, CIIA);

M3onponunossiii ciupt (Jxoc 1, Poccus);

n-I'ekcan (Oxoc 1, Poccus);
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I'uapokcun xamus (KOH) (Xummen, Poccust);

Crupt >TrnoBbi 96% (Xummen, Poccus);

Mertanon (Oxoc 1, Poccus);

bensoun (Oxoc 1, Poccus);

Hustunossiit 23¢gup (Oxoc 1, Poccus);

Anermnxnopun (Jkoc 1, Poccus);

Cpena MS (Sigma-Aldrich, CIILIA);

Caxaposa (Xummen, Poccus);

Copoburon (Xummen, Poccus);

Xnopun kanbius (CaCl,) (Xummen, Poccus);

Tris-HCI (Sigma-Aldrich, CIIIA);

Xnopun Harpus (NaCl) (Xummen, Poccus);
Jurunpooptodocdar ammonnst (NH4H,PO,) (Xummen, Poccus);
Hurunpooptodocdat kanus (KH,PO,) (Xummen, Poccus);
Cynbdat maraus (MgSO,) (Xummen, Poccus);

Xaopun xenesa (FeCls) (Xummen, Poccns);

Cepnas xucnota (H,SOy4) (Oxoc 1, Poccus);

[emmonaza Onozuka R10 (Kinki Yakult, SImonus);
[Mextnnaza Macerozyme R10 (Kinki Yakult, Snonwus);
I'emunemtronasa Driselase (Fluka, CIIIA);

[TnacTuHKM JUIS TIpenapaTUBHOM TOHKOCIOMHON xpomarorpaduun Kieselgel 60 (Merck,
CIIA);

Lentpudyxusie npooupku Ha 50ma (Falcon, CIIIA);
Mukporentpudyxusie npooupku (Eppendorf, I'epmanus);

Oobopyoosanue
Tpancwimomunarop ETX (Vilber Lourmat, ['epmanus);
Mukpockon LSM 780 NLO (Zeiss, I'epmanus) Ha 6a3ze AxioObserver Z1 (Zeiss,
['epmanus), cHaGxkennbiii o0bekTBOM LD Plan APOCHROMAT 63x/0.75, Habopom
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¢mieTpom Set 10 (BP 450-490, FT 510, BP 515-565), nazepom Argon — 458, 488, 514
HM ¢ 1 poBoii kameporr AxioCam MRm;

Muxkpockon Axio Imager Z2 (Zeiss, I'epmanus) ¢ uudposoii kamepoir AxioCam MR u
osnokamu ¢uasTpoB: GuiabTp Ne 38 (Aex BP 470 um/40 um; Aem BP 525 um/50 uMm, T11€
ex — Bo30yxaeHue, em - smuccus (pmyopecrenius)), Ne 45 (Aex BP 560 am/40 HM;
Aem BP 630 am/75 aMm);

Monyne ApoTome (Zeiss, ['epmanus);

Jlabopatopnas Llearpudyra ELMI (JlatBus);

Awmmnpukarop C1000 (Biorad, CIIIA);

Mukporentpudyra Minispin (Eppendorf, I'epmanus);

XoJIoAHILHUK ¢ MOpo3miIbHOM Kamepoi Ha —20°C (Indesit, Mtamus);

Moposunsauk Ha —80°C (Sanyo, Snonwus);

Hleiikep-unkybaTop ES-20 (Biosan, JIateus),

Xpomatorpad Agilent 7890AGC (Agilent Technologies, Inc., CIIA);

Potarmonnsiii uciapurenb RV-10 Basic (IKA, T'epmanus)

Bopsnas 6ans MPC-208B (Huber, I'epmanus);

Konbonarpesatens (Poccus).
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2.2. MeToabl HCCJIeI0BAHUSA
2.2.1 KoHcTpyupoBaHue pacTUTEIbHBIX IKCIPECCHOHHBIX BEKTOPOB

I[Ipy  KOHCTpYMpPOBAaHMHM  JKCIIPECCHOHHBIX  BEKTOPOB  HCIOJb30BAIUCH
CTaHJAPTHBIE MTPOLIEAYPHI MOJIEKYISIPHOTO KIOHUPOBAHUS U MPOTOKOJIbI OJIMMEPA3HON
nenHout peakuuu (IILIP). Bce ¢epmenTs, ucnonab3yemble NP KOHCTPYWPOBAHUU
BeKTOpOB (9HOOHYyKIea3sl pectpukmuu, 14 J[HK-nmwraza, Taq- u Pfu-JIHK-
noiumepasbl, (ocdarazpl) OBUIM  HCMOIB30BAaHBI  COIMVIACHO IMPOTOKOJaM  (UpM-
nsrorosureneit (Tropun u coasrt., 2017).

JInsi KOHCTPYMpPOBAHMSI BCEX HSKCIPECCHOHHBIX BEKTOPOB, IEPBOHAYAIBHO
TpeOOBAJIOCh MONYYUTh mocienaoBarenbHocTh deSC reHa, koxupyromiero A9 arui-
JUIHUIHYIO JecaTypasy Synechococcus vulcanus. s 3Toro ObUIa HCHOJIb30BaHa
wiazmuga pQE-desC (Maali et al., 2007) B kauectBe Mmatpuibl u mpaimepsr Fl
(mpsmoii) -GGGCCCACATCATCCTTAGAA u R1 (oOpaTHBIiT) —
GAATTCGGACAACGCTTTGGG (B npsiMoii 1 00paTHBIN MpaiiMepbl BBEIECHBI CANUThI
pectpukiun  Apal u  EcoRI, coorBerctBenHo). Ilpoxykter IIIIP 3atrem Obutn
kioHupoBanbl B pPGG Bektop (BsuecmaBoBa u coaBt., 2012), mpeaBapuTeabHO
TUAPOJIM30BaHHBIN 110 calitam pecTpukiuu Apal u EcoRI. B pesynsraTe Obut momydeH
BekTOp pPGG-desC Hecymuii mocienoBarelbHOCT A9 ampuI-TMIUIHON JIecaTypasbl.
Ha cnenyromem »dTame TOIy4ald MOCIeA0BaTeNbHOCTh egfp reHa, koaupyromryro
3eJIeHbIN (uIyopeclieHTHbIN Oenok. B kadecTBe marpuilbl ucmoib3ys 1uiazmuny pQE-
egfp wu mpaiimeper F2 -  GAATTCGTGAGCAAGGGCGAG wu R2 -
CCCGGGCTTGTAGTACAGCTCGT (B mpsimoii u oOpaTHBIM TpailMepbl BBEICHBI
caiitel pectpukim EcoRI u Smal, coorBerctenno) (Piruzian et al., 2002).
[Tonydyennsiii ¢ nomompto [P ¢parment knonupoBanu B pPGG-desC mnazmuny,
NpEABAPUTEIBLHO THAPOIU30BaHHYK0 M0 caitam pectpukiuu EcoRI um Smal, c¢
obpazoBannem pPGG-desC-egfp mnazmunbl. KoppekTHOCTh COOpKHM THOPUIAHOTO T'eHA
noaTBepxkIeHa cekBenupoanueM (Esporen, Poccust) (Tropun u coasrt., 2017).

UToOBI MOYYUTh PACTUTENBHBIN dKcTIpeccnoHHbIH BekTop pVIG-DIE, Hecymmit

rubpunneiii ren desC-egfp, mpeaaputensHo Boinemwm ¢pparmeHt pPGG-desC-egfp



49

BEKTOpa, COJEpKaIIero mnocienoBarenbHocTh 0esC-egfp, orpanuveHHyro canWTamu
pectpukiu Apal u Smal. 3atem, kimonupoBanu Gparment pPGG-desC-egfp mmazmupi
B Bektop pVIG-T1A (BsiuecnaBoBa u coart., 2012, Tiopurn u coant., 2017),
MPEABAPUTEILHO THAPOIN30BaHHBIN MO cailtaM pectpukuuu Apal u Smal.

PacTutenbHBIN SKCIIpecCHOHHBIN BekTop, Hecymmii desC-egfp rubpunHsiii reH,
CIIMTBIA C TOCJIEAOBAaTEIbHOCTBIO TPAH3UTHOIO MENTHAA Majol CyObeIUHULBI
pudyno3obudocharkapbokcunazsl (Lch) A. thaliana (ren atslA, NCBI, X13611),
nonyyanu ciaeayromuM odpazom. C momounpto TP momyuunu nocnenoBaTenbHOCTh
Lch, KOJIUPYIOLTYIO TPaH3UTHBIN HENTH]T Masnoi CyOBEUHUIIBI
pubynozoobudocharkapookcmnazsl  (PBOK), wucnonszys pVIG-S2B  mnazmugy
(BsiuecnmaBoBa um coaBt., 2012, TropuH u coaBT., 2017), B KayecTBe MaTpPHUILI H
MpanMepbl F3 - GGTACCATGGCTTCTATGATATC u R3 -
GGGCCCCTGATATTCAACTATAT (B mpsmoil U oOpaTHBI mNpaiiMepbl BBEICHBI
caittel pectpukuuu Kpnl u Apal, coorBercrBenno). [anee, monxyuenusiit [ILP npoxykt
kiioHupoBaiu B pVIG-DE Bektop, nmpeaBapuTeabHO THAPOIN30BaHHbIN 1o caiftam Kpnl
u Apal, c oopazoBarneM pVIG-Lch-D9E Bekropa.

PacTuTesbHBIN SKCIIPECCHOHHBIA BekTOp, Hecymuii desC-egfp rubpuaHblii TeH,
CIIUTBIA C TOCIIEOBATENbHOCTAMH, OOECIEUMBAIOIIMMHU TPAHCIOPT Oenka M €ro
yaepxanue B JIIP, monydanu B HeckonbKo 3TanoB. [lepBonayanbHo, ¢ nomoisio TP
MOJYYuIu TocieaoBaTenbHOCTh LeB4, koaupyloilyro TpaHCHOPTHBIA —TMENTH],
ucnois3ys pVIG-T2D mrasmuny (BsiuecnaBoBa u coasr., 2012, Tropun u coast., 2017),
B KauectBe Matpuilbsl U npaiimepsl F4 - GGTACCATGTCCAAACCTTTTCT u R4 —
GGGCCCTGCTAAACATGTGCT (B mpsiMoit 1 oOpaTHBINM TIpaiiMepbl BBEJCHBI CANUTHI
pectpukuuu Kpnl u Apal, coorBercTtBeHH0). [Tomyuennsiii IILP npoaykT kioHupoBanu
B pVIG-DE BekTop, npeaBapuTEIbHO TUAPOIU30BAaHHBIN 10 caiiTaM pecTpukiuu Kpnl
u Apal, B pesynbrare Obl1 noayudeH Bektop pVIG-LeB4-DE. Ha cnenyromem srane,
dparment pVIG-T2D nnazmunel orpannyeHHbIi caiitamu pectpukuuu Smal u Xbal u
HEeCylIuil mocienoBaTebHOCTh, koaupytonryto SRKDEL - curnan ynep:xanust 0enkoB

B OIIP u curHan nonuageHwiMpoBaHusd, kioHupoBaim B pVIG-LeB4-DE Bekrop,
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MpeABapUTEIbHO THAPOIM30BAaHHBIM 1Mo caitam pectpukiuu Smal u Xbal, ¢
obpazoBanurem pVIG-LeB4-DIE-ER Bekropa (Pucynok 6) (Tropun u coasr., 2017).

KoppekTHOCTh crnusiHuS THOPUIHOTO Te€Ha C COOTBETCTBYIOIIMMH JHACPHBIMU
CUTHAJIAaMHU B PACTUTENBHBIX dKCIpecCHOHHBIX BekTopax pVIG-Lch-DIE u pVIG-LeB4-
D9E-ER noareepxnaena ceksenupoBanuem (Esporen, Poccus).

AHanornuyHasi cxema MoJlyu4eHus] PaCTUTEIBHBIX SKCIIPECCUOHHBIX BEKTOPOB ObLIa
NpUMEHEHA JUIsl CO3/IaHusl BeKTOPHBIX KoHCTpyKIui pVIG-DE, pVIG-Lch-DE u pVIG-
LeB4-DE-ER wHCHOnAb30BaHHBIX MPU MCCIEIOBAHWM BIMSHHUS JoKanu3auuu A9
JecaTypasbl Ha JKUPHOKHUCIOTHBIM COCTaB CYMMApHBIX JIMIHAOB TKAaHEW JHCTHEB.
OTiMure JaHHBIX BEKTOPHBIX KOHCTPYKIMM OT SKCIIPECCUOHHBIX BEKTOPOB, OMMMCAHHBIX
BBIIIIE, 3aKJIIOYAIOCh TOJBKO B OTCYTCTBHU MOCIEAOBATEIHHOCTH KOAMPYIOMIUN TEH
egfp (Pucynox 7). KoppektHocTh chusiHus reHa 0esC ¢ MaepHbIMH
MOCIIEI0BATEIHHOCTSIMU HAMPABISIONIMME MPOIYKT T'eHa B Pa3InYHbIE KOMIAPTMEHTHI
pacTUTENbHOM KIETKM Tak e ObLla MoaTBepxkaeHa cekBeHupoBaHueM (EBporen,

Poccust) (Tropun u coasrt., 2017).

2.2.2 BpipamuBaHnue arpodakrepuii ux TpancopmManus U ceJeKIus

[MItamm arpobaktepuit A. tumefaciens GV3101 BeiceBamm B 5 mut cpensl LB ¢
pudammuiHOM (50 MKI/MJT) U TEHTAMHUITMHOM (25 MKI/MJT) ¥ BBIpAIlIMBAIA B TEUCHUE
HouM nipu 28°C. 3aTeM OaKTepHAIbHYIO KYIbTYpy nepeHocuian B 95 mu cpensl LB 6e3
aHTHOMOTHKA W HapallMBad KJIETKH 10 onTmueckoi miuotHoctn OD600 = 0.5-0.6.
Knerku ocaxaanu npu 3500 g B Teuenne 5 muH. Ocafok pecycneHaupoBain B 20 mi
xojoaHoro (0°C) Oydepa coaepxaitero 150 MM NaCl u 10 MM Tris-HCI pH 7.0.
Jlanee KJIETKWM OCaAWIM W pecycrneHaupoBaiu B 2 miu Oydepa comepxkamero 20 MM
CaCl, u 10 MM Tris-HCI pH 7.0. ITosryueHHble TakuM 00pa3oM KOMITETCHTHBIC KJICTKU
ObUTM Cpa3y UCTOJIB30BaHbI sl Tpanchopmaru (TropuH u coast., 2017).

[Ipouecc  TpaHcopMmalMi  OCYHIECTBIISICS — CIAEAYIOLIMM  00pa3oM, K
KOMIIETEHTHBIM KJIETKaM ObUIM J100aBjieHbl 3KcnpeccruoHHble BekTopbl PVIG-DE,

pVIG-Lch-DE u pVIG-LeB4-DE-ER. Knerku uHKyOupoBaid Ha jbay B TeueHue 20
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MHUHYT, [0CJ€ YEro OCYIIECTBIISUIM HArpeB KyJbTYpbl B TeueHue 5 MUHYT npu 37°C,
3aTeM KJIETKM MHKYOMpPOBAJIU B T€UEHHE S MUHYT Ha JbJAY U JOOABISUIM MO 2 MJ CPE/bl
LB 06e3 antTOMOTMKAa M MHKYOMpoBanu npu Temneparype 28°C npu nepemMenrBaHuu
Ha ckopoctu 160 06/MuH B TedeHHE ABYX 4yacoB. Jlajiee KIETKH paccenBalid HA YalIKU
[letpy Ha cpegy ¢ KaHaMUIMHOM. BbIpocimie KOJOHMM OBUIM BBIJECIECHBI U
pecycnenaupoBanbl  100-150 wmxn cpenpt LB 0e3 anTuOMOTHMKA, TOCIE Yero

3amopoxensl (Tropun u coasrt., 2017).

2.2.3 BpipamuBaHue pacTeHUH

Pacrenust N. benthamiana u N. excelsior BeiparuBanu npu +20+2°C, 8-yacoBom
dboronepuone u oceemeHHocTd 100 MKMOIb KBaHTOB/(M?/C) Ha TUJIPOTIOHUKE, B
TeueHue 6 Henenb. B kauecTBe MUTaTENbHBIN Cpeabl ObUT UCIIOIB30BaH pacTBop KHoma

(TropuH u coasrt., 2017).

2.2.4 ArponHpUIbTpaLUs PACTEHUI

TpanchopmupoBannbie kietkn A. tumefaciens, mramm GV3101, mnocie
pa3MOpO3KH BbIpamuBaid B TedeHue 48 wyacoB npu +27°C B cpene LB ¢
aHTuOMoTHKamMu pudamnuuuHoM (50 MKr/mia), reHTaMuUuMHOM (25 MKr/Mi)
kaHamMuIMHOM (50 MKT/MIT) mpu niepemMeruBanuy Ha ckopoctu 160 06/mun. Kaxasie 12
4acoB MPOBOAMIM OOHOBIICHHE cpenbl LB ¢ TeMu ke aHTHOMOTHKaMH, TOTOTHEHHOH 20
MKM anerocupunrona u 10 MM MES. KneTku HapammBany 10 ONTHYECKOW MIIOTHOCTH
OD600 = 0.8. Knetku ocaxnanu npu 3000 g B TeueHHe 5 MUHYT U PECYCIIEHIUPOBAIN
B Oydepe mis arpouHGUIbTpALUM, COAEpPKAIEM OJHOKpaTHyk cpeaxy MS, 10 MM
MES-KOH (pH 5.6), 2% caxapo3sl, 200 MKM aIreToCUpuHIOHa, 0 ONTHYECKOU
mwiotHoct OD600 = 2.4, [lanee kineTkn HHOUIBTPUPOBAIN B a0aKCHATBHYIO SIHICPMY
aucTa mectuHeneapHbix pactenuid N. benthamiana u N. excelsior ¢ momorpio mmpuia
0e3 urisl, 00beMoM 5 Mi1. Pe3ynbrar TpaHcopMaluy OleHUBAIA HA YETBEPTHIE CYTKU
nocie arpouHpuiasTparuu. OIEHKY KadecTBa TPOBEICHHOW TpaHchopMaIuu

IPOBOAMIIM C IOMOIIBIO BU3yaJIH3allMU 30H dKCpeccuu rudpuanoro reHa desC-egfp B
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JUCThSIX pacTeHui Tabaka npu 312 HM, ucnosb3ys TpancwunomuHarop ETX (Vilber

Lourmat, I'epmanust) (Tropun u coast., 2017).

2.2.5 TlosryyeHue mMpoTONJIACTOB

[Tomydenuss mpOTOIMIACTOB M3 (PPAarMEHTOB JIUCTHEB C 30HAMH (PIyOpecleHIIUN
npoBoauin mo wmeroay Nosov et al. (Nosov et al., 2014) ¢ moauduKaUIMU.
@®parMeHThl JTUCTHEB OBUTM HM3MENbUYEHBI CKalbIeNeM, MOCJIE Yero A00aBsud S5 Ml
pactBopa, cojaepikaiiero ¥ makpoconerr SH cpensi, 0.4 M copourona, 4 MM CaCl,,
12.5 MM MES-KOH (pH 5.7), 1% uemmona3sr Onozuka R10 (Kinki Yakult, SImonus),
0.15% nmexTurazsr Macerozyme R10 (Kinki Yakult), u 0.4% remumnertronassr Driselase
(Fluka, CILIA). PacTBOp TOTOBMIJIM MPEIBAPUTEIBHO, OCBETIISUIH HIEHTPUDYTUPOBAHHUEM,
u 3amopaxkuBanu. llpotommactel Beyaensuim mpu +15°C mpu mepeMemmBaHUM Ha
ckopoctd 50 o6/mMuH B Teuenue 12 yacoB. CycneH3UIO MPOTOIUIACTOB (PUILTPOBAIH
yepe3 HEMJIOHOBYIO CETKY C pasmepoM siueek 40 MM, nepeHocuiau B 10 M1 mpoOupku
Uil HeHTpudyrupoBanuss U HeHTpudyrupoBasm npu 100 g B TeueHue 5 MHH mpu
KOMHaTHOU TeMrieparype. Ocaok NpoToIiacToB pecycnenauposaiu B 10 mi pactBopa
0.5 M copbuta u 2.5 MM CaCl,, nakyOupoBasii B TeYCHHE 5 MUH NMPU KOMHATHON
temneparype U ueHtpudyrupoBa npu 100 g B TeuyeHHe 5 MUH IPU KOMHATHOM
teMmriepatype  (mpouenypy — TOBTOpsuid  JBaxabl). Ocalok  MPOTOIIIACTOB
pecycnienaupoBani B 1.5 mur pacteopa 0.5 M copouta u 2.5 mM CaCl, (Tropun u
coasT., 2017).

2.2.6 JlazepHasi ckKaHMPYIOIIAs U (PJIyOpeCHeHTHASE MUKPOCKOIUS

JlazepHyl0 CKaHUPYIOIIYI0 MHKPOCKONHUIO MPOTOMJIACTOB MPOBOAMINA  C
ucroias3oBanueM Mukpockoma LSM 780 NLO (Zeiss, I'epmanms) Ha 0a3se
AxioObserver Z1 (Zeiss, I'epmanus), cHaOxeHHoro o0bekTHBOM LD  Plan
APOCHROMAT 63x/0.75, na6opom dunsrpom Set 10 (BP 450-490, FT 510, BP 515-
565), mazepom Argon — 458, 488, 514 uM. Pe3ynbraThl BU3yaau3upoBaId C MOMOIIbIO
uupposoit  kamepbl AxioCam MRm wu nporpammuoro obGecnedenuss ZEN.

@DI1yopecleHIIMI0 B MPOTOIUIACTaX PErMCTPUPOBAIM IPHU MOMOIIM MHKpOcKoma AxXio
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Imager Z2 (Zeiss, I'epmanus) ¢ 1udpoBori kamepoir AxioCam MR u OGnokamu
¢bunbTpoB: puiibtp Ne 38 (Aex BP 470 um/40 um; Aem BP 525 um/50 uwm, roe ex —
BO30yXXJIeHHe, em - SMuccHs ((IyOpeCIeHINs)) HCIOAL30BAN Il PETHCTPAIlin
dbayopecueniuun GFP; ¢punstp Ne 45 (Aex BP 560 um/40 um; Aem BP 630 um/75 HM)
UCTIONB30BAJIM ISl PETUCTpaluu aBToQuiyopeciieHnnn xiaopodwmmia. s perucrpannn
(bIyopecieHIIMN BUTAJIBHBIX MpenapaToB HCHOIb30BAIH Moaysib ApoTome (Zeiss,
['epmaHusi), KOTOPBIM TIO3BOJIIET CHH3UTh BHE(POKYCHYIO  (DIyOpeCICHIHIO.
N3o0paxkennst oOpabaTpiBasid, HCHONB3yst Tnporpammy AxioVision 4.8 (Zeiss,

I'epmanus) (Tropus u coagt., 2017).

2.2.7 AHATU3 )KHUPHOKHMCJIOTHOI0 COCTABA CYMMAaPHBIX JUINUA0B TKAaHeH JIMCThEB
Tabdaka
Qukcayus mamepuana

ArpavHQuUIBTpaLUIO MPOBOAWIM MO ONMCAaHHOW BbILIE Mporeaype. Pesynbrar
TpaHcopMalK OLEHUBAIN Ha CEAbMbIE CYTKH Mocie arpouHuibTpanuu. [lomyuenue
METHIOBBIX 3dupoB xkupHbIX KucioT (MOXKK) m3 mucteeB N. benthamiana u N.
excelsior, TpaHCOPMUPOBAHHBIX KCIPECCHOHHBIMH BEKTOPAMH, 00ECHCUUBAIOIIUMHU
JOKaIM3alni0 OeNKOBOro MNpOAYKTa TeHa B LuTomjasMe, xjiopormiacrax u OlIP,
NPOBOJIMIM cleAyromuM obpasoMm. Ha mepBom srtane Obuia mpou3BeleHa (UKcAIUs
MaTepuana JJig JajdbHediiero wucnonb3oBaHus. s 3Toro coOpaHHBIE JIUCTbS,
TpaHC(OPMHUPOBAHHBIE HKCIPECCUOHHBIMU BEKTOPAMH, IOMEIIAIN B CTEKJISHHbBIE
OAaHKU Y 3aJIMBAIIM U30-TIPONIAHOJIOM TaKUM 00pa30M, YTOOBI JTUCThs OBLIM MOJHOCTHIO B
HEro MOTPY’KEHBbI, MOCJIE YEro, BhIAEPKUBAIN B TeueHUE 15 MUHYT Ha BOJSHON OaHe

npu +60°C. 3adukcupoBaHHbIe 00PA3IIbl 10 aHAIHW3a XpaHWIH npu TemiiepaTtype -20°C.

THonyuenue MIKK
HenocpenctBenno mnonyduenne MOXK npousBoamnm mno  ciaeayromeMy
MPOTOKOJIy. ['OMOr€HHU3UPOBAHHBIE JHUCTh BMECTE C U30-TIPONAHOJIOM, B KOTOPOM
XpaHWIUCh TPOoOkI, ObUT TIepeHeceH B KpyriogoHHyo 50 mi konly. K pactBopy Obui

no0aBJieH BHYTPEHHUU cTaHnapT (renTtajekaHoBas kucioTa, 17:0), B komuyecTBe He
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npeBbimarmmmM 7% ot obero konmuuectsa JKK. Tlocne yero, pactBoputens B KOJI0€ C
oOpa3lioM ObLIT BBIIAPEH JI0CyXa Ha POTAIMOHHOM BakyyMHOM wucnaputene. Konba
ObUTa TIOMeIeHa B poTannoHHBIA ucnaputensb RV-10 Basic (IKA) mis BemapuBaHus
U30BITKOB KUAKOCTH npu Temiiepatype 60°C u ckopoctu Bpaimenus 130 06/mun. Jlanee
K CyXOMY OCTatKy B KoJjioe nobasmim 25 mi pactBopa 4% KOH B 80% 3tanone, konly
NOMECTWJIM B KOJOOHarpeBaTesllb M HAarpeBaJld NPH TEMIEPAType KHUIICHHUS CMECH
(~80°C) B Teuenue | wyaca, mociie YEro CKOHIICHTPUPOBAIM COJEPKUMOE KOJIOBI
OpUMEPHO B 5 pa3 Ha pOTALMOHHOM BakyymMHOM wucnaputeine (PBHM). 3arem
CKOHIICHTPUPOBAHHBI B 5 pa3 pacTBOp pPa30aBIsIM AMCTUUIMPOBAHHON BOJOH A0
ooweMa okojio 10 mi. HeomblisieMble KOMIOHEHTBI cMecH dKcTparupoBainu 10-15 mi
NOpLUMSIMU  H-T€KcaHa Tpokiabl. s yckopenust pasgenenuss (a3, mpoObl
neHTpudyrupoBai B TeueHue 5 MuUHYT Ha ckopoctd 20000 0o6/MuH, mocie dYero
BEPXHIOIO (T€KCaHOBY10) a3y yaaisiiu.

Hosenenne pH pactBopa o 3Hauenus 2.5 ocymectBuian 20% pactsopom H,SO,.
K pactBopy moGaBunu paBHbIE 00bEM H-T€KCaHa W LEHTPUDYTHUPOBAIU MOTYyUCHHBIN
pactBop Ha ckopocTh 20000 006/MHUH B T€UEHHE 5 MUHYT, 3aT€M IIEPEHECTU T€KCAHOBYIO
¢da3y B K00y U BbIMapUBaJIM JOCyXa B POTALMOHHOM HCHApUTEJE MpPHU TEeMIlepaType
60°C u ckopoctu Bpaienus 130 06/mun. K cyxomy ocratky B kojoe BHOCHIH 10 mi
METaHoNa, Jjanee J00aBIsUIM 1O KaisiM, 0OpPU TOCTOSHHOM M aKKypaTHOM
BCTpSIXUBaHUU, 1 ™ anetwnxiopuaa. IlomyyuBimimiics pacTBOp MOMECTHUIM B
KoJOoHarpeBaTenb, HarpeBanu npu Ttemmeparype 80°C B TeueHue 45 MHHYT,
BBIITAPUBAJIM PACTBOP JI0CYyXa HA POTAlMOHHOM HUcCIaputesne u skcTparupoBain MOXKK

H-TCKCaHOM.

Ouucmrka MIKK ¢ nomowwio npenapamusHou
MOHKOCIOUHOU Xpomamozpaghuu
Ounctky MOXKK ocyliecTBiasiam ¢ MOMOLIBIO NPENapaTUBHOW TOHKOCIOWHOW
xpomarorpaduu (TCX) nHa maactunkax Kieselgel 60 (Merck) pasmepamu 5x10 cM u
TonmuHOM copoeHTa (cuimkarens) 200 mxm, mpeaBaputenbHo TpoMbIThIX 0.001%

pactBopoM 2’°7’-muxnopdmroopectienna B 50% wmeranone. Ha crapTroByro 30HY
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MJIACTUHKU MUKpoIInpuiieM HaHocuian pactBop MOXKK B u-rekcane (~5-15 mr), mocine
4Yero MJIACTUHKY MoMemaiii B Xpomartorpaduueckyio kamepy. llonBmwxknas daza: u-
TeKCaH, MUATUIOBBIA A(pup B 00BEMHOM coOTHOIIEHUU 95:5. 30HY, COAEpIKABIIYIO
MD3XKK, obnapyxuBanmu B YO A=365 um. CopOenr, conepxammit MOXKK, nepenocunu
B kon0Oy byHzena ¢ ¢uimbTpyromeil BOpoHKOW, W OeH3zonoMm smoupoBamm MOIXKK.
PactBoputens ynapusanu nocyxa Ha PBU u nepepactBopsmu MOXKK B 500 mMxn u-
reKcaHa
Onpeodenenue cooepricanus u COCMasa HCUPHulX KUCIOM

CocraB METWJIOBBIX 3(UPOB KUPHBIX KUCIOT OMPEACsd C MOMOIIBIO Ta3o-
XKUAKOCTHOM xpomarorpaduu / macc-cnekrpometrpun (IKX-MC) na npubope Agilent
7890AGC (Agilent Technologies, Inc., CIITA) ¢ 60-M kanuuispHO# KojoHkoi DB-23 ¢
BHyTpeHHUM  auametpoM 0.25 wmm ¢ npuButor  (50%  nmaHOmpoImi)
METWINOJIUCUIIOKCAHOBOM TOJISIpHOU kuaAKoM (azoit (tommmHa ciost 0.25 Mkwm).
VYcnoBus pazaeneHus: pacxo]l raza-Hocutens (renus) 1 mi/muH; 00bemM npoosl 1 MK,
nenutens notoka 1:20, temnepatypa ucmapurens 260°C. Ilporpamma rpaaueHTta
temriepaTypbl kosloHKU: oT 130°C mo 170°C co ckopocteio 6.5°C/mun, ot 170°C no
215°C co ckopoctsto 2.75°C/muH, Beinepxkka npu 215°C B Teuenue 25 muH, ot 215°C
10 240°C co ckopocThio 40°C/muH u Beiaepxkka mpu 240°C B reuenue 50 mus. PabGouast
temriepatypa MC-nerekropa (5975C MSD) cocrasisina 240°C, sHeprus nonuzamuu 70
5B.

Pe3ynbrarhl xpoMaTorpaguueckoro aHaansa mojydaid B BUIE XPOMATOTPAMMEI.
Nnentudukaruo MIXKK ocyiiecTBisiiv myTeM CpaBHEHUSI UX BPEMEHU yIEpKAHUS CO
BpPEMEHEM yJIep)KaHHsI CTaHIAPTHOIO COCIUHEHHUs (renTajekaHoBOW KuciaoTel, 17:0).
MaccoBbeie nonu (conmepkanue) KK ompepensnu B mponeHTax OT HMX OOIIETro
coJiep KaHus B UCCIeayeMoM oOpasiie 1o ¢hopmyrie:

M% = (Si/S17:0)*100%
rae S — miomanas nuka omnpeaensiemont KK, S;7.0 — miomans nuka CTaHAApPTHOTO

COCIUHCHMUS.
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Jlns  omenku cteneHu HeHacwimeHHocTH KK B umccimeayembix  oOpasmax
HCIIOJIB30BAIM MHJEKC HeHachbieHHocTH (MH), KoTopbIii paccuMThIBaAIM MO METOMY
Lyons et al. (Lyons, 1964) no ciaenyrorieit popmysie:

HH = (M)+2*(1)+3*(T))/100
rae M — cymma maccoBbIX nosied MOHOHeHacwleHHbIX KK, J[ — cymMa maccoBbIX
nonent nuHeHachbieHHbix KK, T — cymma MaccoBbIX foJiel TpuHeHachlmeHHbIX JKK.

Ouenky akTUBHOCTH A9 paecaTypa3bl NPOBOAWIM 1O OTHOLICHHUIO MPOAYKTa
peakinu JecaTypaluy K ero cyocTpary mo gopmyiie:

[Tponykt/cyocTpar = (%18:1)/(%18:0)
rie %18:1— maccoBast 1011 0JICMHOBOM KHCIOTHI, %18:0— MaccoBas 107151 cTeapuHOBOM
KHCITOTHI.
Creapoun-aecarypasnoe otHomeHue (CJ1O) onpenensimu mo gpopmyse:
CHO = (%18:1)/(%18:0+%18:1).
[TanemuTOMI- Necarypasznoe otHomeHue (I1J10) onpenensnu mo dhopmyiie:
IO = (%16:1)/(%16:0+%16:1)
rae %16:0 — maccoBas 1011 NaJILMUTHHOBOM KUCIOTHI 16:0, %16:1 — maccoBas

JOJIA MaJbMUTOJICUHOBOM KHUCJIOTHI.

2.3 CTaTHCTUYECKUH aHAJIN3
Bce skcmepuMEHTBI M0 HM3YyYCHHIO CYOKJICTOYHOW Jokanmm3anuu A9  anwmi-

JUTUAHONW JiecaTypasbl OBLIM TOBTOPEHBI HE3aBUCMMO HE MeHee Tpex pa3. s
OTIpEJICIICHHS JIOKAJIM3AIMK IIeJIEBBIX OENKOB B MPOTOIUIACTAX MPOAHATU3UPOBAHO HE
Menee 100 Ouonornueckux oOpasIoB.

Bce akcnepumeHTsl MO TpaHchOpMAaIUU JIMCTHEB KaXKJIOTO U3 BUIOB Tabaka ¢
nanpHelmmM  aHamm3oM KK cocraBa cyMMapHBIX JIMOMAOB OBUIM  TTOBTOPCHBI
HE3aBUCUMO He MeHee mectd pa3. Craructuueckyro oO0pabOTKy pe3yinbTaToB
NPOBOJMIIA C UCIOJIBb30BaHUEM mporpaMmsbl Statistica v. 9.0 u Microsoft Office Excel
2007. J1OCTOBEpHOCTh pa3duMsl 3HAYCHUW OMPEICIIOCh C IMOMOIIBI0 MapHOro t-

kputepusi CterofeHta (mpumensiu t-xputepuit Cthiogenta, pP<0.05). Ha rpadwukax,
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INOCTPOCHHBIX II0 IIOJYYCHHBIM JdAaHHBIM, IIPEACTABIICHBI CPCIHHC apI/I(I)MeTI/I‘ICCKI/IC

SHAYCHUA U UX CTAHIAPTHLBIC OIITNOKH.
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In1asa 3. PE3YJIbTATHI UCCJIEJOBAHUI

3.1 KoHCTPpYHpPOBaHHE PACTUTEIBHBIX IKCIPECCHOHHBIX BEKTOPOB

JIBe cepuu SKCIPECCHOHHBIX BEKTOPOB OBLIM CKOHCTPYHWPOBAaHBI. B mepBoi
cepun BekTopoB - PVIG-DIE, pVIG-Lch-D9E u pVIG-LeB4-D9E-ER — ucnonbs3oBan
desC-egfp ruGpumHbIiA TeH, KOTOPHIH MmoTydeH ciausareM desC rena, koaupyromero A9-
necarypasy IuaHoOaktepuii, u egfp, OeNKOBBIM MPOIYKTOM KOTOPOTO SIBJISCTCS
OTNITUMHU3UPOBAHHBIN JIJII SKCIPECCUH B KIIETKAX JdYKAPUOT 3€JCHBIA (PIIyOpeCIIeHTHBIN
oemok (Pucynox 6). OrmeTum, 9TO B THOPHUIHOM TE€HE CTApTOBBIA KOJOH JIJIS
dayopeciieHTHOro Oenka yJajieH BO H30ekaHWE albTepHATHUBHOM TpaHcisaiuu. Bo
BTOpOii cepun BekropoB - PVIG-D9, pVIG-Lch-D9 u pVIG-LeB4-D9-ER —

UCIIOJIb30BaH TOJIbKO HaTHBHBIN 0eSC reH rmanodakrepwuii (Tropun u coast., 2017).

a 355 { desC  NEGToNEL e
5 (355110 desC mpw

B '355j leBd| desC -ERM-M)
"y 1o >I-@5J

Pucynok 6. Cxema BEKTOpPHBIX KOHCTPYKIIMH, HWCIOJB30BAHHBIX IS

uccienoBanus Jiokanuzanuu A9 necatypa3bl B KOMIAPTMEHTAaX KJIETOK JUCThEB N.
benthamiana: pVIG-D9E (A); pVIG-Lch-D9E (b) u pVIG-LeB4-D9E-ER (B), o6rmas
4acTh BEKTOpHBIX KOHCTpyKMil (I'). Kaxkmas KOHCTpyKIusi colepKUT OOLIYIO 4YacThb,
IpEICTaBICHHYIO TOJIbKO Ha maHeau «I'», m Hecer red Bupyca Cymbidium ringspot
(CymRSV), «komupyroomuii Oenok-cynmpeccop «3aMoyikaHus» TeHoB (pl9) moxg
KOHTPOJIEM TIPOMOTOpa T€Ha, KOAMUPYIOIIEro OENOK TPaHCIAIMUOHHOTO KOHTPOJIS

omyxonu (TCTP) u tepMuHHpyroOIiei MOCIEA0BATEILHOCTH T'eHa OKTOIUH CHHTETAa3bl
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(OCS). O603nauenus Ha cxeme: LB u RB — neBas u mpaBas rpanuna T-JIHK obnacru;
oriV — Touka Hayaia peruiukanuu aias Agrobacterium tumefaciens; Ampr — kaccera
ycroitunBocTy K amnuimianay; 1 pUC ori — Touka Havana perutukarmu uist Escherichia
coli; 35S — CaMV 35S npomotop; poly-A — curHan nojuaacHupoBanus; egfp — rew,
KOJIUPYIOIMUNA 3eleHbIi  ¢uryopectieHTHbIH Oenok; desC — rTeH, komupyrommid A9
necarypaly Synechococcus sp.; Lch — muaepHblid curHAJ, TeHa Majlol CyOheTHHHUIIBI
PB®K A. thaliana; LeB4 — nmunepusiii curaan reda LeB4 (merymuna tuma B4) ropoxa
(Vicia faba); ER — mocienoBarensnocth (SKDREL) B 3’-K0HIICBOM 001aCTH IEIEBOTO

I'CHA4, KOAUpPYIOoImasd aMHUHOKHCIIOTHI C-KOHI.[GBOﬁ oOnactu Oenka (TI-OpHH Hn COaBT.,

2017).

A 355 desC pucoriw

s 355 1 Lch desC

puc orii\

g 355 1Bl  desC EA e “y

Amp"

r p19 --._ - )

Pucynok 7. Cxema BEKTOPHBIX KOHCTPYKIIMW, WCIIOJIB30BAHHBIX JJIsi HUCCIEIOBAHUS

Jokanm3zanmuu A9 necaTypasbl B KOMIApTMEHTax Kiertok juctbeB N. benthamiana:
pVIG-D9 (A); pVIG-Lch-D9 (B) u pVIG-LeB4-D9-ER (B), o01iast yacTh BEKTOPHBIX

koHcTpykiui (I'). O603HaueHUS aHATIOTUYHBI PUCYHKY O.

B pVIG-Lch-D9 u pVIG-Lch-D9E Bektopax HatuBHbIH (0eSC) u rubGpuaHbIi
(desC-egfp) ren, cooTBeTCTBEHHO, MMEET B 5’-00J1aCTH XOPOIIO OXapaKTePU30BAHHBIN
CHUTHAJI, 00CCIICUNBAIOIINI JTOKAIN3AIMIO ICJICBBIX OEJIKOB B XJioporutacTel (PUCYHOK

6b, 7b) (I'epacumenko u coast., 2015). B skcnpeccuonnbsix Bektopax pVIG-LeB4-D9-
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ER u pVIG-LeB4-DO9E-ER B 5'-o6mactu 1eneBbix reHoB (desC u desC-egfp)
KJIOHUPOBAHA MOCJIEI0BATEILHOCTh, COOTBETCTBYIONIAsI CUTHAIbHOMY mnentuay LeB4
U JoKanu3anuu 6enkoBoro npoaykTta B OIIP, a B 3'-o0mactu mobaBieH (parMeHr,
Komgupyromuii curdan ynaepxkanuss OenkoB B OIIP — ER (Pucynox 6B, 7B)
(BsiaecnmaBoBa m coaBt., 2012; Alanen et al., 2011). B Bekropax pVIG-Lch-D9, pVIG-
Lch-D9E, pVIG-D9-ER u pVIG-D9E-ER wnunumpyrommii Tpanciasanuio AUG kog10H
BBEJICH B 5'-00J1aCTh MOCJENOBATEILHOCTH, KOAUPYIOLIEeH CUrHaNbHbIN nentun Lch u
LeB4, u ynaneH y 1eneBbIX F€HOB, BO N30€KaHNE aJbTEPHATUBHON TPAHCIISLUY.

B pVIG-D9 u pVIG-DIE skcnpeccHoHHBIX BekTopax IieneBbie reHbl (desC u
desC-egfp) He comepkat JOMOJHUTEIBHBIX CUTHAJIBHBIX MOCIICIOBATEIBHOCTEH HU B 5'-,
HU B 3'-0051aCTH, U HUX 3KCIpEcCHUs KOHTPOIUpPYETCcs Toibko mpomoropoMm 35S PHK
CaMV, 4ro He mpeanojaraeT Kakou-muOo creuupuyeckol KoMmapTMEHTaIN3aluu
OEJIKOBBIX MPOIYKTOB 3TUX TeHOB (PucyHnok 6A, 7A). Bce BEKTOpBI CO3/1aHbI HA OCHOBE
PVIG-T KOHCTpYKIMH, pa3pabOTaHHOW HaMU paHee CHEHHaIbHO Ui d(PPEeKTUBHOU
TPAH3UEHTHOM SKCIPECCHM TETEpOJOrMYHBbIX TIe€HOB B pacTeHusx (BsudecnaBoBa u
coaBt., 2012). T-IHK o0iacth 3TOro BEKTOpa HECET IOCIIeI0BATEeILHOCTh TeHa pl9,
BHpYCa TOMAaTOB, KOTOPBIM KOJUPYET CYNPECCOp MOCTTPAHCKPUIILIMOHHOTO 3aMOJIKaHUs
reHoB, noja koHtposiem TCTP mpomortopa (Pucynok 61", 71") (BsuecinaBoBa u COaBT.,
2012). TlepBas cepusi BEKTOPOB ObLa HCIOJB30BaHA I WU3YyUCHUS CYOKICTOYHOM
JIOKAIN3alliy TETEPOJIOTUYHON JlecaTypas3bl B PACTUTEIBHBIX KJIETKaX, BTOpas Cepusi —
JUIs.  CpaBHUTENbHOTO aHanmuza Moxaysanuu JKK coctaBa MeMOpaHHBIX JIUMKIOB
pacTeHUN B 3aBUCMMOCTH OT CYOKJICTOYHOM JIOKajIM3allud TeTepOJIOTHYHON A9-

necarypassl (TropuH u coaBt., 2017).

3.2 ArpounduabTpanus pacTeHMd Ta0aKa M OLEHKA IKCIPEeCCU TMOPUIHOTO
reHa B pacTUTEJbHBIX TKAHAX
Jns arpounduiabTpauu pactenuid N. benthamiana 6wutn mosrydeHs! mraMMbl A,
tumefaciens GV3101, necymue skcnpeccuonnbie Bektopbl PVIG-DIE, pVIG-Lch-DIE
u pVIG-LeB4-DOE-ER. D¢ddexTuBHOCTh TpaH3WEHTHOW HKCIPECCUU B PACTEHUSIX

orieHUBaNIU 110 dayopecueHuu penoprepHoro o6enka eGFP. Uepe3 nBa-Tpu 1Hs mocie



61

uHbuIbTpaiuy, odeBuaHbli  GFP  curmam  MoxHO OBLIO  HaOmoomath B
arpoMH(PUIBTPUPOBAHHBIX yYacTKaxX JIMCTheB, a NHUK duayopecueHuu e€GFP  Obin

OTMEYCH Ha YeTBEPTHIA-TIATHIN JeHb (Pucynok 8) (Tropun u coasr., 2017).

Pucynok 8. ®nyopecuentuss GFP B arpoundunstpupoBanHbix jucThax N.
benthamiana: Arpo6akrepun, Hecylmue KacceTbl 3kcnpeccuu ciuthix ¢ GFP Genkos
obutn  uHUIbTpUpoBaHbl B JsmcThad N. benthamiana u  ¢ayopecuennuio GFP
HaOmonanu 4vepe3 4 naHsA mocie arpouHpuibTpauuu npu Y@ cere. OO6nactu

GIryopecueHIuy OTMEUYCHBI TyHKTUPHBIMU JTuHUsAMH (TropuH U coasT., 2017).

3.3 BoiiesieHHE NPOTOIVIACTOB M OLIEHKA JIOKAJIM3aIUH 0eJIKOBBIX IPOAYKTOB

B stor mepuon (4-5 nHel mocne arpouHGUIbTpalMu) ObUIM B3SThl YYacTKU
JUCTBEB C MAaKCUMAIbHBIM YypPOBHEM (IYyOPECICHIIMU IS TOCIEAYIOMEeH OICHKU
JIOKAIM3alliy OCJIKOBBIX MPOAYKTOB METOAOM Ja3epHOW KOH(POKAIBHONW MUKPOCKOIHH.
Onnako BU3yalu3alys JIOKaJIW3allMu THOpUIHOTO Oeyika 1o (QuiyopecieHuu B

cnenupuIecKuX KOMIApTMEHTAaX KJIETKU C UCIIOJIb30BAaHUEM arpOUMH(PUIHTPUPOBAHHOM
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TKaHHW 3aTpyJHCHa W HNACAJIbHBIX OTO6p3.)KCHPII>1 JJOKaJIU3alluun 6€JIKOB, KaKk B

xJioporuiacrax, Tak u DI1P e yaanock nonyunts (Pucynok 9) (Tropun u coast., 2017).

Pucynox 9. Jlazepnas ckanmpytomnias KOH(GOKaTbHAsS MUKPOCKOMUS: (IyOPECIICHITUS
GFP. ArpobGaktepun, Hecymue skcnpeccuonHbie Bektop pVIG-Lch-D9E  Gbiam
uHpuIsTpupoBansl B yucths N. benthamiana u dayopecrnennuio GFP wHabmronanu
yepes 4 nHs nociie arpouHduibTpanuu. Pazmeprnocts 50 um. O6nactu duryopecieHuuu

OTMEYeHbI MyHKTUPHBIMU JHUIMHU (TropuH 1 coasrt., 2017).

BeposiTHO, 3TO 0O0YCJIOBIICHO CIIOKHBIMU OYCPTAHHMSIMH KJIIETOK, a TaKXe CIOXHOU
IPOCTPAHCTBEHHOW CTPYKTypOH CcaMWUX paCTHTEIbHBIX KOMIIAPTMEHTOB H  UX
JoKau3anuend BHyTpH KiIeTKH. CXO0XKUEe OrpaHUuCHUs JUTsl BU3yalIU3allMK JIOKAIH3aI[UH
OCJIKOB B PACTUTEIbHBIX KJIETKaX IPH HMCIOJb30BaHMH METOJa arpOUH(GUIbTPALIMH
oTMeueHbl 1 apyrumu ucciaenoBareasmu (Wang et al., 2015; Xu et al., 2014, Tropun u
coasT., 2017).
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J1ist TOro 4TOOBI MPEOAOIETh TPYJHOCTH B BU3yaJIU3allMU JIOKAIU3alMK OEIKOB B
cnenupUYecKuX KOMIApTMEHTaX pPACTUTENbHON KIETKM NpU arpouH(UIbTpaIii,
MPOBEU SKCIEPUMEHTHI, TAIOUIME BO3MOXKHOCTH MPOBEPUTH, MOTYT JIU MPOTOIIACTHI,
MOJIyYeHHBIE U3 KIJIETOK arpoMHUILTPUPOBAHHON 00JIACTH JHCTHEB, UCIOIB30BATHCS
JUISL  TOYHOW  OIGHKHM CYOKJIETOYHOW  JIOKanu3amuu  OelkoB. B03MOXHOCTH
UCIIOJIb30BaHUSI TAKOTO MPOTOKOJA Oa3upyeTcs Ha TOM, UYTO (PIIyOPECIICHTHBIE CIIUTHIC
Oenku, Oyayud WACAIbHBIMU MapKepamM JUisl BU3yalU3allMd  CYOKJIETOYHOM
JOKau3allud  OENKOB, XapaKTepU3YIOTCS CTAaOMIBHOCTBIO M, KaK CJEICTBUE,
cTaOMIIbHOM (hTyopecieHIIne B )UBBIX KieTkaxX (TropuH u coast., 2017).

[IepBOoHAYaIBHO, MBI ONTUMU3HPOBAINA MPOTOKOJ BBIJIEICHUS MPOTOIIACTOB U3
Tabaka, 4YTO MO3BOJWIO OOECHEYUTh JOCTATOYHO OOJIBIION BBIXOJ MKU3HECIIOCOOHBIX
MPOTOIUIACTOB MPUTOIHBIX I (PIIyopecleHTHOW MuKpockomnuu. [Ipu ontumuzanum
MPOTOKOJIa BBIJICJICHUS MPOTOIJIACTOB M TOCIEAYIOUIEr0 €ro MPUMEHCHUS JJIs
CyOKJICTOUHOW  JIOKaJdW3allud TUOPHUIHBIX OEIKOB METOJOM  (hIIyopecIeHTHOM
MHUKPOCKOIIMH HCIIOJIb30BaIK ydacTku JuctbeB N. benthamiana c¢ makcumaibHBIM
ypoBHeM ¢uryopectieHiu (Pucynok 8) (Tropun u coast., 2017).

[Tonmy4yeHue mpoOTOIIACTOB W3 PACTUTEIBHOM TKaHHW, arpOMH(UIBTPUPOBAHHON
mTaMMaMu arpoOakTepuil ¢ pa3HBIMH JKCIPECCHOHHBIMM BEKTOpAMH, M WX aHaIU3
MeTO0M (IIYyOPECLIEHTHOM MUKPOCKONMH, MOKa3aldh, 4TO (IIyopecleHLMs] Bcerja
oOHapy)KUBaIach B MpejcKazaHHbIX opranesuiax nportormiactoB (Pucynok 10) (Tropun

U COaBT., 2017).
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O0BemMHEHHEE XoponsaacTbl GFP
KaHaMB]

Pucynok 10. Anamu3 cyOkietouHou mokamu3ammu ciauteix ¢ GFP OenkoB B
npoToryiacTax Tabaka, IMOJYYEHHBIX W3 KIETOK arpoMH()UILTpUpPOBaHHOW oOJacTu
muctheB. TpansuentHas skcrnpeccuss pVIG-Lch-D9E, pVIG-LeB4-DOE-ER u pVIG-
D9E BextopoB nokaszeiBaeT, uto GFP ciuteiif 6enox mokanmuszoBan B xioporactax (I),
B OIIP (II) u muromnasme (III), coorBercTBeHHO. OOBEAMHEHHBIC PUCYHKH (TIEpBas
KOJIOHKA)  BKJIIOYAaeT  3€JIeHbl  KaHan  (MociegHsiss  KOJIOHKa) M KaHail
aBTO(IIyOPECIICHIINK XJIOPOILIAcTOB (CpeaHss KojioHka). Pasmeprocts 40 mxMm (Tropun

U COaBT., 2017).

Tak, B mpoToracTax, MOJYyYEHHBIX TOCIE arpOMH(IIBTPAIIMU IITAMMOM, HECYIUM
pVIG-Lch-DO9E mnnasmuay, MpakTHYECKH BCE XJIOPOILIACTHI MPOIEMOHCTPHUPOBAIU
bayopecueHiuo B xEnTo yactu cnektpa (Pucynok 10, I), yTo cBUIETENBCTBYET O
xjnoporiactHoi jokanu3anuu DesC-EGFP cimroro 6enka, KOTOpBIM MEPEHOCHTCS B
9TH KOMMApPTMEHTHI 3a CUYeT CUTHaIbHOW mocnenoBatenbHocTH (Lch) manoi

cyosequuauiel PBOK A. thaliana (Tropus u coasr., 2017).
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Jlo6aBnenne N-KOHIIEBOrO cUrHajibHOro nentuaa LeB4 uHaymupyer nepeHoc
xumepHoro 6enka DesC-EGFP uepes mem6Opany II1P, a C-xonueoit curnan SRKDEL
y XuMepHoro Oenka ynepxuBaer ero B OIIP, B pe3ynapTaTe 3TOro, CHUIrHAI
dayopecteHIIMM OoT ciauToro Oenka Obul ycmemHo BbisiBiieH B JIIP mportoriacTos,
MOJIyYEHHBIX TOCJe arpoMHQMIbTpaluu ImramMMmoMm, HecymuM pVIG-LeB4-DI9E-ER
Bektop (Pucynok 10, I1) (Tropun u coasr., 2017).

[IpoTomnnacTel, MOJy4eHHbIE W3 arpOMH(PUIHTPUPOBAHHBIX JUCTHEB IITAMMOM,
HecyuM pVIG-D9IE Bekrtop, mokazanu curnan ¢uayopecueHiuu ciauroro 6enka DesC-
EGFP B nuromiasme (Pucynok 10, I11) (Tropun u coasrt., 2017).

Takum oOpa3oM, IMOJlyY€HHBbIE pE3yJbTaThl MPOJEMOHCTPUPOBAIM, YTO B
NpOTOIUIACTAX M3 AarpOMH(UIBTPUPOBAHHBIX YYACTKOB PACTEHUH MOXKHO YETKO
JUCKPUMUHUPOBATh JIOKATU3ALMIO CIHUTHIX OCJIKOB B OXKHJAEMBbIX KOMIApPTMEHTAX

(Tropun u coasrt., 2017).

3.4 Ananns KUPHOKMCJIOTHOIO cocraBa CyMMapHbIX JIMIIUAO0B TKaHeH JIUCTheB

Nicotiana benthamiana u Nicotiana excelsior

Ananuz HCUPHOKUCTIONTIHO20 cocmaed CYMMAPHbIX JUNUO0E mKaHell tucmoes N.

benthamiana u N. excelsior mpancopmuposannvix 6eKmopom, Hecyuum e egfp

Crnenyer OTMETUTb, YTO METOJ TPAH3WEHTHON DSKCIPECCHU B PACTCHUSX IS
OllecHKH (YHKIIMOHAJIBHOW aKTUBHOCTHU JlecaTypa3 paHee He ObUT MCIOJIb30BaH. JTOT
METOJI COMPSDKEH XOTh W € HE3HAUUTEIbHBIM, HO IIOPAHCHUEM JINCTHEB TIPHU
arpouHuiIbTparuu. Ha cerogHsmHuii JIeH M3BECTHO, YTO JKCIPECCHs Jecarypas
JKUPHBIX KUCIIOT pacTeHUM, B TOM uucie u A9 necatypasbl, MOXKET aKTUBHUPOBATHCS B
orBer Ha mopanenme (Dar et al.,, 2017; Xue et al., 2018). B cBs3u ¢ stuMm,
MEePBOHAYAJILHO MBI TOIMBITAIUCh BBIICHUTH, MOXET JIM HU3MEHUThCS Tpoduis KK
MOCJIe MPUMEHEHHUS TPOLIEAYPhl arpOUHDMIBTPAIINHU, U TAKUM 00pa30M MOJYYUTh OTBET
O BO3MOKHOCTU MPHUMEHEHUS] METOAAa TPAH3UEHTHON SKCIPECCUU ISl MOCIEayHoUIEn

OLICHKU (PYHKIIMOHATBLHON aKTHBHOCTH JiecaTypa3sl (Berestovoy et al., 2020).
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st aToro nmpoBenu cpaBHuTeNbHBIN aHanu3 JKK cocraBa, a Takke paccuuTaiu
WH, cootrnomrenue KK 18:1 x 18:0 (C10) u KK 16:1 x 16:0 (ITI10O) B KOHTPOJIHBIX,
HeTpaHcopMHUpOBaHHBIX JHUCThAX pacteHuit N. benthamiana u N. excelsior (manee
obo3nauenbl kak HT-pacrenus), a Tak ke B JUCThsax pacteHuit N. benthamiana u N.
excelsior, kK KOTOpPBIM TIpUMEHEHA arpoMH(UILTPAIUS IITAMMOM arpoOaKTEPHIA,
HECYIIUM 3KcrnpeccuoHHbI BekTop PpVIG-E, ¢ KOHCTUTYTMBHOW 3KCIpeccuei
penopreprnoro egfp rema (mamee obo3nauenbl kak T-pactenus) (Berestovoy et al.,
2020).

[Tocne arpoundunbrpanuu y N. benthamiana orMeuyeHo 10cTOBEpHOE CHUKECHUE
tosbko JKK 18:1 u 16:3, a takke C/1O (Tabnuna 2). B otHomenun kommno3suiyu JKK B
JUCTBSIX KOHTPOJBHBIX M arponH(HILTPUPOBaHHBIX pacTeHuit N. excelsior, namu
OTMEUEHO JocToBepHOE cHIkeHue conaepxkanua KK 18:1, 16:3 u CHO, Tak u
cratuctidecku 3Haunmoe yBenuuenue XKK 16:1 (Taonuma 3) (Berestovoy et al., 2020).

B nenom momydeHHbIE pe3yibTaThl JEMOHCTPUPYIOT, UYTO arpouHQUIbTpaIus,
KaK MOTEHIMAILHO BO3MOXKHBIA CTpeCcCOBbIN (akTop (IMOpaHEeHHE), MO-BUIUMOMY, HE
BBI3BIBACT 3aMETHYIO aKTHUBAIIMIO SKCIPECCUH PACTUTENBHBIX JecaTypas, BKIrodas U A9
Jecarypasy, mockojbkKy npodunn auHoneBoi (18:2), nunoneHoBo# kucmotel (18:3), u
3HaueHuss MH ocraianch HEM3MEHHBIMH, a COJICp)KaHUE OJIeMHOBOW KuciaoTel (18:1) u
CO nocToBepHO CHM3WIHCH IpH arpouHpuisTpanuu, kak N. benthamiana, tak u N.
excelsior (Taomuua 2, 3) (Berestovoy et al., 2020).

Taxum 00pa3om, MOTy4YECHHBIE JaHHBIC, B IIEJIOM, TIO3BOJISIOT MPEANOIOKHUTD, YTO
TpPaH3UEHTHAS KCIPECCHs T€HOB B PACTCHHH 3a CYET arpoMHQUIbTPAIMU MOAXOJUT
JUISL OIICHKM (PYHKIIMOHAJIBHOW aKTUBHOCTH A9 necaTypa3 u arpouH(UIbTparus
mTaMMOM, HecyluM BeKTOp pVIG-E ¢ KOHCTUTYTMBHOW 3KCHpecCUer penopTEPHOIO
egfp rema, mMoxer OBITh TPHUMEHEHAa KaKk OOOCHOBAHHBIA W HAJCKHBIH KOHTPOJIb
(Berestovoy et al., 2020).

JIOTIOTHUTENBHO, OCHOBBIBasICh Ha TosiydeHHbIX JaHHbIX KK npoduns y HT-
pacrenuit N. benthamiana u N. excelsior, cpaBaunu cootHorrenus KK 18 k KK 16
(C18/C16) y »Tux nByX BHAOB Ta0aka, M BBIICHWIHM, YTO 3TO COOTHOIIEHUE

sHauMTeNnbHO oTanyaercd. Tak, mist N. benthamiana C18/C16 cocrasuno 2.4:1, a musa N.
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excelsior - 1:1. ITomumo 3toro, ormMeueHsl u paznmuuus B UH u I1J10, xotopsie y N.
benthamiana moctoBepro Beimie mo cpaBHeHnuto ¢ N. excelsior (Tadmuna 4). Takum
oOpa3om, aBa Buaa Tabaka, BRHIODAHHBIX HAMU B Ka4eCTBE MOJICILHBIX PACTEHUH ISt
OLICHKH (PYHKIIMOHAIBHON aKTUBHOCTH TETEPOJIOTHYHOW JecaTypasbl, B OTHOIICHUHU
XK cocraBa MoryT OBITH OTHECEHBI K pa3HbiM TUTIaM pactenuid: C18 — N. benthamiana

u C16 - N. excelsior (Berestovoy et al., 2020).



Tabauma 2. XK cocraB muctheB HeTpanchopmupoBanubix (HT) m tpanchopmupoBannbix (T) pacrenuii N. benthamiana.

3HaveHue + cranaapTHas ommoOka 6 skcriepumenToB (Berestovoy et al., 2020).

N. 16:0 | 16:1 | 16:3 | 18:0 | 18:1 | 18:2 18:3 UH | CAO | 110

benthamiana

HT 20.15 | 2.75+ [4.30+|3.73+ | 2.60+ | 8.74+ |49.36+ | 1.94+ |0.40+|0.12+
+0.82 |0.31 |0.18*|0.28 0.10* | 0.38 |1.70 0.08 0.06* | 0.01

T 22.16 |2.40+ |3.27+|3.15+ | 0.79+ | 742+ |52.74+ |1.94+ |0.22+ | 0.10+
+1.74 {035 [0.68 |0.25 |0.17 [0.25 |154 0.03 0.01 |0.01

* nocroBepHbie oTinuus (P<0.05) B 3HAYEHUSX 110 CPABHEHUIO C JUCTHSIMU IKCIPECCUPYIOIIUMHU
eGFP Genok

Tabmuma 3. )KK cocras nmuctbeB HeTpanchopmupoBanubix (HT) u tpanchopmupoBannbix (T) pactenuit N. excelsior. 3nauenue +

cTaHaapTHas ommoOka 6 sxcriepumenToB (Berestovoy et al., 2020).
N. excelsior | 16:0 | 16:1 | 16:3 | 18:0 | 18:1 | 18:2 | 18:3 HUH | C10 | 110

HT 39.56 |1.85+ [4.89+ |9.05+ |5.08+ |12.7+ |23.38+ |1.18+ |0.34+ | 0.04=+
+0.93 | 0.42* |0.21* |0.24 |0.86* [042 |11 0.06 |0.04* |0.02
T 38.73 |3.54+ |3.84+ | 10.2+ |1.40+ |14.4+ |23.61+x |1.19+ |0.12+ | 0.08+

+1.53 | 0.49 0.17 |0.57 0.20 0.57 ]0.88 0.05 0.02 |0.02
* nocroBepubie oTiHuns (P<0.05) B 3HAYCHUAX 10 CPABHECHUIO C JIUCTHIMHU SKCIIPECCUPYIOIIHMHU
eGFP 6enok




Tabmuua 4. KK cocraB snmcteeB HerpanchopmupoBanubix (HT) pacrenuit N. benthamiana u N. excelsior. 3naueHue

cranpapTHas ombka (Berestovoy et al., 2020).
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16:0 16:1 | 16:3 | 18:0 | 18:1 | 18:2 18:3 HH | C10 | 11O
N. 20.15+ | 2.75+ | 4.30+ | 3.73+ | 2.60+ | 8.74+ | 49.36+ | 1.94+ |0.40+ |0.12+
benthamiana | 0.82 0.31 [0.18 [0.28 0.10 | 0.38 |1.70 0.08 0.06 0.01
N.eexcelsior |39.56+ |1.85+ |4.89+|9.05+ |5.08+ | 12.7+ | 23.38+ | 1.18+ | 0.34+ | 0.04=+
0.93 042 (021 (024 (086 |042 |11 0.06 0.04 0.02

—+



Ananus dHcupHOKUCIOMHO20 COCMABA CYMMAPHBIX TUNUdoe mraneu aucmoes Nicotiana
benthamiana u N. excelsior sxcnpeccupyrowux een desC 6 paznuunvix komnapmmenmax

Kllemku

Jlnis OlleHKH (PYHKIIMOHATBHON aKTUBHOCTU TeTepojiorTMyHOM A9 necaTypassl B
3aBUCUMOCTH OT €€ JIOKQJIU3allid B PACTUTENbHOW KIIETKE OBbUIM MCIOJIb30BAHbI
HITaMMbl arpo0akTepuii, HECYIIMX BTOPYIO CEpPUI0 BEKTOPOB, B KOTOPBIX TI'€H
reTepoJiorndHol A9 necatypasbl HE UMEET CUTHAIBHOU mnocienoBateabHocTu (pVIG-
D9, Pucynok 7A), win CIUTBIA ¢ CUTHAJIBHBIMU MocienoBaTeabHoCTsIME (pVIG-Lch-
D9 - Pucynok 7b, m pVIG-D9-ER — Pucynokx 7B), mis Toro, 4roObl 0OecreunTh
JOKAIIM3alMI0 [IETIEBOTO OelKa B Pa3HBIX CYOKJIETOYHBIX KOMIIAPTMEHTAX PaCTEHHM
(xmoporutact u JIIP). DkcnepuMeHT ObUT MPOBENEH Ha JIBYX BHIAX MOJEIBHBIX
pacrenuii Tabaka N. benthamiana u N. excelsior. B sTux skcnepuMeHTax B KauecTBe
KOHTPOJISI HCIIOJIb30BAIM  arpOMH(DUIBTPAIIMI0O MOJIETBHBIX PACTEHUH IMITAMMOM,
HecymmuM BekTop pVIG-E (koHCTHTYTHMBHAs sKcmpeccus pernoprepHoro egfp rena)
(Berestovoy et al., 2020).

OYHKIIMOHAIBHYIO AaKTUBHOCTh J€CaTypas3bl HCCIEAOBAIA IyTEM CpaBHEHUS
npoduneit xupHbeix kucior. CpaBuurtenbhbiii ananu3 XK cocrasa, CJ1O, I1J10 u 1H,
MoKasaJ I0CTOBepHOe yBenuueHue coaepxanue Toiabko KK 18:2 u 18:3, a takke IH B
JHMCThAX arpouHmIsTpupoBanHbix pactenuid N. benthamiana um N. excelsior mo
cpaBHeHUt0 ¢ KoHTpoJsieM. IIpu stom yBenmuenne XK 18:3 m MH nHe 3aBuceno or
nokanu3anmu A9 ngecarypasdbl B KOMIAPTMEHTaX pPACTUTENBbHOM KIETKH, TOTJa Kak
yBenmuenne KK 18:2 xapakrepHO TONBKO npu Jiokanm3auuu A9 necarypassl B
xnopomnactax U JOIIP, Ho He B muromiasme. I[lomumo 3toro, comepxkanue KK 16:1
0CTaJIOCh 0€3 M3MEHEHH Y BCeX BapHaHTOB arponHuibTpupoBanHsix N. benthamiana
n N. excelsior, B ommune or KK 16:0 u XKK 16:3. Tak, mia KK 16:0 ormeueno
JIOCTOBEPHOE CHIDKEHHE Y BCEX BAapHMAHTOB PACTCHUM, 3a MCKIIOUECHHEM BapuaHTa C
xJoporiacTHo# Jokanusarert st N. benthamiana, Ho mpu sToM ciexyer ocobo
OTMETUTh, 4YTO Bce BapuaHThl N. excelsior xapakTepus3yloTcs 3HAYUTEIbHBIM
cumxennem coxaepxkanust KK 16:0 (B cpennem B 10 pa3). Conmepxanue KK 16:3

JIOCTOBEPHO YBEJIMUEHO y BCeX arpouH(MIbTprpoBaHHbIX BapuanToB N. benthamiana,
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HOo He N. excelsior, misi KOTOpPOro JOCTOBEPHOE YBEIUYEHUE OTMEYEHO TOJIBKO MpPH
Jokanmm3zanmuu A9 necatypa3sl B IMTOIDIa3Me M XJjoporviactax, Ho He B OIIP.
Cpauutenpubiii ananu3 KK 18:0 u KK 18:1 y Bcex arpouH(puabTpupOBaHHBIX
BapuantoB N. benthamiana u N. excelsior mo3BojnI BEIIBUTh HEKOTOPHIE 0COOCHHOCTH
stux mnokazarenei. Tak, kommuectBo KK 18:0 mocTtoBepHO yBEIMYEHO Yy BCeEX
arponHmIsTpupoBanHbIX BapuanToB N. benthamiana u N. excelsior, 3a uckirodenuem
Bapuanta N. benthamiana c¢ nokanuzanueit rereposiornynoit A9 nmecatypasbl B
muroruiazme. OmHako, Bce BapuaHThl N. excelsior xapakrepu3yrorcs CymeCTBEHHBIM
yBennuenreM konmuectBa KK 18:0 (6onee uem B 3 paza). Conepxkanne KK 18:1 umeer
NPOTUBOIOJIOXHBIC  TCHACHIIMM Y  arpoMHPWIbTpUpOoBaHHBIX  BapuaHToB  N.
benthamiana u N. excelsior: eciu a1 BceX BapraHTOB JIOKATH3AIMH T€TEPOTOTHYHON
A9 necarypasel y N. benthamiana ormedeno noctoseproe yBennuenue KK 18:1, To y
N. excelsior — moctoBepubix m3menenuii KK 18:1 we BwiaBieno (Berestovoy et al.,
2020).

[Tpu cpaaenuu I110 u CJO Taxke OTMEYEHBI MPOTHUBOMOIOKHbBIE TEHICHIINU
st arpouHuIbTprpoBaHHbIX BapuanToB N. benthamiana u N. excelsior. Tak mist Bcex
BApPUAHTOB JIOKAJIM3AIMM TETEpOJIOTMYHON A9 necartypaspl, 3a HUCKIIOUYEHHEM
nokanu3aruu B DIIP, y N. benthamiana ormeueno nocroseproe yBenmuenue CHO, u
TOJBKO JJIs1 BapuaHTa ¢ jokanuzauuen B JIIP — nocroBepnoe yBemmnuenue 11/10. s
N. excelsior — CJIO cumxkaercs, B ormiamune oT I1JI0, KoTOpoe IEMOHCTpHUPYET
cyliecTBeHHOe yBeiaudeHnue (B cpeanem B 10 pa3) (Taomuua 5, 6) (Berestovoy et al.,
2020).

Takum 00pa3oM, OTH pe3yibTaThl JAEMOHCTPHPYIOT, YTO TepMOQUIbHAS
nanoOakTepranbHas A9 necarypasa, TpaH3UECHTHO SKCIIPECCUPOBAaHHAS B BYX BHJAX
TabaKa, BBI3BIBACT 3HAYUTEIIBHBIC M3MCHCHHS B JIMIUIHOM METa0OJIM3ME JINCTHECB B
CTOPOHY YBEJIMYCHHS HEHACHIIICHHOCTH J>KUPHBIX KHUCIOT M e¢ (DyHKIMOHAIbHAS
AKTUBHOCTh MOXET 3aBHCETh KaK OT MCIIOJb30BAaHHOTO BUIa MOJICIBHOTO pacTeHus - N.
benthamiana u N. excelsior, tak u ot nokamuzamuu DesC B pacTUTEIbHON KIIETKE

(Berestovoy et al., 2020).



Tabmuuer 5. KK cocraB tpancdopmupoBanubix smctheB N. benthamiana wa 7 cytkm mocne tpanchopmaruu. 3HAYCHUS

cTaHaapTHas ombka o 6 sxcnepumMentam (Berestovoy et al., 2020).

N. 16:0 16:1 16:3 | 18:0 | 18:1 | 18:2 18:3 NH Cca0 | 1mao
benthamian
d
pVIG-E 22.16+ | 240+ |3.27+ |3.15+ | 0.7+ | 7.4+ 5274+ | 194+ |0.22+ |0.10+
1.74 0.35 |0.68 025 ]0.17 |0.25 1.54 0.03 |0.01 0.01
[Mutomnasma | 18.36+ | 2.37+ |5.79+ |3.19¢ |19+ |7.7+ 57.00+ |2.05+ |0.35+ |0.12+
0.9* 040 |0.65* |0.81 |0.28* |0.23 1.12* 10.03* |0.05* |0.01
Xnaopomnact | 20.87+ | 2.28+ |5.35+ |3.84+ | 144+ | 8.0+ 5739+ |2.02+ |0.27+ |0.11+
BI 0.86 056 [0.94* |0.17* | 0.21* |0.13* |1.43* |0.02* |0.02* |0.02
OITP 18.5+ |2.60+ |5.87+ |4.01+ |1.24+ |8.56+0.|56.10+ |2.06+ |0.22+ |0.13+
1.26* 057 |0.55* |0.25* | 0.12* | 31* 1.16* |0.04* |0.04 0.01*
* nocroBepHbie oTiung (P<0.05) B 3HAYEHUSIX 110 CPABHEHUIO C JIUCTHSIMU, TPAaHCHOPMUPOBAHHBIMHU
BekTopoM PVIG-E u sxciipeccupyrommmu eGFP 6enok

+
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Tabmuuer 6. KK cocraB tpancdopmupoBanubix juctheB N. excelsior ma 7 cyrkm mocie TpaHchopMmanuu. 3HAYeHUsS T

cTaHaapTHas ombka o 6 sxcnepumMentam (Berestovoy et al., 2020).

N. 16:0 16:1 |16:3 18:0 18:1 18:2 18:3 NH Ca0 | mao

excelsior
pVIG-E 38.73+ [ 3.54+ |3.84+ |10.2+ |1.40+ 144+ | 23.61+ | 1.19+ |0.12+ |0.08+
1.5 0.49 0.17 0.57 0.20 0.57 0.88 0.05 0.02 0.02

[Murorurasm | 0.40+ | 3.48+ |4.35+ |34.6+ |1.19+ 14.14+ | 29.80+ | 1.40+ | 0.03+ |0.90+

a 0.18* 041 0.12* [1.32* ]0.18 0.63 0.87* |0.04* |0.02* |0.03*
Xnoporutac | 0.29+ | 3.67+ |[4.70+= | 37.2+ |1.19+ 16.3+ |29.28+ | 133+ |0.03+ |0.92+
TBI 0.05* 10.80 0.27* [1.33* ]0.28 0.55* |190* |0.04* |0.01* |0.05*
OIIP 038+ |4.39+ |3.28+ |42.7+ |1.52+ 16.6+ |27.23+ | 137+ |0.03+ |0.92+

0.07* |1.66 0.66 3.84* |0.66 0.70* |0.81* |0.06* |0.01* |0.02*
* nocroBepHbie oTiuug (P<0.05) B 3HAYCHUSX 110 CPABHEHUIO C JIUCTHSIMU, TPAaHCHOPMUPOBAHHBIMHU
BekTopoM PVIG-E u sxciipeccupyromumu eGFP 6enok




MWHUMYM MaKkCUMym

16:0 16:1 16:3 18:0 181 18:2 18:3 |[16:0 16:1 16:3 18:0 18:1 18:2 18:3

B @ . : 1.0 @113.4 338.0

N. benthamiana N. exelsior

Pucynox 11. TemuoBas kapta wusMmeHeHuil coxaepxanus KK B nucTeax
tpanchopmupoBanHbix pactenuii N. benthamiana u N. excelsior B mporeHTax oT
koHTposs (PVIG-E) mpunstoro 3a 100%, wa 7 neHp mocne TpaHcpopMaiuu Mpu
nokanuzanuu A9 pgecatypasbl B 1nuroriasme (A), xioporactax (b), u OIIP (B)

(Berestovoy et al., 2020).

3.5 OnpenesieHne oNTUMAJIbHON BHYTPUKJIETOYHOI JoKkaau3anmuu A9 necarypaspl

[lo Hamemy MHEHHMIO, HauboJiee HArISAHBIM MMAPAMETPOM OLIEHKH BEIWYMHBI
aKTUBHOCTU TreTeposiornyHor A9 necarypaspl, B TOM WM HHOM KOMIApPTMEHTE
pacTUTENHHOM KJIETKU, SIBJISETCS 3HAYCHHE OTHOIIEHUS MPOAYKT/CyOCTpaT peakiuu
necatypauud. J[aHHBIA mapamMeTp HEMOCPEICTBEHHO OTPA’KaeT BEIMYHMHY aKTUBHOCTHU
A9 necarypasbl, mockoiabky A9 nmecarypasza crnernupuyHa B OTHOIICHUH CTEAPUHOBOMN
KHUCIIOTHI (BBOJIUT JBOMHYIO CBA3h MexAy 9 u 10 aromMom yriepoja B allUIbLHOM IenH
KUPHOU KHCIOThI). CpaBHEHHUE OTHOIICHUS MPOAYKT/CyOCTpaT MoOKazanao, dYTO
HauOOJIbIIass aKTUBHOCTh reTeposoruunoi A9 necarypassr 'y N. benthamiana
HaOmogaeTcs B xyoporutactax (p<0.01) (Pucynok 11), a 'y N. excelsior B DITP (p<0.05)
(Pucynox 12) (Berestovoy et al., 2020).
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Pucynok 11. OtHomieHue mHpoayKT/cyOCTpar B TpaHCHOPMUPOBAHHBIX JUCTBAX N.

benthamiana. A - «koutposms (PVIG-E, oskcnpeccus eGFP ©Oenka). b —
HUATOIUIa3MaTHyecKas Jiokanuszanus A9 nmecatypasel. B — xyoponiactHas JoKaIM3anus
A9 necarypaszbl. I — nokamm3zanuss A9 necarypasel B OIIP. 3nauenne + cranmaptHas
omunbka Mo 6 SKCIepUMEHTaM. * — JIOCTOBEpPHOE OTJIMYME 3HAYCHHUS OT KOHTPOJIS
(pVIG-E, skcnpeccus eGFP 6enka), p<0.01 (t-kpurepmii Cteronenra) (Berestovoy et
al., 2020).
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Pucynok 12. OtHoiieHHe MpOIyKT/cyOcTpar B TpaHCHOPMUPOBAHHBIX JUCTBIX N.
excelsior. A — xontpoisb (PVIG-E, skcnipeccust eGFP 6enka). b — nuroriazmaTiaeckas
nokanu3anusa A9 necatypasbl. B — xnopormnacthas nokanuzamus A9 necarypassl. [T —
nokanu3anusa A9 necatypassl B OIIP. 3nauenwe + cranmaptHas ommubOka 1o 6
SKCIIEpUMEHTaM. *, ** — nocToBepHOE OTIMUMEe 3HaueHuss oT KoHTpoias (PVIG-E,
skcnpeccus €GFP 6enka), p<0.01 u p<0.05 coorBercTBeHHO (t-KpuTepHii CThIOEHTA)

(Berestovoy et al., 2020).
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I'maea 4. OBCYKJIEHUE PE3YJBTATOB UCCJIEJOBAHUSA

B nacrosBuieit pabotre Obuia Mpou3BEACHA MOMBITKA OTBETUTh HA CIEAYIOLINE
BOIPOCHI:

® MOXHO JM B MPUHIUIE MPUMEHUTH TOIXOJ TPAH3UEHTHOM SKCIPECCHH
TCHOB B MOJICNIbHBIX PACTEHUSAX Tabaka g W3y4YeHHs (PYHKIIMOHATbHON
aKTUBHOCTHU JiecaTypas, Ha MpuMepe reTeposiornuHoil A9 necatypassi;

e ecTh JU mpedepeHInd Yy OJHOTO M3 BBIOPAHHBIX KOMIApPTMEHTOB
pacTUTENbHOW  KJIeTKM (uurorgiazma, xjoporiact u OIIP)  mns
(GYHKIIMOHUPOBAHUS TeTeposIoTuUHOM A9 necatypassi;

e 3aBUCUT JiM (YHKUMOHAJIbHAs AaKTUBHOCTh TeETEpOJIOTMUHOM A9
Jecarypasbl OT HCIOJB30BAaHHOTO BHAa MojAenbHOro pacteHus - N.
benthamiana u N. excelsior.

[{uanoOakrepuanbHas A9 necatypasa S. vulcanus Obuta BeIOpaHa ¢ OMOpOW Ha
paHee TIONyYeHHBIC TPEJCKa3aHusd M OKCIIEPUMEHTaJbHbIe [aHHBIC. V3BecTHO O
romoJiornn auui-KoA necarypas (ADS) pacrenuit u A9 anun-IMnuaHbIX Jecarypas
mmaHoOakrepuii (Bryant et al., 2016; Chen, Thelen, 2016; Smith et al., 2016; Los et al.,
2013). TepmodunabHass A9 anuiI-IMnUaHAsS —Jecarypasa IMPd  KOHCTUTYTHBHOU
9KCIPECCHH B TPAHCTCHHBIX pacTeHusix Tabaka (Nicotiana tabacum) u ¢ nokanuzanueit
B ruroriasme (Orlova et al., 2003) wim xmoporutactax (I'epacumenko u coaBT., 2015)
s dexTuBHO TpeBpaiaet creapuHoByro Kucioty (18:0) B onennoByto kucioty (18:1) u
BBI3bIBACT 3HAYUTENbHBIE W3MEHEHUS B JHUMHAaX MEMOpaH JIMCThEB B CTOPOHY
YBEIMYCHUSI HEHACBIIIICHHOCTH JXKUPHBIX Kuciot (I'epacumenko u coast., 2015; Orlova
et al., 2003). M Hnakonemn, TepmoduabHas A9 anuiI-IMNUIHAS JecaTypa3a MOXKET
pacrno3HaBaTh U JiecaTypHpOBaTh Ba cyOcTpaTa - JTUMHA-CBSI3aHHBIC KUPHBIE KHUCIOTHI
16:0 u 18:0 (Kiseleva et al., 2000), nposiBisist npeanourenue kK creapuroBoit KK (18:0)
Y HE3HAYUTENbHYIO crielu(duuHOCTh B oTHOLEHUU naibMUTHHOBOM KK (16:0) (1% no

cpaBaenuto ¢ JKK 18:0) npu skcnpeccun B N. tabacum (I'epacumenko u coast., 2015;

Orlova et al., 2003).
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Jnst  u3ydeHus: (U3MOJOTMYECKONM POJM TEHOB, a TakXke [  OICHKHU
(GyHKIHMOHATIBLHOM aKTUBHOCTH MPOAYKTOB I[EJEBBIX T€HOB MCCIIEOBATENH UCTIOIb3YIOT
pa3zHoOOpa3Hble TEHHO-WH)KEHEPHBIE TMOAXOJbI, BKJIIOYas CO3[aHUE TPaHCTECHHBIX
PAaCTEHMI C SKCIPECCHUEN 1ENEBBIX T€HOB U BBIKIIOUECHHE SKCIIPECCUH LIEJIEBBIX TEHOB 3a
cuer npumenenuss TexHonorun PHK-untepdepenmmu. CnemyeT OTMETUTb, YTO
CUCTEMBI CTAaOMJILHON TpaHChOpMAIMK MJII MHOTHX PACTCHHH JOCTATOYHO CJIOYKHO
pa3paborarb, a CTpaTerMM Ha OCHOBE SKTOINWYECKOM HKCIPECCHUU, HECMOTpsl Ha HX
NPUMEHUMOCTbD, JaXKe B MOJEIBbHBIX pacteHusx A. thaliana, TpeOyroT 3HaUUTENHHBIX
BPEMEHHBIX M MaTepHAbHBIX 3aTpaT. YUHUTHIBas, 4TO JUIs psija BUIOB Tabaka, W, B
gactHocTH, Js N. benthamiana u N. excelsior, pa3paboranbl BbICOKO3(EKTHBHBIC
CHCTEMBI TpaH3MeHTHOU 3kcnpeccun (Gerasymenko et al., 2019), B HacTosiee BpeMs
GyHKIMM MHOTHUX OCJNKOB, B TOM YHCIE€ U B PACTCHUSAX, WACHTU(PUIUPOBAHBI U
MPOSICHEHBI HA OCHOBE JAHHBIX O TPAH3UEHTHOM SKCIPECCUU LIEJIEBBIX T€HOB B ATHUX
pactenusx Tabaka (Anwar et al., 2018; Ji et al., 2018; Li et al., 2019; Sheludko et al.,
2018; Thodberg et al., 2018).

PacTtennss mMeroT MHOro Jecarypa3 >KUPHBIX KHCIOT, KOTOPBIE OTBEYAIOT 34
cunte3 Oompiieit yactu [THXKK. Mx BaxkHas poib il U3MEHEHUSI COCTABOB KUPHBIX
KHUCJIOT B CEMEHAX MACIUYHBIX KYJIbTYp, @ TAKXKE B )KU3HENESITEIHLHOCTH PACTCHUN MpHU
JNEeUCTBUU OMOTUYECKUX U aOMOTUYECKUX CTPECCOB MOATBEPIKIEHA dKCIEPUMEHTAIBHO
(Craig et al., 2008; Los et al., 2013; Orlova et al., 2003; Shi et al., 2018; Smith et al.,
2013; Zhang et al., 2014).

OnHako MHOTHE TPEICTABUTENH JTOro Kiacca (EPMEHTOB OCTaIOTCs, He
OXapaKTEepPU30BaHbl C TOYKHU 3PEHUS MX (PYHKIMOHAIHHOW aKTUBHOCTH, CyOCTpaTHOM
CcrenuPUIHOCTH, U UX (PU3MOJOTHUUECKON PpOJIM B PACTUTEIBHBIX KJETKaX. ITO
3a4acTyl0  OOYCIIOBJIEHO  TPYJAOEMKOCThIO TE€HHO-WHXEHEPHBIX  MOAXOJAOB U
JUTUTEILHOCTBIO MPOBOJMMBIX MaHUIYJSIIIUNA, KaK MPaBUIIO, UCTOJb3YEMbIX B TaKUX
HCCIICIOBAHUSX. B CBSI3M C BBIIEU3JI0KEHHBIM, BO3HUKAET BOMPOC MOKHO JIM OLCHUTH
(GYHKIIMOHATBPHYIO aKTUBHOCTh TETEPOJOTHYHOM JecaTrypasbl, HCIHOJb3ys METOJ
TPAH3UEHTHOM JKCIIPECCUU T'€HOB B PACTEHUAX, KAK HAJIC)KHBIA U MPOCTON MOAXOM IJIS

n3ydeHus: QYHKIIMHA TEHHBIX MTPOTyKTOB?
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Coxpanenue, B 1enom, npoduis XKK B nuctesax pacrenuit N. benthamiana u N.
excelsior npu ux tpancopmaiuu BektopoM VIG-E 1m0 cpaBHEHHIO ¢ pacTCHHIMHM
nukoro tuna (Tabmmma 2 u 3), mo3BOJIMIIO clieslaTh 000CHOBAHHOE 3aKIIOYEHHUE O TOM,
YTO METOJI TPAaH3UEHTHOMN PKCIIPECCUU I'€HOB B PACTCHUSIX MOXKET ObITh MPUMEHEH ISt
OLICHKM aKTUBHOCTU TereposiornuHoi A9 necarypasbl. [lpu 3TOM arpoumHuiasTparus
mraMMoM, HecyuM BekTop PVIG-E, onpenenena kak KOPPEeKTHBIA KOHTPOIb JIJIS 3TUX
HUCCIIEeI0OBaHUMH.

Kak ormedeno Bbeime, A9 anun-nmunuaHas AecaTypasa MOKET KaTalUu3UpOBATH
necarypaiuio 1Byx cyoctparos - KK 16:0 u 18:0 (Kiseleva et al., 2000). Pe3ynbTaTh!
cpaBuuTenbHOro ananusa JKK npoduns y pacrenuit aukoro tuna N. benthamiana u N.
excelsior, mamu BO3MOXHOCTh OTHECTH STH MOJCIbHBIC PACTEHUS K JBYM pa3HBIM
tuniam B oTHomreHud JKK kommosurmm, a wummenHo, N. benthamiana smnsercs
npeacrasutesieM C18 tuma, a N. excelsior - C16 (Ta6muma 4). B cBsi3u ¢ 3THM, MOYKHO
OKHMJIaTh, YTO B 3THX ABYX MOJEIBHBIX pacTeHHsX rereposiornyHas A9 necartypasa
OyzeT UMETh pa3Hoe MPEANOYTCHUE K 0HOMY U3 cyocTpaTos, KK 16:0 - y N. excelsior
u XKK 18:0 — y N. benthamiana.

Jyist Toro 4ToObl BBISICHUTH NPUMEHUMOCTh TPAH3UEHTHOW OKCIPECCUU B
MOJICJIBHBIX PACTEHHUSIX Tabaka I U3ydyeHUs (PYHKIMOHAIBHOW AKTUBHOCTH W/WIIU
cyoctpatHoit  cnenuduyHOCTH  reTepojormuHo A9 gecaTypasbl, pOBEICH
CpaBHUTENbHBIA aHanu3 komno3uimu KK y pactenuit arpomHUIBTPUPOBAHHBIX
mraMMamu, HecymuMHu BekTop pVIG-E um BekropamMu, HECYIIMMM LEJIEBOW TI'€H
nmanobakTepuanbHon A9 necarypassl (nanee, Oyayt o0o3HaueHbl kKak DesC pactenusi)
(Tabmuna 2 u 3). Hamu otMeueHsl pa3ubie 3G (PEeKThl y IBYX MOJAEIBHBIX BUJIOB Tabaka
oka3biBaeMbIe Ha coctaB u conaepxkanue JKK. Tak, netaibHbI CpaBHUTEIBHBIN aHAIN3
coctaBa xupHbIX kuciaoT y N. benthamiana mokaszan cienyroriee: ypoBeHb OHON U3
OCHOBHBIX HACBIIMIEHHBIX KUCIOT - 16:0 cHu3mics, a apyrou - 18:0 — yBenuuuics. [pu
9TOM KoJimuecTBO MoHOHeHachIIeHHoi JKK 16:1 e m3mMenmnoch, a koanmdecTtBo 18:1
noctoBepHo yBenmumiioch (Tabmuma 5, Pucynok 11). Ilommmo storo, y pacteHuit
TPaH3UEHTHO 3KcIpeccupyromux A9 ngecarypady OTMEUEHO 3HAUMTENILHOE YBEJIMUEHUE

U OCHOBHBIX TPHUEHOBBIX KHUPHBIX KuciaoT - 16:3 u 18:3, a Ttakke wuHAEKCA
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HeHacoimennoctu (MH) (Ta6bnuna 5, Pucynok 11). CiaegoBarensHo, BeCbMa BEPOSITHO,
YTO TpaH3WEHTHAs DKCIpecCHs rereposiorndyHol A9 necatypasel IpuBena K
HAaKOIUICHWIO  KOHEYHBIX  MPOAYKTOB  BCJIEACTBUME  OONBIIEH  JOCTYIHOCTU
MPOMEKYTOUHBIX MPOJYKTOB W/WIM TPSMOW aKTUBAIMK (PEPMEHTOB, KOTOpHIC
BBIIIOJIHAIOT MOCIEAYIOIIUE CTaguu Jecarypalud. OTO SBJICHHE OTMEYEHO U B
TPAHCTEHHBIX PACTCHH, CTAaOMIBHO OKCIPECCHPYIOMIUX reTeposornynsie A9
necarypasbl, B ToMm uuciie u u3 S. Vulcanus (I'epacumenko u coaBt., 2015; Bryant et al.,
2016; Craig et al., 2008; Dar et al., 2017; Los et al., 2013; Zhao et al., 2015).

[Tpu cpaBuenun npoduis KK y N. excelsior mokazaHo, 4To mpu TpaH3MEHTHOMN
AKCIpPECCUU TeTepojorndyHor A9 gecaTypa3bl HU3MEHSIOTCS YPOBHM OCHOBHBIX
HaCBICHHBIX KucaoT (rmo cpaBHeHmio ¢ N. benthamiana) (Pucynok 11). Tak,
kommuectBo KK 16:0 m 18:0 pgpamaTuueckoe CHUXKAeTCsl W YBEJIMYHMBAETCH,
COOTBETCTBEHHO, HO MPH 3TOM JOCTOBEPHO YBEJIMYMUBAECTCS TOJBKO KOJUYECTBO
MoHoHeHacbineHHon KK 16:1, a konuuectBo 18:1, B 11e710M, COXpaHsSeTCs HA YPOBHE
koHTpoJisi (Tabmuia 6, Pucynok 11). [Tomumo 3TOr0, NMpu 3KCIPECCHH T€TEPOIOTHUHON
A9 necarypasbl y N. excelsior Taxke 3HaYUTEIHHO U3MEHIIIOCH cooTHomeHne C18/C16
(1.3 — mna HT-pacrenuit u pVIG-E pactennii u 10:1 — ams DesC pactenuit).
VBenuuenne cootHomeHuss C18/C16, a takxke yBeaudyeHHE aOCOJIIOTHBIX KOJUYECTB
xupHbIX kuciaor C18, ¢ coorBercTBeHHbIM cHMWkeHHeM KK C16, B mucteax DesC
pacTeHul MOTEHIUAIBFHO MOXET ObITh BBI3BAHO MOBBINIEHHOW aKTUBHOCTBIO CHHTA3bI
KUpHbIX Kkuciaot II, koTopasi, BEpoOsITHO, MPOUCXOJUT MO MPUUYMHE YBEITUUYCHUS
noTpeOJIeHUs] CTEapUHOBOM KHCJIOTBHI 3a CYET BBICOKOW akcmpeccun A9 necarypassl
(Orlova et al., 2003). DToT MexaHM3M KJIETOYHOW PETYJAIUH, 1O BCEH BUIAMMOCTH,
HEOOXOAMM i TOJJIep)KaHUs OOIIero YpPOBHS HEHACHIIIEHHOCTH, C IIEJIbIO
COXpaHEHUS ONTUMAJIBHONW TEKydecTH MeMOpaH TIpU HOPMAIBHBIX  YCIOBHSIX
xu3HenesaTenpHoct pacrteHuid (Los et al., 2013). OtMeTrm, 4TO coaepKaHHUE IPYTUX
POICTBEHHBIX HEHACHIIICHHBIX )KUPHBIX KUCIIOT, B TOM uucie 16:3 u 18:3, a takxke MH,
IpU DKCIPECcCHH rereposoruuHoi A9 necarypassl B aucThbix N. excelsior mo Hexotopoi
crenenn yBeandminch (Tadmuua 6, Pucynok 11). OTu pe3yabTaThl CBUIETEIBCTBYIOT O

TOM, 4YTO TICTCPOJIOrHMYHAA A9 JAccarypasa, OTBCHad 3a CHHTC3 OJICMHOBON U
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NaJIbMUTOJICMHOBON KHCIIOT, B 3HAYUTEIBHOM CTENEHH CIIOCOOCTBYET U HAKOIICHUIO
[THXK.

[TomydyeHHBIE naHHBIE TaKXKe MPOJEMOHCTpPUpoBaiu, uTto A9 necarypasza S.
vulcanus mnpu TpaH3MEHTHOW OSKCIPECCMM B PACTCHUAX, B IEJIOM, MPOSBISCT
cyoctparnyro cienuduanocts 1 k JKK 16:0, u x 18:0, kak y N. benthamiana, tak n y N.
excelsior (Tabymma 5 u 6, Pucynok 11), X0Ts, kKak ObUTO MPOJIEMOHCTPUPOBAHO paHEe,
IpY CTaOMIIBHOM SKCITPECCHH 3Ta JKE JiecaTypas3a B TpaHCTeHHBIX pacTeHusx N. tabacum
nposiBisier npeanourenue k KK 18:0 (I'epacumenko u coast., 2015; Orlova et al.,
2003).

Takum 00pa3oM, COBOKYNHOCTb IIOJIYYEHHBIX pE3yJlbTaTOB IO3BOJSET C
YBEPEHHOCTBIO YTBEpKIaTh, UYTO (PYHKIMOHAIbHAS AaKTHBHOCTh U CyOCTpaTHas
CHEM(PUUHOCTh TeTepoJOoruuHbIX A9 necarypa3 MoxeT ObITh TPOSICHEHA C
MCTIOJIb30BaHUEM TPAH3UEHTHOM IKCIPECCHUU IIETIEBBIX TEHOB JlecaTypa3 B MOJEIbHBIX
pactenusix Tabaka N. benthamiana u N. excelsior.

Kak ynomsiHyTo BbIIIE, TETEPOJIOTHYHBIC Jl€CaTypasbl, KaTaJIU3UPYIOIINE
koHBepcuto KK 18:0 B 18:1 sdpdexktnBHO PYyHKIMOHUPYIOT B PACTEHUSX KaK IPHU
nokanu3anuu B ruroriazme (Orlova et al., 2003; Zhao et al., 2015), Tak u B mactuaax
(Tepacumenko u coart., 2015; Craig et al., 2008), ¢ mocnenyromum 00pa3oBaHHEM
[THKK 3a cuetr akTUBHOCTH CIEHU(PUUECKUX JecaTypa3 pacTEHUH, JIOKATU30BAHHbBIX B
OINIP m mactumax.

B sTOoM uccnemoBaHuM MBI Tak)Ke TOTMBITATUCH BBISCHUTH €CTh JIU MpedepeHIInn
y pa3HbIX KOMIIAPTMEHTOB PAacCTUTEIbHOM KIIETKM (uuToruiasma, xjopormiact u JIIP)
Uil QYHKIIMOHUPOBAHUSL TeTeposiornuHoil A9 necaTypasbl, M, MPEKIE BCEro, B
orHowmennu konnuectsa [THKK n UH. [Ins storo onpenennnu XK cocraB B 1MCThAX
N benthamiana u N. excelsior skcnpeccupyronux desC ren nuaHobGakTepuil B
Pa3TMYHBIX KOMIIAPTMEHTA PACTUTEIHHON KIeTKU. CpaBHEHUE TOTYYEHHBIX JTaHHBIX C
KOHTPOJILHBIMU ~ PACTCHHSIMH  (dKCIpecCUpyroIUMU TeH egfp), mno3Bomwim Ham
onpeaenuThb, 4to A9 necarypasa S. vulcanus mpu TpaH3HMEHTHOH DKCIPECCUH B Pa3HBIX
KJIETOYHBIX KOMIIAPTMEHTAaX pPACTUTENBHON KJIETKH, B IeloM, obecredynBaet

noctoBeproe yBenunuenue [THXKK, MH (Ta6auma 5 u 6, Pucynok 11) u oTHOmeHus
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npoaykr/cyocrpar (Pucynok 11 m 12) y aByx BumoB Ttabaka N. benthamiana u N.
excelsior. CpaBHeHHE OTHOIICHHS NPOAYKTa pEaKIUH JecaTyparuu (OJCHHOBAs
KHCIIOTa) K cyOcTpary (CTeapwHOBasl KHCJIOTa) TMOKA3aJ0 — HAMOOJbIIasi aKTUBHOCTh
rereposiorndroii A9 necarypasel y N. benthamiana nabmogaercs B Xjoporiacrax, a y
N. excelsior B OI1P.

HoctoBepHoe yBenmuuenue [THXKK 3a cuer nokamuzanuu rereposiorudHoirlt A9
JiecaTypasbl B IJIACTUAAX XOPOIIO apryMEHTHUPYETCS HAJIUYMEM B 3TOM KOMITApTMEHTE
pacTUTENbHOW KIIETKM cTeapuHOBOM kucioTel (18:0) kak cyOcTpata mjis 3TOro
dbepMmeHTa, ¥ MOCHEAYIONMICH ecaTypale MpoayKTa peakiuu (OJIEMHOBOM KHUCIOTHI
(18:1)) B TIHXK 3a cuer cneuuduyeckux Jecarypad pacTeHHH, Takxke
JOKaJIN30BaHHBIX B 3ToM KommnaptMente (Dar et al., 2017) (Pucynok 13).

B OIIP XK 18:0 (kak cyOctpaT mjis rerepojioruyHor A9 amui-munuHou
necarypasbl), nocrabisgemas ¢ myiaoM KK cBsazanabix ¢ kodH3umMoM A (OKK-KoA) us
[IUTOTIa3MBbI (KaK MpaBuiio, U3 TMNUAHBIX Tex) B DIIP, MoxeT ObITh nipeBparnieHa B KK
18:1, ¢ nmanmpHetimei npepamenueM B IIHXKK 3a cuer cnemuduueckux necarypas
pactenuid, jokaau3oBaHHbIXx B DI1P (Dar et al., 2017; Los et al., 2013) (Pucynoxk 13).

He cmoTps Ha moiiydeHble JaHHbIE O MPUOPUTETHON  JIOKaIM3alUU
rerepojiornynoii A9 necatypasbl (N. benthamiana — xmopornacter (tutactuaer), N.
excelsior — DOIIP) Henp3s HE OTMETHTH TOrOo (hakra, 4TO TpU JoKamu3anuu A9
Jecatypasbl B IIUTOIUIA3ME TAKKE MPOUCXOAUT CYHIECTBEHHOE U3MEHEHHUE B JIUIIHIHOM
MeTabonu3Me, BbIpaxkeHHOe B yBenuueHuu conaepxkanus [THXK. B orHomenuun
JTaHHOTO (heHOMEHA MOXKET OBITh MPEJIONKEH CIEAYIONUNA MEXaHU3M, MOCPEICTBOM
kotoporo yBenuuuBaercs kosmuecTtBo ITHXKK. Ilockonmbky A9  amun-nunuaHas
JecaTypa3a OTHOCUTCS K KJaccy MEMOpPAaHOCBSI3aHHBIX JlecaTypa3 M HE MOXKET
(GYHKIIMOHUPOBATh, HEe OyAy4uM HHTErpupoBaHHOW B MemOpany (Chintalapati et al.,
2006). Ilo-Bumumomy, A9 amwi-mumnugHas [gecaTypa3a BCE K€ BCTpaMBaeTCS B
MeMOpaHHbI€ CTPYKTYphI, He cBsizaHHble ¢ DIIP u xjnopornacramu. Bo3moxHO, B 3TOM
Cllydae HCIIOJB3YETCS MEXaHW3M OOMEHa KHUPHBIX KHCJIOT MEXIYy MeMOpaHamu
mactug u OIIP, T.e. rereponornuHas necarypasa katanusupyer aecarypauuro KK

18:0, mnpencraBnenHyro B muromnasmarudeckom nyne JKK-KoA, a npomgykr
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necaryparuu KK 18:1, no-Buaumomy, gaiabliie MOKET UMIOPTUPOBATHCS B IJIACTUABI
u/mwmu OIIP, rne mpoucxomutr oOpazoBanue [THXKK 3a cuer gecarypas pacteHwuid,

cnenupUIecKux s Kaxkaoro komnaprMmenta (Pucynok 13).

N
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Pucynoxk 13. Ilpenmnonaraemasi cxema (pyHKIIMOHUPOBAHUSI TETEPOJIOTUYHBIX JiecaTypas

B Pa3TUYHBIX KOMIIAPTMEHTaX pacTUTENbHOU KiteTkH. PL — mactuasl; ER — OI1P; OB —
munuaHoe teno; desC — A9 necarypasa; desPO, P1, P2 — pactutenbHble IecaTypasbl
BBOJSIIIIAE TIEPBYIO, BTOPYIO M TPEThIO JBOMHYIO CBs3b B anuibHOM 1enu KK
cootBercTBeHHO (A9, Al2, Al5); C18:0 (creapunosas), 18:1 (oseunosas), 18:2

(muHOMEBas), 18:3 (MHOIEHOBAS) YKUPHBIC KUCIIOTHI.

Bmecte ¢ 3THM, MOMy4YeHHBIE PE3YJNbTaThl MO3BOJISIIOT peKoMeHnoBaTh N.
benthamiana u N. excelsior B kadyecTBe MOJAEIBHBIX PACTCHHUH B HMCCICAOBAHUAX TIO
OIICHKE  (DYHKIMOHAJIBHOM aKTMBHOCTH W/WIM CyOCTpaTHOM  CHEHM(PUUHOCTU
TeTEpOJIOTUYHBIX JecaTypas, He TOJbKO A9 pecaTypasbl, HO U JlecaTypasbl, KOTOPHIC
karanupytoT npesparnieHne XXKK 18:1 B I[THXKK. [Tockonpky anpoOnpoBaHHBIC HAMH B
3TOM HcCeaoBaHMM MozenbHble pactenus N. benthamiana u  N. excelsior
XapaKTepU3yrOTCs cymecTBeHHbIMU pazauumsimMu B KK cocraBe, a Takke
cootHomenremM C18/C16, BRIOOp MOJEIBLHOIO pacTeHUs, OE3YCIOBHO, Oy/IE€T 3aBUCETh
OT KOHKPETHOMW LEJIM UCCIIeIOBAHUS.

HeoOxomumMo MOAYEpKHYTh TPEUMYINECTBO HCIONB30BAHHBIX B  JaHHOM

HCCIICAOBAHNN JSKCIIPCCCHOHHBIX BCKTOPOB MJIA TpaHSI/ICHTHOfI OKCIIPECCUU HECIJICBBIX
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I'€HOB B PACTEHHUAX, KOTOPhIE OBbLIM CKOHCTPYHMPOBaHbI HaMu paHee (BsdecnaBoBa u
coanT., 2012). OHo 3akiroyaeTcsi BO BKJIIOUCHHH B COCTaB BEKTOPOB JOMOJHUTEILHON
KacCeThl DJKCIpecCHMH il TeHa Oenka pl9 Bupyca ToMaroB — cympeccopa
MOCTTPAHCKPUIIIIUOHHOTO  3aMOJIKAHUST ~ I'€HOB,  KOHTPOJHMPYEMON  CHJIbHBIM
KoHCTUTYTUBHBIM TCTP mpomMoTopom. DT0O AaeT BO3MOXHOCTb MPOTHBOAECHCTBOBATH
MEXaHU3My  IOCTTPAHCKPHUIIIIMOHHOIO  3aMOJIKAHUS  TPU  CBEPXAKCIPECCUU
rE€TEPOJIOTUYHBIX TE€HOB B PACTEHUSX, KOTOPBIM, Kak MpaBWJIO, 3aIlyCKaeTcs IIpHU
TPaH3UETHOHN IKCIIPECCUU U TIPETATCTBYET 3PHEKTHBHON IKCIIPECCUU TETEPOJIOTUIHOTO
rena (Gerasymenko et al., 2019). Tax:ke 3TO MO3BOJIIET HCIOJIL30BaTh TOJIBKO OIHH
mTaMM OakTepui IS arpoMHPUILTpPAIMd B OTIMYHE OT JPYTUX BEKTOPOB, IS
KOTOPBIX HEOOXOAMMO UCIIOIb30BaTh MPONEAYPY KoTpaHchOpMaIuy IBYMs ITaMMaMu
arpo0akTepuii, OMH U3 KOTOPHIX HECET BEKTOP C TeHOM Oenka pl9, a apyroit BEKTOp ¢
neneBbiM renoM (BsiuecnaBoBa u coaBt., 2012; TropuH u coast., 2017).

Takum oOpa3om, HAMHU TIPEIOKEHA U allpoOOMpOBaHa TPAH3UEHTHAs YKCIPECCHS
I€HOB B PACTEHUSX, KOTOpasi MPOJAEMOHCTPUPOBAJIA CBOKO MPUMEHUMOCTD ISl U3yUYCHUS
(YHKIIMOHATBLHOM AKTUBHOCTH M CYOCTpaTHOM CHelu(pUYHOCTH TIeTEepPOJIOTHYHBIX
necarypas. TpaH3ueHTHas SKCIpPeccHs - 0oJiee MPOCTOM MOAX0 I, TPEOYIOITUH MEHBIITNX
BPEMEHHBIX M MAaTEpHAIbHBIX 3aTpaT, MO CPABHEHUIO C TEXHOJIOTHEH MOJydeHUs
TPAHCTEHHBIX PACTEHUM KaK JJig CTAOWJIBHOM SKCHPECCHU, TaK WM ISl 3aMOJIKAHUS
reHoB. Mcnonb3ysd TpaH3WEHTHYIO OKCIPECCHI0, B YaCTHOCTH, [Jid OIICHKHU
JoKanu3auuy, (YHKIMOHAJIBHOM AaKTUBHOCTH M CYOCTpaTHOM cHeuu(pUuHOCTH
JecaTypa3 Ppas3fIduyHOrO0 MPOUCXOXKJICHUS, BO3MOXKHO, IOJJECPKATh MOJICKYISIPHOE
Pa3MHOKEHHUE  HOBBIX  T€HOTHIIOB, coAepKalux  JydIlIue KOMOMHAITUN
COOTBETCTBYIOIIMX aJljieJieH U 3aJI05KUTh OCHOBBI HOBOTO MTOKOJICHUS TPAHCTEHOB, B TOM
YHCJIE U C UCTIOJb30BAHUEM TEXHOJIOTHM T€HOMHOI'O PEIaKTUPOBAHUSI, M KaK CJICICTBUE,

MPUHECTH OOJIBIIYIO MOJIb3Y YEJIOBEUECTRY.
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1.  CkOHCTpyHpOBaHBI IKCIPECCHOHHBIC BEKTOPHBIE KOHCTPYKIIMHU, HECYIIUE TI'eH
desC [IHaHOOAKTePHI Synechococcus vulcanus C PEryISATOPHBIMU
MOCIIEI0BATEIBHOCTAMHU, OOECIEUMBAIOIIMMU JIOKATU3AlUI0 OEJIKOBOIO MPOIyKTa
IIEJICBOI0 TE€HAa B PA3IMYHBIX KOMIIAPTMEHTAX PACTHTEIBHOW KJIETKH (I[MTOIIa3Ma,
xyoporutactel u DI1P).

2.  Pazpaborana u anpoOupoBaHa CHUCTEeMa TpPAH3UEHTHON OSKCIIPECCHUH TEHOB,
MOIXOJAIIAasl KakK JJIs OIICHKH CHUTHAJbHBIX TIOCIEAOBATEIBHOCTEH, TaK W JUIA
WCCIICTOBAHMSI JIOKAIU3AIMHA NCKOMBIX OEITKOB B KJIETKaX PAaCTCHHIA.

3.  Tloka3zaHo, 4YTO CHTHAJbHBIE TOCJIEIOBATEIFHOCTH HAIPABIAIOT OEIKOBBIC
IPOAYKTHI 11EJIEBOTO T'€Ha B CHEU(PUUECKHE KOMIIAPTMEHThI PACTUTEIbHOM KIIETKH.

4. [IpoaeMOHCTPUPOBAHO, YTO NIPU TPAH3UEHTHOM DKCIIPECCHH rereposniornyHas A9
JecaTypas3a, OTB€Yas 3a CHUHTE3 OJIEMHOBOW U NaJbMUTOJIEMHOBOW KHCJIOT, B
3HAYUTENbHOM cTeneHu cnocoOcTByeT U HakoruieHuto [THKK.

S. [lomy4yeHHble pe3yabTaThl yOEIUTENBbHO CBHUJETEIBCTBYIOT, 4TO A9 anui-
JUMNHUHAs JlecaTypa3a, TPAaH3UEHTHO OHKCIIpeCCUpOBaHHas B JBYX BHAaX Tabaka,
BBI3bIBACT 3HAUYMUTEIHHBIC W3MEHEHHUS B JTUMUIHOM METa0OJM3MeE JINCTHEB B CTOPOHY
YBEJIMYEHUS] HEHACHIIIIEHHOCTH KUPHBIX KUCIIOT.

6.  @®yHKUMOHaANbHAasg AaKTHMBHOCTH JecaTypas3bl 3aBUCUT KaK OT HCIIOJIb30BAHHOTO
Buaa MoneiabHoro pactenus - N. benthamiana u N. excelsior, Tak u ot JoKanM3aIUK
(depMeHTa B paCTUTEIIBHOM KJIETKE.

7.  HaumOonpimas akTUBHOCTH TereposiorndHori A9 necarypasel y N. benthamiana

HaOJro/1aeTcs B XJIoporuiactax, a 'y N. excelsior B OI1P.



86

CIIMCOK JIMTEPATYPbI

1. bepectoBoit M.A. [lecarypa3sl JKMpHBIX KHUCJIOT pAacCTEHUM: pOJb B
KU3HEJEATECIbHOCTU pacTeHUN U OMoTeXHoIornueckuit mareHuan / M.A. bepectoBoi,
O.C. ITaBnenko, M.B. INomanenkosa-IlaBnoBa // Ycmexu coBpeMeHHOW OWONIOTHNA. —
2019. — 139(4). — C. 338-351.

2. BsiuecnaBoBa, A.O. Cepuss MOIYJIbHBIX BEKTOPOB JUIsl CTaOWJIBHOM U
TPAH3UEHTHON IKCIIPECCUU TETEPOJIOTUYHBIX TeHOB B pacTeHmsx / A.O. BsuecnaBosa,
O.H. MycradaeB, A.A. Tiopun, Hummunamswm, W.H. Bbepauuesen, .M.
[MTasxmeToBa, M.A. I'ongenkos, B.C. ®anees, 0. B. lllenyasko, 1M.B. I'onaenkosa-
[TaBnosa // I'enetuka. — 2012. —48. — C. 1046-1056.

3. I'epacumenko, W.M. Xapakrepuctuka pacrenuit  Nicotiana tabacum,
AKCIPECCUPYIOINX TUOpUAHBIE TeHbl A9- wmm  Al2-anun-TMnuaHbIX — J1ecaTtypas’
nuanobakTepuii u tepmoctabunbHoit auxenassl / F0.B. I'epacumenko, .M. CaxHo,
JLA. Kupna, A.H. Ocranuyk, T.A. Xamxue, N.B. T'onnenkosa-IlaBnosa, [O.B.
lenynpko// @usnonorus pacrenuii. — 2015. — 62(3). — C. 307-316.

4. Jlock, JI.A. CTpyKTypa, peryasuus 3CIpeccud U (PyHKIMOHUPOBAHUE JIecaTypas
xupHbIX kuciot / JI.A. Jlock / Ycnexu Ouonornyeckoit xumuu. — 2001. — 1. — C. 163-
198.

5. Jlocw, JI.A. decatypassl xxupubix kuciot / JI.A. Jlocw // Hayunsiit mup. — 2014 —
C. 18-30.

6. Tropun, A.A. IlpocTas u HajgexHas cUCTeMa TPAH3UEHTHOW SKCIPECCUU T'€HOB
JUISl XapaKTePUCTUKHU CUTHAIBHBIX TOCIEJOBATENbHOCTEH W OLICHKU JIOKAJIM3AlUuU
neneBblX OenkoB B pactutenbHoil kietke / A.A. Tiopun, K.B. KabGapgaesa, M.A.
bepectoBoii, FO.B. Cumopuyk, A.A. ®domenkoB, A.B. Hocos, W.B. T'onaenkosa-
[MaBnoBa // ®uznomnorus pacrenuit. — 2017. — 64(4). — C. 363-371.

1. KOpbeBa, H.O. Dxcnpeccus rena Al2-anun-munuaHon gecatypasbl Synechocystis
sp. PCC 6803 moBbIaeT yCTOMYMBOCTh pACTCHUN KapTOodenss K TOPaKEHUIO

¢dburodTopoit / H.O. FOpwseBa, C.H. Kupcanona, JI.H. Kykymkuna, B.I1. [Tuénkun, I".1.



87

Cob6onbrkoBa, X.P. Hukudoposa, N.B. TI'ongenkopa-IlaBnoBa, A.M. Hocos, B.JI.
[{pinennambaes// ®usunonorus pacrenuit. — 2014, — 61(5). — C. 713-720.

8.  Abe, K. Production of high oleic/low linoleic rice by genome editing / K. Abe E.
Araki, Y. Suzuki // Plant Physiol Biochem. — 2018. — 131. — P. 58-62.

Q. Aitzetmiiller, K. Seed Fatty Acids, «Front-End»-Desaturases and
Chemotaxonomy — a Case Study in the Ranunculaceaec / K. Aitzetmiiller, N.
Tsevegsiiren // J. Plant Physiol. — 1994. — 4-5(143). — P. 538-543.

10. Alanen, H.I. Beyond KDEL: The Role of Positions 5 and 6 in Determining ER
Localization / H.I. Alanen, 1.B. Raykhel, M.J. Luukas, K.E. Salo, L.W. Ruddock // J
Mol Biol. — 2011. — 3(409). — P. 291-297.

11.  Alberts, B. Molecular biology of the cell / B. Alberts, A. Johnson, J. Lewis, M.
Raff, K. Roberts, P. Walter / Garland Science. — 2015. — P. 571.

12.  Anwar, M. Ectopic Overexpression of a Novel R2R3-MYB, NtMYB2 from
Chinese Narcissus Represses Anthocyanin Biosynthesis in Tobacco / M Anwar, G
Wang, J Wu, S. Waheed, A.C. Allan, L. Zeng // Molecules. —2018. — 4(23). — P. 781.

13. Bai, Y. X-ray structure of a mammalian stearoyl-CoA desaturase / Y. Bai, J.G.
McCoy, E.J. Levin, P. Sobrado, K.R. Rajashankar, B.G. Fox, M. Zhou // Nature. —
2015. — 524, — P. 252-256.

14. Berestovoy M. Altered fatty acid composition of Nicotiana benthamiana and
Nicotiana excelsior leaves under transient overexpression of the cyanobacterial desC
gene / M. Berestovoy, O.S. Pavlenko, A.A. Tyurin, E.N. Gorshkova, 1.V. Goldenkova-
Pavlova // Biol Plantarum. — 2020. — 64. — P. 167-177.

15. Bettaieb Rebey, I. Relation between salt tolerance and biochemical changes in
cumin (Cuminum cyminum L.) seeds / |. Bettaieb Rebey S Bourgou, F.Z. Rahali, K.
Msaada, R. Ksouri, B. Marzouk. // J Food Drug Anal. —2017. — 2(25). — P. 391-402.

16. Bonawitz, N.D. Zinc finger nuclease-mediated targeting of multiple transgenes to
an endogenous soybean genomic locus via non-homologous end joining / N.D.
Bonawitz, W.M. Ainley, A. Itaya, S.R. Chennareddy, T. Cicak, K. Effinger, K. Jiang,
T.K. Mall, P.R. Marri, J.P. Samuel, N. Sardesai, M. Simpson, O. Folkerts, R. Sarria,



88

S.R. Webb, D.O. Gonzalez, D.H. Simmonds, D.R. Pareddy // Plant Biotechnol J. —
2019. — 4(17). — P. 750-761.

17. Boudiére, L. Glycerolipids in photosynthesis: composition, synthesis and
trafficking / L. Boudiére, M. Michaud, D. Petroutsos, F. Rébeillé, D. Falconet, O.
Bastien, S. Roy, G. Finazzi, N. Rolland, J. Jouhet, M.A. Block, E. Maréchal // Biochim
Biophys Acta. —2014. — 4(1837). — P. 470-480.

18. Bryant, F.M. ACYL-ACYL CARRIER PROTEIN DESATURASE?2 and 3 Are
Responsible for Making Omega-7 Fatty Acids in the Arabidopsis Aleurone / F.M.
Bryant, O. Munoz-Azcarate, A.A. Kelly, F. Beaudoin, S. Kurup, P.J. Eastmond // Plant
Physiol. — 2016. — 1(172). — P. 154-162.

19. Buist, P. H. Fatty acid desaturases: selecting the dehydrogenation channel / P.H.
Buist // Nat Prod Rep. — 2004. — P. 249-262.

20. Carvalhais, L.C. Activation of the jasmonic acid plant defence pathway alters the
composition of rhizosphere bacterial communities / L.C. Carvalhais, P.G. Dennis, D.V.
Badri, G.W. Tyson, J.M. Vivanco, P.M. Schenk // PLoS One. — 2013. — 2(8). — P.
e56457.

21. Chalupsky, J. Reactivity of the Binuclear Non-Heme Iron Active Site of A9
Desaturase Studied by Large-Scale Multireference Ab Initio Calculations / J.
Chalupsky, T.A. Rokob, Y. Kurashige, T. Yanai, E. Solomon, L. Rulisek, M. Smec // J
Am Chem Soc. — 2014. — 45(136). — P. 15977-15991.

22. Chazarreta-Cifre, L. Role of ferredoxin and flavodoxins in Bacillus subtilis fatty
acid desaturation / L. Chazarreta-Cifre, L. Martiarena, D. de Mendoza, S.G. Altabe // J
Bacteriol. — 2011. — 16(193). — P. 4043-4048.

23. Chen, M. Acyl-lipid desaturase 2 is required for chilling and freezing tolerance in
Arabidopsis / M. Chen, J.J. Thelen // Plant Cell. — 2013. — 4(25). — P. 1430-1444.,

24. Chen, M. Acyl-lipid desaturase 1 primes cold acclimation response in
Arabidopsis / M. Chen, J.J. Thelen // Physiol Plant. — 2016. — 1(158). — P. 11-22.

25. Chi, X. Isolation and functional analysis of fatty acid desaturase genes from
peanut (Arachis hypogaea L.) / X. Chi, Z. Zhang, N. Chen, X. Zhang, M. Wang, M.



89

Chen, T. Wang, L. Pan, J. Chen, Z. Yang, X. Guan, S. Yu // PLoS One. -2017. —
12(12). — P. e01897509.

26. Chintalapati, S. A novel Delta9 acyl-lipid desaturase, DesC2, from cyanobacteria
acts on fatty acids esterified to the sn-2 position of glycerolipids / S. Chintalapati, J.S.
Prakash, P. Gupta, S. Ohtani, I. Suzuki, T. Sakamoto, N. Murata, S. Shivaji // Biochem
J. —2006. —-2(398). — P. 207-14.

27. Craig, W. Transplastomic tobacco plants expressing a fatty acid desaturase gene
exhibit altered fatty acid profiles and improved cold tolerance / W. Craig, P. Lenzi, N.
Scotti, M. De Palma, P. Saggese, V. Carbone, N. McGrath Curran, A.M. Magee, P.
Medgyesy, T.A. Kavanagh, P.J. Dix, S. Grillo, T. Cardi // Transgenic Res. — 2008. — 5
(17). — P. 769-782.

28. Dar, A.A. The FAD2 Gene in Plants: Occurrence, Regulation, and Role / A.A.
Dar, A.R. Choudhury, P.K Kancharla, N. Arumugam // Front Plant Sci. — 2017. — 8. — P.
1789.

29. Demorest, Z.L. Direct stacking of sequence-specific nuclease-induced mutations
to produce high oleic and low linolenic soybean oil / Z.L. Demorest, A. Coffman, N.J.
Baltes, T.J. Stoddard, B.M. Clasen, S. Luo, A. Retterath, A. Yabandith, M.E. Gamo, J.
Bissen, L. Mathis, D.F. Voytas, F. Zhang // BMC Plant Biol. — 2016. — 1(16). — P. 225.
30. Diaz, A.R. Membrane Topology of the Acyl-Lipid Desaturase from Bacillus
subtilis / A.R. Diaz, M.C. Mansilla, A.J. Vila, D. de Mendoza // J Biol Chem. — 2002. —
50(277). — P. 48099-48106.

31. Ding, Z.T. CsSAD: a fatty acid desaturase gene involved in abiotic resistance in
Camellia sinensis (L.) / Z.T. Ding, J.Z. Shen, L.L. Pan, Y.U. Wang, Y.S. Li, Y. Wang,
H.W. Sun // Genet Mol Res. —2016. — 1(15). — P. 15017512,

32. Dominguez, T. Increasing ®-3 Desaturase Expression in Tomato Results in
Altered Aroma Profile and Enhanced Resistance to Cold Stress / T. Dominguez, M.L.
Hernandez, J.C. Pennycooke, P. Jiménez, J.M. Martinez-Rivas, C. Sanz, E.J.
Stockinger, J.J. Sanchez-Serrano, M. Sanmartin // Plant Physiol. — 2010. — 2(153). — P.
655.



90

33. Dong, C.J. Characterization of the Fatty Acid Desaturase Genes in Cucumber:
Structure, Phylogeny, and Expression Patterns / C.J. Dong, N. Cao, Z.G. Zhang, Q.M.
Shang // PLoS One. — 2016. — 11(3). — P. e0149917.

34. Espenshade, P. J. Regulation of sterol synthesis in eukaryotes / P. J. Espenshade,
A. L. Hughes // Annu Rev Genet. — 2007. — 41 — P. 401-427.

35. Feng, J. Genome-wide identification of membrane-bound fatty acid desaturase
genes in Gossypium hirsutum and their expressions during abiotic stress / J. Feng, Y.
Dong, W. Liu, He Q1, M.K. Daud, J. Chen, S. Zhu // Sci Rep. — 2017. — 7. — P. 45711.
36. Gaj, T. ZFN, TALEN, and CRISPR/Cas-based methods for genome engineering /
T. Gaj, C.A. Gersbach, C.F. Barbas // Trends Biotechnol. —2013. — 7(31). — P. 397-405.
37. Gao, J. CRISPR/Cas9-mediated targeted mutagenesis in Nicotiana tabacum / J.
Gao, G. Wang, S. Ma, X. Xie, X. Wu, X. Zhang, Y. Wu, P. Zhao, Q. Xia // Plant Mol
Biol. — 2015. —1-2(87). — P. 99-110.

38. Garba, L. Homology modeling and docking studies of a A9-fatty acid desaturase
from a Cold-tolerant Pseudomonas sp. AMS8 / L. Garba, M.A. Mohamad Yussoff, K.B.
Abd Halim, S.N. H.I.M. Shukuri Mohamad Ali, S.N. Oslan, R.N. Zaliha Raja Abd //
PeerJ. — 2018. — 6. — P. e4347.

39. Gerasymenko, I. Combinatorial biosynthesis of small molecules in plants:
Engineering strategies and tools / I. Gerasymenko, Y. Sheludko, S. Fribel, A. Staniek,
H. Warzecha // Methods Enzymol. — 2019. — 617. — P. 413-442.

40. Gostincar, C. The Evolution of Fatty Acid Desaturases and Cytochrome bS5 in
Eukaryotes / C. Gostin¢ar, M. Turk, N. Gunde-Cimerman. // J Membr Biol. —-2010. —1-
3(233). — P. 63-72.

41. Guillou, H. Distinct roles of endoplasmic reticulum cytochrome b5 and fused
cytochrome b5-like domain for rat A6-desaturase activity / H.Guillou, S. D'Andrea, V.
Rioux, R. Barnouin, S. Dalaine, F. Pedrono, S. Jan, P. Legrand // J Lipid Res. — 2004. —
1(45). — P. 32-40.

42. Guy, J.E. The crystal structure of the ivy Delta4-16:0-ACP desaturase reveals

structural details of the oxidized active site and potential determinants of



91

regioselectivity / J.E. Guy, E. Whittle, D. Kumaran, Y. Lindqgvist, J. Shanklin // J Biol
Chem. — 2007. -27(282). — P. 19863-19871.

43. Han, X. Lipidomics : comprehensive mass spectrometry of lipids / X. Han // John
Wiley & Sons, Inc. — 2016. — P 412-413.

44, Harwood, J.L. Plant Lipid Biosynthesis. Fundamentals and Agricultural
Applications / J.L Harwood // Cambridge University Press. —1998. — P.113.

45.  Haun, W. Improved soybean oil quality by targeted mutagenesis of the fatty acid
desaturase 2 gene family / W. Haun, A. Coffman, B.M. Clasen, Z.L. Demorest, A.
Lowy, E. Ray, A. Retterath, T. Stoddard, A. Juillerat, F. Cedrone, L. Mathis, D.F.
Voytas, F. Zhang // Plant Biotechnol J. — 2014. — 7(12). — P. 934-940.

46. Hernadndez, M.L. Differential Contribution of Endoplasmic Reticulum and
Chloroplast -3 Fatty Acid Desaturase Genes to the Linolenic Acid Content of Olive (
Olea europaea ) Fruit / M.L.Hernandez , M.D. Sicardo , J.M. Martinez-Rivas // Plant
Cell Physiol. — 2016. — 1(57). — P. 138-151.

47. Hitz, W.D. Cloning of a higher-plant plastid omega-6 fatty acid desaturase cDNA
and its expression in a cyanobacterium / W.D. Hitz, T.J. Carlson, J.R. Booth, A.J.
Kinney, K.L. Stecca, N.S. Yadav // Plant Physiol. — 1994. — 105. — P. 635-641.

48. Hu, L. Multi-functional roles of TaSSI2 involved in Fusarium head blight and
powdery mildew resistance and drought tolerance / L. Hu, J.J. Mu, P.S. Su // J Integ
Agricult. —2018. — 2(17). — P. 368-380.

49. Hyskova, V. Hyperosmotic versus Hypoosmotic Stress in Plants / V. Hyskova, H.
Ryslava // Biochem Analyt Biochem. — 2018. — 01(07). — P. 1-4.

50. Iba, K. Acclimative response to temperature stress in higher plants: approaches of
gene engineering for temperature tolerance / K. Iba // Annu Rev Plant Biol. — 2002. —
1(53). — P. 225-245.

51. International Union of Biochemistry. Enzyme nomenclature, 1978:
recommendations of the Nomenclature Committee of the International Union of
Biochemistry on the nomenclature and classification of enzymes. / International Union
of Biochemistry. Nomenclature Committee, International Union of Biochemistry,

Commission on Biochemical Nomenclature // Academic Press. — 1979. — P. 606.



92

52. Ji, X.J. Splice Variants of the Castor WRI1 Gene Upregulate Fatty Acid and Oil
Biosynthesis When Expressed in Tobacco Leaves / X.J. Ji, X. Mao, Q.T. Hao, B.L. Liu,
J.A. Xue, R.Z. Li// Int J Mol Sci. —2018. — 1(19). — P. 146.

53. Jiang, W. Demonstration of CRISPR/Cas9/sgRNA-mediated targeted gene
modification in Arabidopsis, tobacco, sorghum and rice / W. Jiang, H. Zhou, H. Bi, M.
Fromm, B. Yang, D.P. Weeks // Nucleic Acids Res. — 2013. — 20(41). — P. e188.

54. Jung, J.H. Identification of functional BrFAD2-1 gene encoding microsomal
delta-12 fatty acid desaturase from Brassica rapa and development of Brassica napus
containing high oleic acid contents / J.H. Jung, H. Kim, Y.S. Go, S.B. Lee, C.G. Hur,
H.U. Kim, M.C. Suh // Plant Cell Rep. — 2011. — 10(30). — P. 1881-1892.

55. Kamthan, A. Expression of a fungal sterol desaturase improves tomato drought
tolerance, pathogen resistance and nutritional quality / A. Kamthan, M. Kamthan, M.
Azam, N. Chakraborty, S. Chakraborty, A. Datta // Sci Rep. —2012. — 1(2). — P. 951.

56. Kaur, N. CRISPR/Cas9-mediated efficient editing in phytoene desaturase (PDS)
demonstrates precise manipulation in banana cv. Rasthali genome / N. Kaur, A. Alok,
Shivani, N. Kaur, P. Pandey, P. Awasthi, S. Tiwari // Funct Integr Genomics. — 2018. —
1(18). P. 89-99.

57. Kim, Y.C. Regulation of Stearoyl-CoA Desaturase Genes: Role in Cellular
Metabolism and Preadipocyte Differentiation / Y.C. Kim, J.M. Ntambi // Biochem
Biophys Res Commun. — 1999. — 1(266). — P. 1-4.

58. Kis, M. Light-induced expression of fatty acid desaturase genes / M. Kis, O.
Zsiros, T. Farkas, H. Wada, F. Nagy, Z. Gombos // Proc Natl Acad Sci U S A. —1998. —
8(95). — P. 4209-14.

59. Kiseleva, L.L. Expression of the gene for the delta9 acyl-lipid desaturase in the
thermophilic cyanobacterium / L.L. Kiseleva, T.S. Serebriiskaya, I. Horvath, L. Vigh,
A.A. Lyukevich, D.A. Los // J Mol Microbiol Biotechnol. — 2000. — 3(2). — P. 331-338.
60. Lakhssassi, N. Characterization of the FAD2 Gene Family in Soybean Reveals
the Limitations of Gel-Based TILLING in Genes with High Copy Number / N.
Lakhssassi, Z. Zhou, S. Liu, V. Colantonio, A. AbuGhazaleh, K. Meksem // Front Plant
Sci. —2017. -8. - P. 324.



93

61. Li-Beisson, Y. Acyl-lipid metabolism / Y. Li-Beisson, B. Shorrosh, F. Beisson,
Mats X. Andersson, Vincent Arondel, Philip D. Bates, Sébastien Baud, D. Bird, A.
DeBono, T.P. Durrett, R.B. Franke, I.A. Graham, K. Katayama, A.A. Kelly, T. Larson,
J.E. Markham, M. Miquel, I. Molina, I. Nishida, O. Rowland, L. Samuels, K.M.
Schmid, H. Wada, R. Welti, C. Xu, R. Zallot, J. Ohlrogge // The arabidopsis book. —
2010. - 8. — P. e0133.

62. Li, F. Cloning and functional characterization of SAD genes in potato / F. Li, C.S.
Bian, J.F. Xu, W.F. Pang, J. Liu, S.G. Duan, Z.G. Lei, P. Jiwan, L.P. Jin // PLoS One. —
2015. — 3(10). — P. e0122036.

63. Li, J.F. Targeted Plant Genome Editing via the CRISPR/Cas9 Technology / J.F.
Li, D. Zhang, J. Sheen // Methods Mol Biol. —2015. — 1284 — P. 239-255.

64. Li, S.F. Newly identified essential amino acid residues affecting A8-sphingolipid
desaturase activity revealed by site-directed mutagenesis / S.F. Li, L.Y. Song, G.J.
Zhang, W.B. Yin, Y.H. Chen, R.R. Wang, Z.M. Hu // Biochem Biophys Res Commun.
—2011. - 1-2(416). — P. 165-171.

65. Li, S. The hypersensitive induced reaction 3 (HIR 3) gene contributes to plant
basal resistance via an EDS 1 and salicylic acid-dependent pathway / S. Li, J. Zhao, Y.
Zhai // Plant J. — 2019. — 5(98). — P. 783-797.

66. Lindqvist, Y. Crystal structure of A9 stearoyl-acyl carrier protein desaturase from
castor seed and its relationship to other diiron proteins / Y. Lindqvist, W. Huang, G.
Schneider, J. Shanklin // Embo J. — 1996. — 15. — P. 4081-4092.

67. Liu, Q. Molecular cloning and expression of a cDNA encoding a microsomal w-6
fatty acid desaturase from cotton (Gossypium hirsutum) / Q. Liu, S.P. Singh, C.
Brubaker, Y. Li, X. Zhang, F. Xue, X. Nie, Q. Zhu, J. Sun // Aust J Plant Physiol. —
1999. — 26. — P. 101-106.

68. Liu, W. Characterization of 19 Genes Encoding Membrane-Bound Fatty Acid
Desaturases and their Expression Profiles in Gossypium raimondii Under Low
Temperature / W. Liu, W. Li, Q. He, M.K. Daud, J. Chen, S. Zhu // PLoS One. — 2015.
— 4(10). — P. e0123281.



94

69. Lopez Alonso D. Evolution of the membrane-bound fatty acid desaturases / D.
Lopez Alonso, F.Garcia-Maroto, J.Rodriguez-Ruiza, J.A. Garrido, M.A. Vilches //
Biochemical Systematics and Ecology. — 2003. — 10(31). — P. 1111-1124.

70. Los, D.A. Structure and expression of fatty acid desaturases / D.A. Los, N.
Murata // Biochim Biophys Acta. — 1998. — 1(1394). — P. 3-15.

71. Los, D.A. Membrane fluidity and its roles in the perception of environmental
signals / D.A. Los, N. Murata // Biochim Biophys Acta. — 2004. — 1-2(1666). —P. 142—
157.

72. Los D.A. Regulatory role of membrane fluidity in gene expression and
physiological functions / D.A. Los, K.S. Mironov, S.1. Allakhverdiev // Photosynthesis
Research. — 2013 — 2-3(116). — P. 489-5009.

73. Lou, Y. Shanklin J. Evidence that the yeast desaturase Olelp exists as a dimer in
vivo /Y. Lou, J. Shanklin // J Biol Chem. —2010. — 285. — P. 19384-90.

74. Lou, Y. FAD2 and FAD3 desaturases form heterodimers that facilitate metabolic
channeling in vivo / Y. Lou, J. Schwender, J. Shanklin // J Biol Chem. — 2014. — 289. —
P. 17996-18007.

75. Lyons, J.M. Relationship between the Physical Nature of Mitochondrial
Membranes and Chilling Sensitivity in Plants / J.M. Lyons, T.A. Wheaton, H.K. Pratt //
Plant Physiol. — 1964. — 2(39). — P. 262—-268.

76.  Lyons, J.M. Chilling Injury in Plants / J.M. Lyons // Ann Rev Plant Physiol. —
1973. — 1(24). — P. 445-466.

77. Maali R. Comparative expression in Escherichia coli of the native and hybrid
genes for acyl-lipid delta(9) desaturase / R. Maali, Kh.R. Shimshilashvili, V.P. Pchelkin
V.D. Tsydendambaev, A.M. Nosov, D.A. Los, I.V. Goldenkova-Pavlova // Genetika. —
2007. —2(43). — P. 176-82.

78. Macartney, A.l. Acyl-CoA desaturases and the adaptive regulation of membrane
lipid composition /A.l. Macartney, B. Maresca, A.R. Cossins (Ed.), Temperature
Adaptation of Biological Membranes // London, Portland Press. —1994. — P. 129-139.
79. Matsuda, O. A Temperature-sensitive Mechanism That Regulates Post-
translational Stability of a Plastidial w-3 Fatty Acid Desaturase (FADS8) in Arabidopsis



95

Leaf Tissues / O. Matsuda, H. Sakamoto, T. Hashimoto, K. Iba // J Biol Chem. — 2005.
—5(280). — P. 3597-3604.

80. McCartney, A.W. Membrane-bound fatty acid desaturases are inserted co-
translationally into the ER and contain different ER retrieval motifs at their carboxy
termini / AW. McCartney, J.M. Dyer, P.K. Dhanoa, P.K. Kim, D.W. Andrews, J.A.
McNew, R.T. Mullen // Plant Journal. — 2004. — 2(37). — P. 156-73.

81. Moche, M. Azide and Acetate Complexes Plus Two Iron-depleted Crystal
Structures of the Di-iron Enzyme A9 Stearoyl-Acyl Carrier Protein Desaturase / M.
Moche, J. Shanklin, A. Ghoshal, Y. Lindqvist // J Biol Chem. — 2003. — 278(27). —
25072-25080.

82. Mori, N. Construction of Global Acyl Lipid Metabolic Map by Comparative
Genomics and Subcellular Localization Analysis in the Red Alga Cyanidioschyzon
merolae / N. Mori, T. Moriyama, M. Toyoshima, N. Sato // Front Plant Sci. —2016. —7.
—P. 958.

83.  Mullineaux, C.W. Role of lipids in the dynamics of thylakoid membranes / C.W.
Mullineaux, H. Kirchhoff // Springer Science, Dordrecht. — 2009. — P. 283-294.

84. Na-Ranong, S. Targeted mutagenesis of a fatty acid A6-desaturase from Mucor
rouxii: Role of amino acid residues adjacent to histidine-rich motif 1l / S. Na-Ranong,
K. Laoteng, P. Kittakoop, M. Tanticharoen, S. Cheevadhanarak // Biochem Biophys
Res Commun. — 2006. — 4(339). — P. 1029-1034.

85. Naim, F. Gene editing the phytoene desaturase alleles of Cavendish banana using
CRISPR/Cas9 / F. Naim, B. Dugdale, J. Kleidon, A. Brinin, K. Shand, P. Waterhouse, J.
Dale // Transgenic Res. — 2018. — 5(27). — P. 451-460.

86. Nakamura, M.T. Structure, function, and dietary regulation of A6, AS, and A9
desaturases / M.T. Nakamura, T.Y. Nara // Ann Rev Nutrition. — 2004. — 1(24). — P.
345-376.

87. Nakamura, S. Conferring high-temperature tolerance to nontransgenic tomato
scions using graft transmission of RNA silencing of the fatty acid desaturase gene / S.
Nakamura, K. Hondo, T. Kawara, Y. Okazaki, K. Saito, K. Kobayashi, T. Yaeno, N.
Yamaoka, M. Nishiguchi // Plant Biotechnol J. — 2016. — 2(14). — P. 783-790.



96

88. Napier, J.A. The role of cytochrome b5 fusion desaturases in the synthesis of
polyunsaturated fatty acids / J.A. Napier, L.V. Michaelson, O. Sayanova //
Prostaglandins Leukot Essent Fatty Acids. — 2003. — 2(68). — P. 135-43.

89. Napier, J.A. The Production of Unusual Fatty Acids in Transgenic Plants / J.A.
Napier // Ann Rev Plant Biol. — 2007. — 1(58). — P. 295-3109.

90. Nishida, 1. Chilling sensitivity in plants and cyanobacteria: the crucial
contribution of membrane lipids / I. Nishida, N. Murata // Annu Rev Plant Physiol Plant
Mol Biol. — 1996. — 1(47). — P. 541-568.

91. Nosov, A.V. Extra perspectives of 5-ethynyl-2’-deoxyuridine click reaction with
fluorochrome azides to study cell cycle and deoxyribonucleoside metabolism / A.V.
Nosov, A.A. Fomenkov, A.S. Mamaeva, A.E. Solovchenko, G.V. Novikova // Russ J
Plant Physiol. — 2014. — 6(61). — P. 899-909.

92. Odipio, J. Efficient CRISPR/Cas9 Genome Editing of Phytoene desaturase in
Cassava / J. Odipio, T. Alicai, I. Ingelbrecht, D.A. Nusinow, R. Bart, N.J. Taylor. //
Front Plant Sci. — 2017. — 8. — P. 1780.

93. Ohlrogge, J. Lipid biosynthesis / J. Ohlrogge, J. Browse // Plant Cell. — 1995 — 7
—P. 957-970.

94. Okuley, J. Arabidopsis FAD2 Gene Encodes the Enzyme That Is Essential for
Polyunsaturated Lipid Synthesis / J. Okuley, J. Lightner, K. Feldmann, N. Yadav, E.
Lark, J. Browse // Plant Cell. — 1994. — 1(6). — P. 147-158.

95. Okuzaki, A. CRISPR/Cas9-mediated genome editing of the fatty acid desaturase
2 gene in Brassica napus / A. Okuzaki, T. Ogawa, C. Koizuka, K. Kaneko, M. Inaba, J.
Imamura, N. Koizuka // Plant Physiol Biochem. — 2018. — 131. — P. 63-69.

96. Orlova, I.V. Transformation of tobacco with a gene for the thermophilic acyl-
lipid desaturase enhances the chilling tolerance of plants / 1LV. Orlova, T.S.
Serebriiskaya , V. Popov, N. Merkulova, A.M. Nosov, T. Trunova, V.D.
Tsydendambaev, D.A. Los // Plant Cell Physiol. — 2003. — 44. — P. 447-450.

97. Osakabe, Y. Genome Editing with Engineered Nucleases in Plants / Y. Osakabe,
K. Osakabe // Plant Cell Physiol. — 2015. — 3(56). — P. 389-400.



97

98. Pandey, M.K. Identification of QTLs associated with oil content and mapping
FAD2 genes and their relative contribution to oil quality in peanut (Arachis
hypogaealL.) / M.K. Pandey, M.L. Wang, L. Qiao, S. Feng, P. Khera, H. Wang, B.
Tonnis, N.A. Barkley, J. Wang, C.C. Holbrook, A.K. Culbreath, R.K. Varshney, B.Guo
// BMC Genet. — 2014. — 1 (15). — P. 133.

99. Peng, D. Enhancing freezing tolerance of Brassica napus L. by overexpression of
a stearoyl-acyl carrier protein desaturase gene (SAD) from Sapium sebiferum (L.) Roxb
/ D. Peng, B. Zhou, Y. Jiang, X. Tan, D. Yuan, L. Zhang // Plant Sci. — 2018. — 272. — P.
32-41,

100. Perlikowski, D. Remodeling of Leaf Cellular Glycerolipid Composition under
Drought and Re-hydration Conditions in Grasses from the Lolium-Festuca Complex /
D. Perlikowski, S. Kierszniowska, A. Sawikowska, P. Krajewski, M. Rapacz, A.
Eckhardt, A. Kosmala // Front Plant Sci. — 2016. — 7. — P. 1027.

101. Piruzian, E. A reporter system for prokaryotic and eukaryotic cells based on the
thermostable lichenase from Clostridium thermocellum / E. Piruzian, I. Goldenkova, K.
Musiychuk, N.S. Kobets, I.P. Arman, I.V. Bobrysheva, I.A. Chekhuta, D. Glazkova //
Mol Gen Genomics. — 2002. — 5(266). — P. 778-786.

102. Popov, V.N. The involvement of acyl-lipid A9-desaturase in the development of
chilling tolerance of sensitive plants / V.N. Popov, N.V. Kipaikina, N. V. Merkulova, I.
V. Orlova, T.S. Serebriiskaya, D.A. Los, T.I. Trunova, V.D. Tsydendambaev // Doklady
Biological Sciences. — 2006. — 1(407). — P. 149-152,

103. Popov, V.N. Changes in fatty acid composition of lipids in chloroplast
membranes of tobacco plants during cold hardening / V.N. Popov, O.V. Antipina, V.P.
Pchelkin, V. D. Tsydendambaev // Russ J Plant Physiol. — 2017. — 2(64). — P. 156-161.
104. Rebougas, D.M. Combined Effects of Ozone and Drought on the Physiology and
Membrane Lipids of Two Cowpea (Vigna unguiculata (L.) Walp) Cultivars / D.M.
Rebougas, Y.M. De Sousa, M. Bagard, J.H. Costa, Y. Jolivet, D.F. De Melo, A.
Repellin. // Plants (Basel). — 2017. — 1(6). — P. e14



98

105. Reed, D.W.Characterization of the Brassica napus extraplastidial linoleate
desaturase by expression in Saccharomyces cerevisiae / D.W. Reed, U.A. Schifer, P.S.
Covello // Plant Physiol. — 2000. — 3(122). — P. 715-20.

106. Routaboul, J.M. Arabidopsis mutants reveal that short- and long-term
thermotolerance have different requirements for trienoic fatty acids / J.M. Routaboul, C.
Skidmore, J.G. Wallis // J Exp Bot. — 2012. — 3 (63). — P. 1435-1443.

107. Schlueter, J.A. The FAD2 Gene Family of Soybean: Insights into the Structural
and Functional Divergence of a Paleopolyploid Genome / J.A. Schlueter, I.F.
Vasylenko-Sanders, S. Deshpande, J. Yi, M. Siegfried, B.A. Roe, S.D. Schlueter, B.E.
Scheffler, R.C. Shoemaker // Crop Sci. — 2007. — 47.

108. Schultz, D.J. Stearoyl-acyl carrier protein and unusual acyl-acyl carrier protein
desaturase activities are differentially influenced by ferredoxin / D.J. Schultz, M.C. Suh,
J.B. Ohlrogge // Plant Physiol. — 2000. — 2(124). — P. 681-92.

109. Shan, Q. Genome editing in rice and wheat using the CRISPR/Cas system / Q.
Shan, Y. Wang, J. Li, C. Gao // Nat Protoc, — 2014. — 10(9). — P. 2395-2410.

110. Shanklin, J. Desaturation and related modifications of fatty acids / J. Shanklin, E.
B. Cahoon // Annu Rev Plant Physiol Plant Mol Biol. —1998. — 49. — P. 611-641.

111. Shanklin, J. Desaturases: Emerging Models for Understanding Functional
Diversification of Diiron-containing Enzymes / J. Shanklin, J.E. Guy, G. Mishra, Y.
Lindgvist // Journal of Biological Chemistry. — 2009. — 28(284). —P. 18559-18563.

112. Sheludko, Y.V. Transient Expression of Human Cytochrome P450s 2D6 and 3A4
in Nicotiana benthamiana Provides a Possibility for Rapid Substrate Testing and
Production of Novel Compounds / Y.V. Sheludko, I.M. Gerasymenko, H.Warzecha //
Biotechnol J. — 2018. — 11(13). — P. 1700696.

113. Shi, Y. Integrated regulation triggered by a cryophyte ®-3 desaturase gene
confers multiple-stress tolerance in tobacco / Y. Shi, X. Yue, L. An // J Exp Bot. —
2018. — 8(69). — P. 2131-2148.

114. Smith, J.L. Jasmonate- and salicylate-mediated plant defense responses to insect
herbivores, pathogens and parasitic plants / J.L. Smith, C.M. Moraes, M.C. De Mescher
// Pest Management Sci. — 2009. — 5(65). — P. 497-503.



99

115. Smith, M.A. Involvement of Arabidopsis ACYL-COENZYME A
DESATURASE-LIKE2 (At29g31360) in the biosynthesis of the very-long-chain
monounsaturated fatty acid components of membrane lipids / M.A. Smith, M. Dauk, H.
Ramadan, H. Yang, L.E. Seamons, R.P. Haslam, F. Beaudoin, I. Ramirez-Erosa, L.
Forseille // Plant Physiol. — 2013. — 1(161). — P. 81-96.

116. Somerville, C, Plant Lipids: Metabolism, Mutants, and Membranes / C.
Somerville, J. Browse // Science. — 1991. — 5002(252). — P. 80-87.

117. Song, N. Overexpression of a wheat stearoyl-ACP desaturase (SACPD) gene
TaSSI2 in Arabidopsis ssi2 mutant compromise its resistance to powdery mildew / N.
Song, Z. Hu, Y. Li, C. Li, F. Peng, Y. Yao, H. Peng, Z. Ni, C. Xie, Q. Sun // Gene. —
2013. — 2(524). — P. 220-227.

118. Sperling, P. The evolution of desaturases / P. Sperling, P. Ternes, T.K. Zank //
Prostaglandins Leukot Essent Fatty Acids. — 2003. — 2(68). — P. 73-95.

119. Stearoyl 9-desaturase organism:nicotiana in UniProtKB [DnextponHsiii pecypc].
https://www.uniprot.org/uniprot/?query=stearoyl 9-desaturase AND
organism:%22nicotiana%?22&sort=organism&desc=no.

120. Sui, N. Transcriptomic and Physiological Evidence for the Relationship between
Unsaturated Fatty Acid and Salt Stress in Peanut / N. Sui, Y. Wang, S. Liu, Z. Yang, F.
Wang, S. Wan // Front Plant Sci. — 2018. - 9. - P. 7.

121. Moore, T.S. Lipid Metabolism in Plants / T.S. Moore // Science.— 2018-P. 55-56.
122. Tang, G.Q. Oleate desaturase enzymes of soybean: evidence of regulation
through differential stability and phosphorylation / G.Q. Tang, W.P. Novitzky, H. Carol
Griffin, S.C. Huber, R.E. Dewey // Plant J. — 2005. — 3(44). — P. 433-446.

123. Teixeira, M.C. ®©-3 Fatty Acid Desaturase Genes Isolated from Purslane (
Portulaca oleracea L.): Expression in Different Tissues and Response to Cold and
Wound Stress / M.C. Teixeira, |.S. Carvalho, M. Brodelius // J Agricultural Food Chem.
—2010. — 3(58). — P. 1870-1877.

124. Thodberg, S. Elucidation of the Amygdalin Pathway Reveals the Metabolic Basis
of Bitter and Sweet Almonds ( Prunus dulcis ) / S. Thodberg, J.D. Cueto, R. Mazzeo //
Plant Physiol. — 2018. — 3(178). — P. 1096-1111.



100

125. Troncoso-Ponce, M.A. Transcriptional Activation of Two Delta-9 Palmitoyl-ACP
Desaturase Genes by MYB115 and MYB118 Is Critical for Biosynthesis of Omega-7
Monounsaturated Fatty Acids in the Endosperm of Arabidopsis Seeds / M.A. Troncoso-
Ponce, G Barthole, G Tremblais, A. To, M. Miquel, L. Lepiniec, S. Baud // The Plant
Cell. — 2016. — 10(28). — P. 2666-2682.

126. Vigh, L. Does the membrane’s physical state control the expression of heat shock
and other genes? / L. Vigh, B. Maresca, J.L. Harwood // Trends Biochemical Sci. —
1998. — 10(23). — P. 369-374.

127. Wada, H. In vitro ferredoxin-dependent desaturation of fatty acids in
cyanobacterial thylakoid membranes / H. Wada, H. Schmidt, E. Heinz, N. Murata // Jof
Bacteriol. — 1993. — 2(175). — P. 544-547.

128. Wang, C.T. The 5’ untranslated region of the FAD3 mRNA is required for its
translational enhancement at low temperature in Arabidopsis roots / C.T. Wang, Y.N.
Xu /I Plant Sci. — 2010. — 3(179). — P. 234-240.

129. Wang, H.S. A tomato endoplasmic reticulum (ER)-type omega-3 fatty acid
desaturase (LeFAD3) functions in early seedling tolerance to salinity stress / H.S.
Wang, C. Yu, X.F. Tang, Z.J. Zhu, N.N. Ma, Q.W. Meng // Plant Cell Rep. — 2014. —
1(33). — P. 131-142.

130. Wang, H. Crystal structure of human stearoyl-coenzyme A desaturase in complex
with substrate / H. Wang, M.G. Klein, H. Zou, W. Lane, G. Snell, I. Levin, K. Li, B.C.
Sang // Nat Struct Mol Biol. — 2015. — 7(22). — P. 581-585.

131. Wang, H. An efficient PEG-mediated transient gene expression system in grape
protoplasts and its application in subcellular localization studies of flavonoids
biosynthesis enzymes / H. Wang, W. Wang, J. Zhan, W. Huang, H. Xu // Sci
Horticulturae. — 2015. — 191. — P. 82-89.

132. Wen, S. TALEN-mediated targeted mutagenesis of fatty acid desaturase 2
(FAD2) in peanut (Arachis hypogaea L.) promotes the accumulation of oleic acid / S.
Wen, H. Liu, X. Li, X. Chen, Y. Hong, H. Li, Q. Lu, X. Liang // Plant Mol Biol. — 2018.
—1-2(97). — P. 177-185.



101

133. Wesley, S.V. Construct design for efficient, effective and high-throughput gene
silencing in plants / S.V. Wesley, C.A. Helliwell, N.A. Smith, M.B. Wang, D.T. Rouse,
Q. Liu, P.S. Gooding, S.P. Singh, D. Abbott, P.A. Stoutjesdijk, S.P. Robinson, A.P.
Gleave, A.G. Green, P.M. Waterhouse // Plant J. — 2001. — 6(27). — P. 581-590.

134. Xu, K. A Rapid, Highly Efficient and Economical Method of Agrobacterium-
Mediated In planta Transient Transformation in Living Onion Epidermis / K. Xu , X.
Huang, M. Wu, Y. Wang,Y. Chang,K. Liu,J. Zhang,Y. Zhang,F. Zhang,L. Yi,T. Li,R.
Wang,G. Tan,C. Li // PLoS One. — 2014. — 1(9). — P. e83556.

135. Xue, Y. Omega-3 fatty acid desaturase gene family from two ®-3 sources, Salvia
hispanica and Perilla frutescens: Cloning, characterization and expression / Y Xue, B
Chen, A.N. Win, C. Fu,J.Lian,X. Liu,R. Wang,X. Zhang,Y. Chai // PLoS One. — 2018.
—1(13). — P. e0191432.

136. Yadav, N.S. Cloning of higher plant omega-3 fatty acid desaturases / N.S. Yadav,
A. Wierzbicki, M. Aegerter, C.S. Caster, L. Pérez-Grau, A.J. Kinney, W.D. Hitz, J.R.
Booth, B. Schweiger, K.L. Stecca // Plant Physiol. — 1993. — 103. — P. 467-476.

137. Yang Q. ldentification of FAD2 and FADS3 genes in Brassica napus genome and
development of allele-specific markers for high oleic and low linolenic acid contents /
Q. Yang, C. Fan, Z. Guo, J. Qin, J. Wu, Q. Li, T. Fu, Y. Zhou // Theor Appl Genet. —
2012. — 4(125). —P. 715-729.

138. You F.M. Genome-wide Identification and Characterization of the Gene Families
Controlling Fatty Acid Biosynthesis in Flax (Linum usitatissimum L) / F.M. You, P. Li,
S. Kumar, R. Ragupathy, Z. Li, Y.B. Fu, S. Cloutier // J Proteom Bioinformat. — 2014. —
10(07). — P. 310-326.

139. Yu, C. Overexpression of endoplasmic reticulum omega-3 fatty acid desaturase
gene improves chilling tolerance in tomato / C. Yu, H.S. Wang, S. Yang, X.F. Tang, M.
Duan, Q.W. Meng // Plant Physiol Biochem. — 2009. — 11-12(47). — P. 1102-1112.

140. Yuan, S. Abiotic Stresses and Phytohormones Regulate Expression of FAD2
Gene in Arabidopsis thaliana / S. Yuan, X. Wu, Z. Liu, H.B. Luo, R.Z. Huang // J Integ
Agricult. — 2012. — 1(11). — P. 62-72.



102

141. Yurchenko, O.P. Genome-wide analysis of the omega-3 fatty acid desaturase
gene family in Gossypium / O.P. Yurchenko, S. Park, D.C. llut, J.J. Inmon, J.C.
Millhollon, Z. Liechty, J.T. Page, M.A. Jenks, K.D. Chapman, J.A. Udall, M.A. Gore,
J.M. Dyer// BMC Plant Biol. — 2014. — 1(14). — P. 312,

142. Zauner, S. A cytochrome b5-containing plastid-located fatty acid desaturase from
Chlamydomonas reinhardtii / S. Zauner, W. Jochum, T. Bigorowski, C. Benning //
Eukaryotic Cell. — 2012. — 7(11). — P. 856-63.

143. Zhang, D. Identification and expression of a new delta-12 fatty acid desaturase
(FAD2-4) gene in upland cotton and its functional expression in yeast and Arabidopsis
thaliana plants / D. Zhang, I.L. Pirtle, S.J. Park // Plant Physiol Biochem. — 2009. —
6(47). — P. 462-471.

144. Zhang, J. Arabidopsis Fatty Acid Desaturase FAD2 Is Required for Salt
Tolerance during Seed Germination and Early Seedling Growth / J. Zhang, H. Liu, J.
Sun, B. Li, Q. Zhu, S. Chen, H. Zhang // PL0S One. 2012. -1(7). — P. e30355.

145. Zhang, J. A stearoyl-acyl carrier protein desaturase, NoSACPD-C, is critical for
ovule development in Nicotiana benthamiana / J. Zhang, J. Li, H. Garcia-Ruiz, P.D.
Bates, T.E. Mirkov, X. Wang // Plant J. — 2014. — 3(80). — P. 489-502.

146. Zhang, Y. Characterization of a stearoyl-acyl carrier protein desaturase gene
family from chocolate tree, Theobroma cacao L / Y. Zhang, S.N. Maximova, M.J.
Guiltinan // Front Plant Sci. 2015. — 6. — P. 2309.

147. Zhang, Z. Genome-wide identification and expression analysis of the fatty acid
desaturase genes in Medicago truncatula / Z. Zhang, X. Wei, W. Liu, X. Min, X. Jin, B.
Ndayambaza, Y. Wang // Biochem and Biophys Res Commun. — 2018. — 2(499). — P.
361-367.

148. Zhao, N. Identification and expression of a stearoyl-ACP desaturase gene
responsible for oleic acid accumulation in Xanthoceras sorbifolia seeds / N. Zhao, Y.
Zhang, Q. Li, R Li, X. Xia, X. Qin, H. Guo // Plant Physiol Biochem. — 2015. — 87. — P.
9-16.



