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Merabonmueckast HHXKOHEPHS PaCTeHUH ABILICTC HHCTPYMEHTOM TIOIY-
YeHHUs IPOAYLECHTOB IIeHHBIX METabOTUTOB, U TAKKe MOXKeT IIpHUMe-
HATBCS UL CHIDKCHUS TOKCHYHOCTH SIJOBUTBIX PACTCHHUM C ITeNIbIO pac-
IMUpeHKs 00IacTH UX NpHMeHeHHs. KyibTypHble pacTeHHs ceMelicTBa
[aC/ICHOBBIX ITUPOKO IPUMEHSIOTCS B XO3IHCTBEHHBIX ITeNX. Bropuu-
HBIM MeTaboIN3M NacIeHOBBIX (Solanaceae) oTIHUaeTCs MIMPOKUM paz-
HooOpasueM. B cernexiuu kaprodens U ToMaTa HalpaBlIeHHO OTOHpa-
J1ch POpPMBI pacTeHHi co CHIKEHHON TOKCHYHOCTBIO, 4 B CEJICKIUH Ta-
KOTO 3K30THUECKOTO MHIMHCKOTO pacTeHUS, KaK BHUTAHHS CHOTBOPHAS
(Withania somnifera 1..), HanpoTHUB, OTOUPAIMCH PACTEHHSI C TIOBBILICH-
HOM TOKCHYHOCTBIO. B pesyibTaTe ecTecTBEHHBIX IIPOLIECCOB U HAIPaB-
JIeHHOTO 0TOOpa, B TeHOMAX IacJICHOBBIX COPMHUPOBAIUCH CIOXKHbBIC
CHCTeMBI T'CHOB, PETYJIHpPYIONIUX pa3sHOOOpa3sHble OHOCHHTETHUCCKUS
nponeccsl. HeslaBHUe HecenoBaHMS MOKA3BIBAIOT, YTO GOPMHUPOBaHHUES
TCHETHYECKOTO KOHTPOJIS BTOPHYHOTO MeTaboNH3Ma [IPOUCXOAMIIO ITy-
TeM AYIUIMKAIM{ TeHOB MEepBUUHOTO MeTaboim3Ma U QOPMHUPOBAHUS
KJIaCTepOB, PeryJIMpPYIOMINX HOBbIe MeTaboauueckue myTH. CeKBeHUPO-
BaHHE TCHOMOB ITACJICHOBBIX JlaeT BO3MOXKHOCTb OTCIICAUTH 3BOJIOLHU-
OHHBIC IyTH (OPMUPOBAHUSA MeTabONM3Ma ANKAJOUIOB, OJHUX M3
Hauboee pe/IcTaBIeHHBIX TOKCHYHBIX MeTabOIUTOB 3TOTO ceMeicTBa.
3HaHHe FTeHOMHOM OpraHU3aIMH U SBOJIIOLUH MeTaboIu3Ma aIKaIOHI0B
HO3BOJLICT NpeJlIaraTh CTpaTer Uy 10 MOAUPUKAIIMY €T0 TeHeTHUSCKOTO
KOHTPOJIS ¢ eJIbIO CHIDKCHHS TOKCHYHOCTH pacTeHHH Tabaka U KapTo-
tdenst. Tlonyuenune GesHukoTHHOBBIX Gopm Tabaka (Nicotiana taba-
cum L.) no3Boaut Oolee MUPOKO BOBJIEKATH 3TY KYJIbTYpy B OHOTEXHO-
JIOTHIO KaK MePCIIeKTUBHYIO PACTUTEIBHYIO CHCTEMY CHHTE3a PeKOMOU-
HaHTHBIX OelkoB. CHIDKeHHE TOKCHYHOCTH KapTodels aKTyalbHO UL
HEKOTOPLIX COPTOB U HEOOXOMMO IIPU MPHUBICICHUN B CEICKIHIO IU-
KUX POJICTBEHHHKOB 5TOH KyJIbTYphl. B oTiHuMe oT KyJIbTypHOTO Kap-
toens (Solanum tuberosum 1..), MHOTHE JTMKHE POACTBCHHBIC ©MY
BUJIbI HAKATIMBAIOT TOKCHUHBIC CTEPOHHBIC [IMKOAIKAIOUBL, UTO Me-
ImaeT BBEJICHUIO STHX BUAOB B CEIICKIIHIO KaK JJOHOPOB I'¢HOB YCTOMUH-
BOCTH K pa3JIUUHBIM OHOTHUECKUM U aOHOTHUCCKUM (aKTOpaM.
Kmouessle citoBa: Nicotiana tabacum, xapmodgbens, mabax, eenomuas
unoicenepusa, CRISPR/Cas, nuxomun, cmepouonbie 2nuKOWIKAIOUObL,
eenvt GAME
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Metabolic engineering of plant secondary metabolism provides a way to
obtain plants with elevated level of valuable molecular compounds. Al-
teratively, metabolic engineering can be used for reduction of toxic sub-
stances accumulation in plant tissues. This approach allows one to ex-
pand the application of toxic plants in agriculture and biotechnology.
The crops of Solanaceae family provide an example of toxic plants of
high economic value. Solanaceae family includes edible crops such as
potato, tomato and eggplants, medicinal plants like Withania sommnif-
era L. and major non-food crop Nicotiana tabacum L. The secondary
metabolism of Solanaceae family is widely diverse and includes the bi-
osynthesis and accumulation of number of toxic compounds, such as nic-
otine and other alkaloids in tobacco, steroidal glycoalcaloids in potato
and withanolides in winter cherry 7. sommnifera. The secondary meta-
bolic pathways of Solanaceae family have evolved from primary metab-
olism via duplication of the enzyme coding genes and diversification of
genes functions. Local, segment and the whole genome duplications and
subsequent formation of metabolic genes clusters are the main processes
in secondary metabolic pathways formation. Recent whole genome se-
quence data from number of Sonanaceae species allows one to recon-
struct the putative mechanism of primary and secondary metabolism ge-
netic control and evolution. Genomic data together with novel guided
endonuclease based genome modification tools provide an opportunity
for introduction of precise changes into secondary metabolism. Suppres-
sion of nicotine accumulation in tobacco is promising approach for de-
veloping of novel plant systems for molecular farming. Toxicity of wild
potato relatives impedes their usage in potato breeding. Tobacco and
wild potato toxicity reduction can be achieved by different genome mod-
ification approaches: knock-out of the key enzyme genes of alkaloids
synthesis, the large deletion of the whole cluster of the secondary meta-
bolic genes or the precise editing of key transcription factors in second-
ary metabolism regulation pathways.

Key words: Nicotiana tabacum, potato, tobacco, genome engineering,
CRISPR/Cas, nicotine, steroidal glycoalkaloids, GAME genes

VK 575.852

Tloctynuna B pegakmuro 15.10.2018
[punsta k mybamkammm 26.11.2011

2018:1(1)

34



The target genes for Solanaceae secondary metabolism engineering:
evolution and genome organization

Beeaenne

MeTabom3M pacTCHHH MPEACTABIACT COOOH CIIOKHYEO
CHCTEMY MHOTOCTYIICHIATBIX OHMOCHHTETHYECKUX H KATA00 1~
YECKHUX IPOIECCOB. BONBIIMHCTBO 3IEMEHTAPHBIX COOBITHH
MeTaboIM3Ma, a IMEHHO OTJACIBHBIX XUMHUICCKUX MPEeBpaIIe-
HAH TPOCTBIX MOJICKYJ, KATATH3HPYCSTCH CHCHHA(DHUICCKHMHA
(hepMEHTAMH, KOTOPbIC, B CBOIO OYEpPEab, KOAUPYIOTCSA OT-
JCABHBIMH TCHAMH. MeTabO0IH3M NMPHHATO MOAPA3ACTIATh HA
TICPBUYHBIN M BTOPHYHBIH. [ [epBUYHBIH METa00IH3M SIBIICTCA
HCOTBCMJICMOH COCTABJLIIOMICH IKU3HCOOCCIICUCHHUS pacTe-
HUSI, B HETO BXOJIT PEAKIUH, CHAOKAIOIINE OPTAaHNW3M BeIIc-
CTBOM M 3Hepruei. Bropmubi MeTabomm3M OOBEAMHSICT
OHOXUMHIECCKUE MPOLECCHI, CTICIH()IMUECKIE IS OTICIBHBIX
PACTCHHUH W/HIM HANPAMYEO HC CBA3AHHBIC C MX OCHOBHBIMH
JKA3HCHHO BA)KHBIMH TIpOIlCCCAMH. PacTeHMs] MPOW3BOIST
COTHH THICSY HEOOJBIINX MOJICKYJI, U3BCCTHBIX KAK CHICIHA-
JTM3UPOBAHHBIE METAOOIUTHI, BKIIOUAOIME (PEHONBHBIC CO-
€AMHCHUS, TEPIICHONIBI/ H30IIPCHOMIBI, U TAKHE a30T- U CEPO-
COJCpKaIliEe BEIECTBA KAK ANKAJOWIBI M TTFOKO3HHOIATHIL,
coorsercTBeHHO (Patra et al., 2013). @yHKUMH TaKUX COCTH-
HCHHH MOIYyT OBITH Pa3sIuIHBIMHA — OT 3alUTHI MPOTUB MATO-
TCHOB HJTH a0HOTHUCCKOTO CTPECCa 10, HA00OPOT, MPHBIICUC-
HHUS OTBLIUTENCH v cuMOnoHTOB (Patra et al., 2013). Takoe
pasHooOpasue (PyHKIHH HMECET IKOHOMHYCCKOC H IKOIOTHYUC-
ckoe 3HaucHne (Aharoni, Galili, 2011). Tepmun «MeTadboH-
YyecKas HHKCHEPHS O3HAYACT HANMPABICHHOE M3MCHEHHE Me-
TabOMM3MAa PACTCHHUSA TIPH MOMOIIH MOTU(HKALMA CTO TCHE-
THYECKOTO KOHTpOJL. Kak mpaBmio, MeTaboamdeckas HHKe-
HEPHA MOAPA3YyMEBACT PAN MAHUIYJLALUN, MPUBOJAMNHAX K
VBEJIMYCHHIO MPOJYKIHH KAKOTO-THOO LEHHOTO BEINECTBA B
pacrenuu. B psine ciydyaeB MeTabonuHeckas HHXCHEPHUS MO-
JKET TAKKC CIYKATHh MHCTPYMCHTOM CHIDKCHHA COACPKAHUA
TOKCHYHBIX BCHICCTB, YUTO MOXXCT PACIIUPUTH NMPHUMCHCHHC
PaCcTCHUA B MALICBBIX, KOPMOBBIX H OHOTEXHOJIOTHIECCKHX
LEJIIX.

CeMeHCTBO MACICHOBBIX BKIFOUACT KAK IECHHBIC BO3ICIIbI-
BaeMbIC MHUIICBbIC KyIbTYPBI, TAKHE KAk Kaprodens (Solanum
tuberosum L.) m Tomar (Solanum lycopersicum L.), Tak u pan
TIOJIC3HBIX, HO TOKCHYHBIX PACTCHHH, HAKAIIMBAIOIIUX Pa3-
JMYHBIC SIIOBUTHIC aNKaNOUAbL, — 6eneHa (Hyoscyamus niger
L), nypman (Datura L.), sutanua cuotBopHas (Withania
somnifera L.). Jlukue Buapl KapTo(eri TakKe TOKCHYHBI H
MOTYT HAKAIIMBaTh CTEpoHiHbIc rimroankamonasl (CTA).
Ba)kHOH HCNHMINCBOH MACICHOBOH KYJIBTYPOH ABJIACTCS Tabak
OOBIKHOBEHHBIH (Nicotiana fabacum L.), HakamIHBAIOTIHA
Ma)KOPHBIC TOKCHYECKHE KOMITIOHCHTHI HUKOTHH W HOPHHKO-
THH. Pactenus pona neryHus (Pefunia Juss.), H3BECTHBIC KaK
LCHHAS JCKOPATHBHAS KYJIbTYPA, TAKKE HAKATUIMBAIOT AJIKa-
Jouabpl A 3amuTel OT Bpeaurencit (Matsuura, Fett-Neto,
2017). UW3mecHeHme MCTa0OMM3Ma PA3IHYHBIX —MPESACTa-
BHUTCJICH ceMelcTBa Solanaceac B MPOLECCEe AOMCCTHKALHH
TIPOVMCXOIUIIO B MIPOTHUBOIOIOKHBIX HATIPABJICHUAX, B 3ABHCH-
MOCTH OT MX 3HAYCHHS I YCIOBCKA. JJOMECTHKAIIMS THIIC-
BBIX KyJbTYP U PACTCHHUH, MCHONb3YIOMIXCS B OHOTEXHOJIO-
THYECKHX LIETLIX, ObIJIa HATIPABJICHA HA CHIDKCHUC TOKCHIHO-
cTH. B TO e BpeMs1, H3BECTHBI CIIy4ad HAIPABJICHHOTO 0TO0Pa
6oxee TokcHuHBIX (popM, HaMpuMep, MeTadom3M . somnif-
era, UCTOJB3YIOLIECHCI B HHAUNCKOW alOpPBEANYECCKON MEIu-
IOMHE B KAYECTBE OJHOTO M3 TJIABHBIX LICTCOHBIX PACTCHHH,
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OBOJKOITHOHHUPOBATI IO IMyTH YBCIMYUCHHA HAKOIIJICHHA TOK-
CHYHBIX CTCPOHUOHBIX JAKTOHOB — BHTAHOJIHUIOB. HpI/I JOMCE-
cTHKAUWH Tabaka TAKKe BBIOCIAIHCH HATIPABICHHA 0TOOPA B
MOJIB3Y YBEIHUCHHA COOCP)KAHWS HHUKOTHHA. Merabomuye-
CKa HHKCHCPHA MACTICHOBBIX NMPECACTABLICT HHTCPEC KAK HH-
CTPYMCHT H3MCHCHHU COACPKAHUA ATOBHTHIX BCIICCTB B Pas-
HBIX BHIAX 3TOTO CEMEHCTBA C LICIBH) PACIIHPCHHSA HX XO34H-
CTBCHHOTO TpHMCHCHHSA. 11 mpoBeACHHS padoT mo MeTabo-
JIHYCCKON HHXCHCPHHU TAKHUX CJIIOKHBIX B IJIAHC OPTraHU3AIHA
TCHOMAa OOBCKTOB KAK MACICHOBBIC, MHOTHC W3 KOTOPBIX
HMCIOT TIOTHILIO WIHBIC TCHOMEI M IPYTHE 0COOCHHOCTH, HC0O-
XOOUMO HCCICAOBATH OPTaHH3ALIHI0 KOHTPOJA BTOPHYHOTO
MeTaboIM3Ma 1 eTo poucxokacHue. UToOb!I pa3padoTars or-
THMAJIBHBIC MOAXOAbI K H3MCHCHHIO TOKCHYHOCTH, HEO00X0-
JHMO PACCMOTPETh TCHETHYCCKHI KOHTPOIb MeTaboIH3Ma aj-
KAJIOHJ0B H BBIACTIHTH I'CHBI-MHIIICHH, MOI[I/I(I)I/IKaI.[I/I}I KOTO-
PBIX MPUBCACT K CHHKCHUK) WA YBCIMUICHHUK) HAKOIUICHIA
SO0BHTHIX BCIICCTB 0e3 HEraTUBHOTO BIIMSHHS HA HepBI/I‘{HBH\/’I
METabOIM3M | KU3HECIIOCOOHOCTH PACTCHUIA.

1. IIpomcxokaeHUE N IBOJIONAS BTOPHIHBIX

MeTa00IMIeCKIX My Tei

Pa3Hoo0Opa3ue BTOPHYHBIX MECTAOOIHTOB PACTCHHH SBJIA-
€TCA CIIEACTBHEM 3BOJIFOIMOHHOTO PACXOKICHHS U OBICTPOTO
PasBHTHA CHCHHATH3HPOBAHHBIX MCTAOOIMUCCKUX ITyTCH.
OTH HOBBIC My TH OHOCHHTE3A MOSBJLAIOTCS B PE3yIbTaTe AyO-
JTMPOBAHMS TCHOB WIH ()YHKIHOHAIBHOTO PACXOKIACHHA CY-
MICCTBYIOIIUX TEHOB, U BIOCIICACTBHH OHH 3BOIOLMOHUPYIOT
myteM oTOopa w/wmm aperda. Hccnenopanusa 3a mocieIHue
JIBA NECATUIICTHS TIOKA3AIH, YTO CHCIHAIN3HPOBAHHBIC METa-
00HMIECKHUE IyTH SIBIBIOTCA CJICACTBHEM BCTPAMBAHMSA B HUX
(hepMEHTOB TEPBUYHOTO MeTadOmM3Ma. XOTSI CTPYKTYpPHOE
Pa3HOOOpa3He BTOPHUIHBIX MCTAOOIHTOB TOpa3no OOMIHpHCS
TIEPBUYHBIX META0OIUTOB, BCE CIICIMAIN3HPOBAHHbIC KIIACCHI
BTOPHYHBIX METAOOIHTOB MPOUCXOIAT M3 IMECPBHYHBIX MCTA-
Oommueckux npeamectseHHNKOB (Moghe et al., 2015).

Jlynnukanus TCHOB SIBISCTCS LCHTPAJIBHBIM TCHETHYC-
CKHM MEXaHH3MOM IS CO3/IAHMS HOBBIX CIICIUATHU3NPOBAH-
HBIX (DepMEHTOB, MOCKOIBKY 0 TEX IOp, MOKA AyOIMpOBaH-
HBII TCH HE MOTEPSH, OH MO3BOJLIET COXPAHATH CTaphic (PyHK-
[UH TPU CO3TAHMH HOBBIX BO3MOYKHOCTEH I METAOOIIHC-
croii muBepcupukanuu. Takum o00pazoM, AyOIHPOBAHHBIC
T€HBI MOTYT IIOCIICIOBATCIHHO BOBJICKATHCS B MPOLECC CYO-
(O)YHKIMOHANM3AIMM M WMCETh JOMOJIHUTEIBHYIO (DYHKIIHIO,
TH00 B MPOIECC HEO(YHKIHOHATH3AUMWN W MPHOOPETaTh CO-
BEPIICHHO HOBYIO (DYHKIWIO WM, HA00OPOT, JHINATHCS Ka-
KOH-m00 ponu u AcyHKIHOHMPOBATH. JlyIUITHKALUS IIPOUC-
XOJUT TPEMS CIOCOOAMH: TAHACMHBIM, CETMCHTHBIM H LICJIBIM
TCHOMOM, a TCHBI, MPOUCXOAIIIE U3 ITHX IPOLIECCOB, MOTYT
pacxoauThCS B KOHTPOJIC IKCIIPECCHH M AMHHOKHUCIIOTHO TI0-
CCA0BATCILHOCTH, YTO MPUBOAMUT K HOBBIM OHOXHMHUYCCKHM
akruBHOCTSIM (Moghe et al., 2015). Aramm3 mocIeI0BATEIIb-
HOCTEH T€HOMOB Y HECKOJIbKMX BUIOB PAaCTEHUH MOKA3AJL, YTO
IYTUTAKAIMA TEHOB IEPBUYHOTO METAa00IM3Ma, BOSHHUKAFOIIHC
B PE3yIbTaTe TAHAECMHOTO AyOIMPOBAHWS WM TYTUIHKAIHH
[EJOTO TECHOMA, HMMCEIOT PAa3HBIC 3BOJIOIMOHHBIE CYIBOBL
'eHBI, KOTOpBIC YYACTBYIOT B IIEPBHYHOM METabOIM3ME
(HanpuMep, B YITICBOJHOM, JIHITUTIHOM, AMHHOKHCIOTHOM H
HYKJICOTHIHOM OOMCHE) OOBIMHO UMCIOT TCHACHITHIO BO3Bpa-
IIATHCA K CTATYCY CAMHUYHOM KOIHMH KAK MOCIE TAHACMHOTO
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YABOCHUA, TAK H IMOCJIC YABOCHHUA LCJIOT0 rCHOMA. I'ens! BTO-
PpUMHOTO META0OIM3MA IIPH YIBOCHUH IICTTHFHOTO TCHOMA TOKE
BO3BPALIAIOTCA K CTATYCy CAUHMYHON KOIHUH, a MPH JOKAJIb-
HOM Y/IBOCHHH, KaK ITPABHIIO, CTAHOBSTCS TOMOJIOTaMH, 00pa-
3VIOT ceMelicTBo Wim reHermueckmne kinactepsl (Chae et al.,
2014). ®opMuPOBAHHE TCHETHYECKHUX KIACTEPOB CHCLHATIH-
3MPOBAHHBIX OMOCHHTETHUCCKUX Iy TEH ABIICTCS BAXKHOH Xa-
PAKTCPUCTHKOH BTOPHIHOTO MeTabommMa. YacTo TeHBI 01-
HOTO OMOCHHTETHYECKOTO Iy TH 00Pa3yIOT KJIACTEPBHL, MoA00-
HBbIC MPOKAPHOTHYCCKUM ONEPOHAM, C €AUHOM peryaumei
BCel cucTeMsl. Knactepusamus reHoB OTACTBHBIX MyTEH BTO-
PHAIHOTO MeTadoau3Ma OTKPBITA OTHOCUTCIIBHO HEAABHO U HA
HACTOSIIIMA MOMEHT MOKA3aHA A1 MHOTHX BHUAOB PacTCHUIt
(Niitzmann, Osbourn, 2014). DKCTICPIMCHTAIFHO OTMHCAHHEIC
KJIACTEPHI JTOKATU3YIOTCS B THHAMHYCCKHX PAalOHAX XPOMO-
COM, C BBICOKHM COACP/KAHHECM TPAHCIIO30HOB M BHICOKOH 4a-
croroit pexomOmHammu (Field et al., 2011). [Ipeamonaraercs,
YTO KJIACTCPHI TCHOB BTOPHYHOTO META00M3MA HE OBLITH YHA-
CJICA0BAHBI OT MPOKAPHOT, a (JOPMUPOBAIHCH de novo U3 Cy-
MICCTBYIOIIETO B TEHOME PACTCHUIl MAaTEpHasNa, MPEHMYyIIe-
CTBCHHO TCHOB MEpBHYHOTO Merabosm3ma (Osbourn, 2010).
DIEeMEHTHI KJIACTCPOB BO3HHUKAIH B PE3YIbTATEC TAHIECMHBIX
JJOKQJIBHBIX Oy rmpmaunﬁ OTACIBbHBIX I'CHOB H, BO3BMOXXHO, HX
JanpHeHImeH coryyuatino coopku (Schlipfer et al., 2017). Cos-
MECTHOE HACTICAOBAHKE TPYIIIBI TCHOB, OTBCUAOMICH 32 CHH-
TE€3 3aIIUTHBIX BEUICCTB, JACT CEICKTUBHOC IMPEUMYIIECTBO H
3aKPEIIIETCS YBOMIONUOHHO. BBICOKAs 4acToTa pekoMOWHA-
[ M aKTHBHBIC MEPECTPOUKH XPOMOCOMHOTO PaHOHA JIOKA-
JM3a0IH KIIACTEPa COCOOCTBYIOT (DOPMHUPOBAHUIO HOBBIX BbI-
TOTHBIX KOMOWHAIMH TCHOB W IOTIOTHCHHIO KIIACTCPOB HO-
BBIMH 3JIEMECHTaMH. Pacim@poBka reHOMOB MO3BOJIMIIA MPO-
BECTH ITOUCK W IPECKA3AHAC KIACTEPOB TCHOB IYTCH BTOPHY-
HOTO MeTa0om3Ma y MHOTHX pacteHmi. OHA MOKasajia, |uTo
JI0 TIOJIOBUHBI METAOOTMYECKUX TCHOB COOPAHBI B KIACTEPHL, U
(OpMHPOBAHHE KIACTEPOB MPOUCXOAWT B IBOTIOMHOHHO
kpatkue cpoku (Schldpfer et al., 2017; Topfer et al., 2017).
K Hacrosmemy BpeMeHH OHOCHHTETHHUECKHE KJIACTEPHI BAPh-
HPYIOTCS IO JUIHHE OT JIECITKOB IO COTCH THICSY MAp OCHOBA-
HAH U COCTOAT U3 Tpex-aecatu reros (Nitzmann, Osbourn,
2014).

2. Oco0eHHoCTH DBOJIIONUN TeHOMOB CEMeIiicTBA

HAaCJICHOBBIX

DBOMIOLHSA TCHOMOB PACTCHHH CEMCHCTBA ACICHOBBIC Xa-
PakTEpH3yETCS yHACTHEM OOJIBINOTO KOIMYECTBA TPAHCIO30-
HOB (Qinet al., 2014; Bombarely et al., 2016; Xu et al., 2017),
a Tarke TeHoB PI-2, KOOWPYOIMMX MHIHOMTOPHI MPOTCHHA3
cemerictea 120, KOTOpbIE CIOCOOHBI HHTHOMPOBATD JCHCTBHE
CCPHHOBBIX MPOTCHHA3, TAKHX KAK CYOTHIM3HH, XHMOTpPHII-
cHH, 3nmacTa3y, TpuncuH u opu3uH (Beckwilder et al., 2000).
Kpome T0ro, 3BOIOLMOHHBIE MPOLECCHl AAHHOTO CEMEHCTBA
MHOTOKPATHO (DOPMHPOBAITH TAKOH CIIOKHBIH (DCHOMCH, KAK
CaMOHECOBMECTHMOCTh — PEIKHHA MPUMEP MEKBHAOBOTO OT-
60pa, KOTAa HEBO3MOKHOCTh CAMOOTIBIICHHSI HCKIFOUACT HH-
Opeanyto menpeccuro Buaa. (Markova et al., 2017). Ocoben-
HOCTBIO META00IM3Ma MACICHOBHIX SIBJSICTCSI CHHTE3 AJIKAJIO0-
HI0B W CTEPOMIHBIX COCIMHCHWH, HECBOMCTBCHHBIX OOIb-
IMMHCTBY pacTeHUH. B yncme MeTaboMTOB MACTICHOBBIX —
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HUKOTHH W POJCTBCHHBIC €My aJKAJOHWIBI, CTCPOHIHbIC
TJIMKOAIKAJOWABl M BHTAHONWMABI, HA3BAHHBIC TAaK B HECTh
JIEKAPCTBCHHOTO MHAWHCKOTO PACTCHUS BUTAHHA CHOTBOPHAS.

DopMupoBaHHE OHOCHHTCTHUCCKUX IMYTCH HAKOILICHHA
aIIKaJOUJ0B Y PACTCHHM CEeMEHCTBA MACICHOBBIX MPOUCXO-
JUJIO B PE3yJbTaTe AYIUIMKALUH T€HOB, KOJUPYIOIHUX (ep-
MEHTHI TIEPBHYHOTO META00IM3MA, PUBOAAMIMX K HEO(DYHK-
[OHOHATIM3ALHIY TE€HA, JIHOO BOBICUCHHEM (DePMECHTOB ITCPBHY-
HOTO METadOIM3Ma BO BTOPHYHBIH (CyO(YHKIIHOHATN3ATIINI)
H TOCJICAYIOMmCH opraHmanued kmactepos (Ober, 2005).
B mocnexnue 10151 CEKBEHUPOBAHBI TEHOMBI JUKOTO KAapTO-
¢ena (Li et al, 2018), meryann (Bombarely et al., 2016),
mepua (Qin et al., 2014), suranuu (Knoch et al., 2018) ¢ arHO-
THPOBAHUEM T'€HOB, PEANM3YOIIMX BTOPUYHBIA META0OIHM3M
(Aversano et al., 2015; Xu et al., 2017). [ cHOMHBIC TaHHBIC
MO3BOJLIIOT IPOBOJANUTH (DHIIOTCHETHUCCKUI AHAIN3 ICHOB
BTOPHYHOTO META0OIM3MA U BBUIBILITH COOBITHS Ty ILTHKAIMA
TCHOB H TMOCICAYIOMCH HEO- OO0 Cy0- ()YHKIIHOHATH3ALHNH,
mbo niceBaoreHm3auy U notepu Qynkmuit (D°Amelia et al.,
2018; Nagy et al., 2005; Zhang et al., 2015).

Psi paboT, MOCBSIIEHHBIX IBOTIOLMH MTACJICHOBBIX, CBHIC-
TEJIBCTBYET O HECKOJBKHUX COOBITHSIX MOTHOTCHOMHOM Iy TUTH-
KaIlM¥ B 3TOM CEMEHCTBE, MMCIOIEM MHOYKECTBO MOIHUILION-
HeIX BUAOB (Schranz et al, 2012), a Taxke MOTHOTCHOMHON
tpurmkammu cemerictea (The Tomato Genome Consor-
tium, 2012).

3. OdwroreHeTHUECKas CBA3L MyTeli OHoCHHTE3A
xoJiecrepuna, sutanomaoB u CI'A B meradomsme
pacrenmii ceMeiicTBa NMaCJICHOBBIX

BaxxHo# dwepTOoH META00M3MA MACICHOBBIX SBIIACTCS
HAKOIUICHHE XOJCCTCPHHA, HECBOMCTBCHHOE OOIBIIMHCTBY
pacrenuii. CHHTE3 XOJIECTEPHHA Y TOMATa B KApTO(EI HACT
10 MEBAJIOHATHOMY IyTH (PHUC. 1) H OTHOCUTCA K IEPBUIHOMY
MerabommaMy. JlanpHeHnme npeBpaIneHus! X0IeCTEPHHA TPH-
BOJST K CHHTE3Y W HAKOIUICHHIO BTOPHYHBIX METaO0OIHTOB —
CTCPOMIHBIX TTHKOATKANIOHA0B (Sonawane et al., 2016). Cun-
TE3 XOJIECTEPHHA OCYIIECTBILICTCS (PEPMEHTAMHU, IPHUBJICUCH-
HBIMH U3 KOHCTHTYTHBHOTO OHOCHHTETHYECKOTO IMyTH (hHTO-
CTepHHOB. YacTh W3 HUX UMECT HU3KYIO CYOCTPaTHYIO CIICIH-
(pIHOCTD, JOMHHHPYIOIIYIO B NOJB3Y (PUTOCTEPHHOB, U 00-
CIy’KHBACT 00a My TH, a APYyTas 4acTh TCHOB, BOSHUKIIHUX B pe-
3yJIBTATE AYIUIMKAOMH W MOCICAYIOmEH Heo(pyHKIHOHATI3A-
[MH TCHOB CHHTE3a (PUTOCTEPHHOB, MPHHUMAET YIACTHE VK
TOJIBKO JTUIIIb B CHHTE3E XOJIeCTEPHHA (CM. puc. 1). YoMsHy-
Tad BBIIIC HA3KAA CICIIM(DPHIHOCTD (PEPMCHTOB MO3BOJIACT Pe-
TYJIHPOBATh YPOBCHb KOHCTHTY THBHBIX (DHTOCTCPHHOB 34 CUET
mossmrcHAs cuHTe3a CITA 1 HE 3aTparuBarh padoTy pepMeH-
TOB MICPBHIHOTO MeTabom3Ma (Sonawane et al., 2016). Xome-
CTCPHH SBILICTCS KIFOUCBBIM IPEMICCTBEHHUKOM JISI MHOTHX
OHOAKTHUBHBIX PACTHTCIBHBIX MCTAOOIHTOB PACTCHHH pPoJa
Solanum L. B pacTeHIIX TOMAaTa B KAPTO(EII XOIECCTEPHH SB-
miercs mpeamecTseHHUKOM CI'A, CHHTE3 KOTOPBIX PETryIHpyY-
erca cemerctBoM GAME-reHoB (ot GlykoAlkaloid MFEtabo-
lism). BOJBIIMHCTBO TCHOB 3TOTO CEMCHCTBA (DOPMHUPYIOT KJIa-
CTCPBHI B KOIKCIPESCCHPYIOTC. Pasmiuinsa OHOCHHTCTHICCKHX
myteit CI'A y Tomara u xaprodernst BUIBILTIOTCS HA (PrUHATH-
HBIX CTAAWAX CHHTC3a WHIMBHIYAIBHBIX ANKAIONI0B (Zhu
etal., 2018, Hardigan et al., 2017). I'ens! pepMeHTOB OHOCHH-
1e3a CI'A mpHCYTCTBYIOT HC TOIBKO V STOBUTHIX PACTCHHH,
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HO H Y KYJbTYPHBIX COPTOB KapTo(est 1 TOMAara, B KOTOPBIX
HE HAKAIUTMBAIOTCSI TOKCHYHBIC BEIICCTBA. JTO OOBICHACTCA
TEM, UTO METAOOIMHMECKHE Iy TH CJIOXKHBL, OPOH 3aLMKIICHBI 1
HMEIOT MHOKECTBEHHYIO peryiuio (MeaHosa u ap., 2018).
Pemaronnyro pois B peTyJLIIUM IyTH HAKOIICHUS ANKAIOH-
0B urpaet reH GAMEY, ®acMOHAT-3aBUCUMBIA TPAHCKPHII-
nuoHHBIA (akTop rpymmel AP2/ERF. Bputo moka3aHO, 4TO
JAHHBIN TCH CBS3aH C MPOIecCOM aoMecTukarmu. [Ipeamnoma-
TaeTCs, YTO CHIDKCHHUC COJACPKAHUS PARTHYHBIX TOKCHYHBIX
COCAMHCHUH B KyIbTYPHBIX (JOPMaxX IACICHOBBIX OOYCIOB-
neHo otoopom mo reny GAMEY (Cardenas et al., 2016).

B Mertabom3Me GUTOCTCPHHOB H XOJICCTCPHHA TOMATA H
KapTo(ens y4acTBYIOT 2 TOMOJOTHYHBIX T€HA, KOAHPYIOIINX
(depmerTsr SSRI (peaykrasza 00koBoit nermu crepona 1) u SSR2
(peoykrasza OokoBO#l memm creposna 2) (cm. puc. 1). SSRI
VYacTBYET B CHHTE3E (uTocTepmHOB, SSR2 — B OMOCHHTE3E
xonecrepuHa (Sonawane et al., 2016). CuHTE3 BUTAHOIMIOB
TAKXE CBSI3AaH C OMOCHHTETHYCCKHM IIyTEM (DHTOCTCPHHOB.
Henasuo v pacteHmit V. somnifera ObLT HAHACH KJIFOUCBOH
(depmenT aTOrO CHHTE3a — CcTepon-AX-m3omepasza (241SO),
TaKXe SABILIFOIMHHCS roMonoroMm SSRI u SSR2. I'eH, xoaupy-
ot 241SO, MOKET CUYHTATHCSA TCHOM JTOMCCTHKAI[MH BHTA-
HHUH, TIOCKOJBKY BHTAHOIHIBI SIBILIFOTCA KIACCOM Pa3HO00-
Pa3HbBIX AAOBUTHIX COCTMHCHUH, KOTOPBIC TPATHIMOHHO pac-
CMATPUBAIOTCA Kak JekapcreeHHbIC Bemecrsa (Knoch et al.,
2018). Cuuraercs, IYT0 BHTAHOJHIABI 00IAJAF0T MPOTHBOBOC-
TIAMTETIbHBIM W AHTHKAHIEPOTCHHBIM AckcTBreM (Mishra et
al., 2000). ITourn y BceX paCTCHHH MACICHOBBIX, CHHTC3HPY -
FOIMUX ATKAJIOUABI, HAKAILTHBAIOTCA TOJbko oo CT'A, mubo
BuTaHOIHBI. CYIIECTBYET MPEIIONOKCHHE, UTO CHHTE3 BH-
TAHOJIHAOB MOSIBIICTCSI B TCUCHUC SBOIFOLHH Y TEX MACJICHO-
BBIX, BPEIHUTCIN KOTOPBIX MPHOOpEIH pe3ucTeHTHOCTh K CI'A
(Knoch et al., 2018).

4.  IIpomcxo:xaenne myrteii OnocnHTesa

ATKAJIOHAOB Ta0aKa

Kymsrusupyemstit Tabak Nicotiana tabacum sBisieTcs ani-
JOTETPAIUIONAHBIM PACTCHUEM, OOpA30BaBIIMMCA, CKOpEe
BCETO, B PE3YIbTATEC THOPUAMBAINH IBYX JUIUIOHTHBIX TIPE-
koB N. sylvestris Speg. & Comes u N. fomentosiformis L.
(Kajikawa et al., 2017). BHOCHHTE3 HHKOTHHA W TOJXOOHBIX
€My aIKaJTOWI0B B TADAKE HE CBA3AH C MCBAIIOHATHBIM Iy TEM
CHHTE3a XOJIECTEPHHA, KaK Y PACTEHUH TOMAaTa M KapTO(eILs,
W AMEET PSJ YHUKAILHBIX 0COOCHHOCTEH. MONEKyIa HHKO-
THHA COCTOUT U3 MUPUANHOBOTO M MHPPOIHIHHOBOTO IIUKJIOB,
KOTOPBIC CHHTE3HPYIOTCS HE3aBUCUMO APYT OT APYyTa U Jajee
O0OBCANHSIOTCA B OJHY MOJICKyJdy. Habop CTpyKTYpHBIX re-
HOB, KOAMPYIOINX (PEpMEHTHI MyTEH CHHTE3a ABYX IPE/IIe-
CTBCHHHUKOB MOJICKYJIbI HUKOTHHA, PACTIONIATACTCS B PA3HBIX
JOKycax, HO ()OPMHPYET CIMHBIN PETYJIOH, CTPOTO KOHTPOIH-
PYIOLIMICS KaCMOHAT-OMIOCPEAOBAHHON CUCTEMOM, M PEryJii-
TOPHBIMH TeHaMHu, HaxomsmuMmucsi B Jokyce NICOTINE2
(NIC2). T'ens! (epMEHTOB, YUACTBYIOIINX B CHHTE3C HHKO-
THHA, SIBJLTIOTCS Iy ITHIHPOBAHHBIMH IIAPAIOTaMH TEHOB Tep-
BHYHOTO McTabomm3Ma NAD u momnaMuHOB (PHC. 2), OCTe-
JIOBATCNIHHO BCTPOMBIIMMUCSI B 3TOT PETYJIOH IyTeM CyO-
(dyHKIMOHAII3anNK 1 Heo -pyHkmmonamm3anuy (Kajikawa et
al., 2017). OmHako BpeMs H CIOCO0 AyOTHPOBAHIS ITHX ABYX
myTeit paznmdarorcs. JyOmmpoBanue myTH OHOCHHTE3A TTOITH-
AMHHOB (CHHTE3 NMHPPOIHANHOBOTO KOJbIIA HHKOTHHA) IPO-
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H30IUIO 3BOJFOIMOHHO PAHBINE, B PE3YIBTATE MOJHOTCHOM-
HOH TPWIUIMKALWH, a4 THMPHIMHOBAS BETBb 0OPa30BANACh
MO3KE KAK PE3YJIbTAT YEPEAbI OTACIbHBIX COOBITHH AYIUTHKA-
e TeHOB OnocuaTe3a NAD (Xu et al., 2017).

KrroueBbIM T€HOM, ONIPEACILIFOIMM 3TAIl CHHTE3a MHPPO-
JMIMHOBOTO KOJbLA, CYMTACTCSI TEH IyTPECHUH-N-METH-
arparcdepassl (PMT) (Hibi et al., 1994; Riechers and Timko
1999), mpomsomemmuii OT reHa cnepMuanHCHATA3H (SPDS)
M TIOJTy YMBIIMHA HOBBIC CBOWCTBA MOCJE AYIUIMKALMHU, TO €CTh
B pesyabrare Heo(yHkumoHam3auuu (puc. 2). Crexyronmm
(pepMEHTOM 3TOTO MYTH ABIICTCA N-METHIITYTPECIHH OKCH-
maza (MPO), reH KOTOpPOil MPOM30IIET OT TCHA THAMHHOKCH-
masel (DAO) BO BpeMS MOJHOTCHOMHOH MYIbTHITIHKALIIH.
O0a 3THX TeHa NMPHUCYTCTBYIOT B T€HOMax poJoB Nicotiana,
Solanum n Petunia, 9T0 yKa3bIBaCT HA APEBHOCTH ITOH AYILIH-
kanmu B Solanaceae (Xu et al., 2017; Heim et al., 2007; Shoji,
Hashimoto, 2008).

KmrouesbiM (epMeHTOM OHOCHHTE3a HHPHMHIWHOBOTO
KOJbLA CUYHTAcTCH XWHOMMHAT (ochopubosunrpanchepasa
(QPT2), reH KOTOPOI ABIICTCS JIOKATFHO AYILTHIUPOBAHHOH
KommeH anajnormyroro rera QPT1, mpuHMMArOmero yqactue
B cuHTE3¢ NAD. B oTIIH4HE 0T OTHOCHTCITFHO APSBHETO MPO-
HCXOKICHMSI OHOCHHTE3a MHPPOJIMINHOBOTO KOJIBIA, YABOC-
HHC TEHOB IyTH NAD, KOAMPYIOIIMX acmapTaT-oKCHIA3y
(AO) u dochopudosmTpanchepa’y XHHOTHHOBOH KHUCIOTHI
(QPT), oTBETCTBCHHBIX 32 OHOCHHTS3 MHPHIMHOBOTO KOJIBIA,
saeigeTcs crienupmaabM 111 Nicotiana (Xu et al., 2017). Dep-
MCHTAMH, TMPHHIMAOMINMH YYacTHS B OOBCAHHCHUH KOJICIL,
TIPEATONOXKUTEIBHO, SBIBIFOTCA H30(IaBOH PpemyKTasa-mo-
nobuerit 6e1ok A622 m depment BBL (berberine bridge en-
zyme-like) (Kajikawa et al., 2011).

5.  Onsir MoanduKamu MeTa00IM3Ma AJTKATIONI0B

Tadaka

OnpeaeICHHBIIH OTBIT B MCTA0OTHUCCKOH HHKCHCPHH TIAC-
JICHOBBIX HAKOIUICH B PsAC PaboT 1Mo MOJU(PHKAIIMH CHCTEMBI
OmocHHTE3a HUKOTHHA B PACTCHIIX Tabaka. B Tabimie mpen-
CTABIICH CITHCOK 3KCIICPUMCHTOB IO MAHHITY JUIIHH JKCIPEC-
CHEH TCHOB METaboIM3Ma ajdKanounoB N. tabacum. 11 Mo-
JU(UKAOUKE aKTHBHOCTH KJFOUEBBIX (DepMEHTOB OMOCHHTE3a
HHUKOTHHA UCTI01630BaH ()eHOMeH PHK-naTepPepeHIny, KO-
TOPBII 3aKJIFOYACTCS B TOM, YTO TPAHCTCHHAS SKCIIPECCHS aH-
THCMBICJIOBBIX WK AByxuenoydeunblx PHK mpusBoaut k cy-
TIPECCHH IIEJICBOTO TEHA M CHIDKCHHIO COJCPKAHHA €r0 Mpo-
aykra. Cynpeccun o JBeprauch IeHbI, KOIUPYOIIHE KIFOUe-
BbIc ()epMCHTHI PA3HBIX CTATUH CHHTE3a HUKOTHHA. Bo BCex
JKCIEPUMEHTAX HAOIIOAATIOCH CHIDKCHHUE YPOBHS HUKOTHHA, a
TaKXe, B HEKOTOPBIX CIIYYasX, HAKOIICHHEC MHHOPHBIX AIIKa-
JOUOB, CHHTC3HPYIOIIUXCS W3 OOIIMX IPEAMCCTBCHHUKOB
(puc. 2). Ilpn momasneHnu TeHOB cemercrBa PMT HaOmIO-
Jancst 3pQeKT HapyIeHHsI POCTa ¥ PA3BUTHS PACTCHHUH.

6. JKacmoHoBas peryasiust MeTadoI3Ma AKAJION-

JOB CEMEIiCTBA MACICHOBLIE

KacMoHOBAA KHCI0TA H €¢ MPOU3BOJHBIC — KACMOHATEL,
OTBCUAIOT B PACTCHHUH 32 PCTYJLAMHIO OTBETA HA CTPECC, KAaK
A0OHOTHYCCKHI, TaK U OHOTHUCCKHI. M3BECTHO, YTO KACKAIBI
JKACMOHOBOHM CHCTEMBI PCTYJHAMNH JICHCTBYIOT uepe3 OCIIOK,
mpuHAANCKAmmH  F-box  cucTeme CORONATINE
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INSENSTIVE 1 (COIl), xoropsrit ¢opmupyer E3 yOuxsu-
THH-TIMTA3HBIH KOMIUIEKC, YTO TIPUBOJHUT K MPOTEOIN3Y TPaH-
CKPHITIIHOHHBIX PEIPECCOPOB, Ha3biBaeMbIX JAZ (JAsmonate
ZIM domain). Jerpagaums JAZ npuBOANT K AKTHBAILIHH TPAH-
CKPUIIIHOHHBIX (pakTOpoB 1 mx mumeHei (Abdelkareem et al.,
2017). MHOTOYMCICHHBIE TIOCIETHUE UCCICA0OBAHUSA TIOKA3BI-
BAIOT, YTO PETYJLIIIHIO META00IN3MA ATKATIOUIOB TACICHOBBIX
BBINOJTHSIOT TPAHCKPUIIIUOHHBIC (DPAKTOPBI, MPUHAICKAIIIC
JKACMOHOBOH cucteMe. Taxke OBLIO YCTAHOBIICHO, YTO TCHBL,
KOIMPYIOIIHME 3TH TPAHCKPUIIHOHHBIC (DakTopel B MeTaldo-
mm3Me Kaprodert, Tomara u Tadaka — TOMOJIOTH, M TOXKE 00-
Pa3yIOT KIACTEPBI. DTH TOMOJIOTH SIBJBIFOTCS TPAHCKPHUITIIHOH-
HbIMH  (DAKTOpAMH,  NPHHAOICKANIMMH K  T[PyIIe
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APETALA2/ERF TpaHCKpUNIMOHHBIX (PAKTOPOB mMOICEMEH-
crea ERF IXa (Zhou and Memelink, 2016). B pactenmsax xap-
ToenT M TOMATa 3TY PETYATOPHYEO (DYHKIMIO BBIIOJTHSICT
reH GAMFE9 (cm. puc. 1). B padore Yangping Li ¢ coasTo-
pamu (2018) TOKA3aHO BBICOKOC PA3HOOOpA3HE ANUICIICH
GAMFEY9 y tukux poJCTBEHHHKOB KapTo(ems, B TO BPpeMs KaKk
JOMECTHIIMPOBAHHBIC (OPMBI 00IAJAFOT MAJBIM YHCIIOM all-
nene 31oro reHa. OCHOMEH JIOKATBHOTO CHIDKCHHUS Pa3HO00-
paszus SIBILIETCSI HHAMKATOPOM O0TOOpa MO JAHHOMY JIOKYCY H
CBHJICTEILCTBYET B MOJIB3Y TOTO, uT0o TeH GAMEY sBusercs
TCHOM JOMECTHKAIWMH, OTPEACILIOMIM YPOBCHb TOKCHYHO-
ctu. 'er GAMFE9 BMecTe ¢ ApYrEMHU NOAOOHBIMH €My TCHAMH
TPAHCKPUIIIHOHHBIX (PAKTOPOB OKAIHN30BAH B IPEIEIaX Kia-
crepa, HazearHOTO QTL1 (Cardenas et al., 2016).
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Puc. 1. Cxema onocunresa purocrepnuos, xojaecrepuaa, CI'A u BHTAHOIHIOB.
GAMES9 — TpaHCKpHIIIHOHHBIH (akTop THa AP2/ERF; roMosiors orMeucHs pamMkoi: 24ISO — crepon-A?*-mzomepasa; SSR1 — pemyKTaza 60KOBOIA e CTe-
pona 1; SSR2 — penykTaza 6okoBoit renu ctepona 2; CAS — mutoapreHon-cunaTasza, SMT1 — crepon C24-metmntpancdepasa, C5-SD — crepon C-5(6) nmeca-
Typasza, MYC2 — tpanckpunimonnsii pakrop, GAME7 — C22-runpokcmnaza, GAMES — C26-runpokennaza, GAME6 — Cl6-runpokennaza, GAME11 — 2-
OKCHTITyTapaT3aBucHMast fuokcurenasa, GAME4 — nmutoxpom P450 88D, GAME12 — tpancamunasa, SGT1 — ramaxrozuntpanchepasa, SGT2 — rimokosn-

nrparchepasa, SGT3 — pamHO3mITpaHCchepasa

Fig. 1. Scheme of the biosynthesis of phytosterols, cholesterol, SGAs (steroidal glycoalkaloids) and vitanolides.
GAME9 — AP2/ERF type transcription factor; homologs marked with frame: 24ISO —sterol-A24-isomerase; SSR1 — side chain sterolreductase 1; SSR2 — side
chain sterolreductase 2; CAS - cycloartenol synthase, SMT1 — sterol C24-methyltransferase, C5-SD — sterol C-5 (6) desaturase, MYC2 — transcription factor,
GAME7 — C22-hydroxylase, GAMES — C26-hydroxylase, GAME6 — Cl6-hydroxylase, GAME6 — 2-oxyglutarate dioxygenase, GAME4 — cytochrome P450
88D, GAME]2 — transaminase, SGT1 — galactosyltransferase, SGT2 - glucosyltransferase, SGT3 — rhamnosyltransferase.

B pacrenmsix Tabaka KOHTPOJb CHHTE3Ad HHKOTHHA OCY-
MICCTBIUIFOT TCHBI, HAXOMINIMECS B JABYX JIOKyCax
NICOTINE1 u NICOTINE2 (NIC1 u NIC2). ITokasaHo, 4To
reHbl FRE189 n FRF 199 naxomarca B mokyce NIC2 Bmecte ¢
CCMBIO MOJOOHBIMU TCHAMH, OHH OPTraHW30BAHBI B KIIACTEP U

buomexHos02uAa U cenekyua ,OOCmEH(J(j

38

ABILAFOTCSA ToMostoraMu GAMEY. TpaHCKPHITIIMOHHAL PETY -
s nocpenctsoM ERF u xoopauHUpyrommee ASHCTBHE TPaH-
cKpunioHHBIX (hakTopoB MYC2 moarBep;KmacTcsi 4acThiM
TIOABICHUEM POJICTBCHHBIX IHC-PETYJHITOPHBIX 3JICMECHTOB
3THX (DAKTOPOB B MPOMOTOPHBIX OOJACTAX HIDKCCTOSIIHX
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crpykrypHeix reHoB (Kajikawa et al., 2017). IToarsepxkme-
HHEM PEryJITOPHOU poim reHoB LRF 189 u ERF 199 aBnseTcs
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TO, YTO B TCHOMC JHHHHA Ta0aKa ¢ HU3KUM HAKOIUICHHEM HU-
KOTHHA W €r0 NPOM3BOAHBIX NMPUCYTCTBYCT ACJICUIUA BCETO
ximactepa reaoB ERF (Cardenas et al., 2016).

D E

OPHUTKUH

‘ODC1|i i‘ODC2

NyTPECUMH _

| e
PMT i | SPDS
v
N-meTunnyTpecuwH CcnepMuanH

[weor ]

N-MeTunammHoOyTaHans

amuHoOyTaHanb

BBL? BBL l
BBL
aHaba3uH 2,5-anranponupnauH ————— - [lepBuuHbIi METAGONM3M
v HUKOTUH
BBL?
' i NDM - F - BropuuHbii metabonusm
aHaTa6uH ¢
HOPHWUKOTHUH

Puc. 2. Moaen, OnocnaTe3a HUKOTHHA, o Lewis ef al., 2015.
A — mpeAnonaracMelil cuATe3 aHabasuHa; B — cuaTes NAD); C — cHHTE3 NHPHANHOBOTO KOJIbl[a HAIKOTHHA;, D — CHHTE3 MHPPOIHARHOBOIO KOJIbIla HUKOTHHA; E
— cunTe3 monmamunoB. LDC —mmsunnexap6okennaza; DAO — nuamunokcniasa; BBL — berberine bridge enzyme-like (et ananora na pycckom), AO1 u AO2
— acmaptaTokcryasa | u 2 (romonorn);, QS — xunonatcuuTasza; QPT1 n QPT2 — xunommHaT dochopudosmnrpancdepasa 1 u 2 (romonorn); A622 — uzodiaso-
HOpenmyKTazonoaooHbii 6enok, NDM — aukorunmemerunasa MPO1 — metunmytpecituaokennasa 1; PMT — mytpectniun metuntpancdepaza; SPDS — cnepmu-

muacuATasa;, ODC1 u ODC2 — opautHHACKapOokcuaasa 1 u 2 (ToMosioTH).

Fig. 2. Nicotine biosynthesis model, according to Lewis et al., 2015.
A — putative synthesis of anabasin; B — synthesis of NAD; C — synthesis of the pyridine ring of nicotine; 4 D — synthesis of the pyrrolidine ring of nicotine;
E — polyamine synthesis. LDC-lysine decarboxylase; DAO — diamine oxidase; BBL-berberine bridge enzyme-like; AO1 and AO2 — aspartate oxidase
1 and 2 (homologues); QS — quinolate synthase; QPT1 and QPT2 — quinolinate phosphoribosyltransferase 1 and 2 (homologs); A622 — isoflavone reductase-
like protein; NDM —nicotine demethylase; MPOI — methylpressine oxidase 1; PMT — putrescine methyltransferase; SPDS — spermidine synthase; ODCI1 and

ODC2 - ornithine decarboxylase 1 and 2 (homologs).

Bo3MoKHBIC CTPATErnH reHEeTHIECCKAX MoAn(puKanmii s
CHIKCHH S TOKCHYHOCTH ITACICHOBBIX

CoBpEeMCHHBIC MCTOIbI OMOTCXHOJIOTHH TO3BOJIAIOT BHO-
CHTb HATIPABJICHHBIC M3MCHCHHSA B TCHOM M MAHHITY IHPOBATH
MOJICKY JBIPDHBIMH TIPOIICCCAMH, HMPOUCXOIAIIMMH B KICTKAX
pacteHuil. BBICTpBIH IPOrpecc B PEIAKTHPOBAHMH TEHOMA
CTaJ BO3MOKEH OJ1aromaps OTKPBHITHIO HyKJI€a3, KOTOPHIC CO-
3MAI0T JBYHHTCBBIC Pa3phIBEI B IHEICBBIX yuactkax JIHK
(Gerasimova et al., 2017). CucteMa METOAOB HA OCHOBS
PHK-nmanpasnennsix Hykireas (CRISPR/Cas) B mocriemmue
TOxbl IIMPOKO HCIOJB3YETCS MM YIYUIICHHS OTACIBHBIX
CBOWCTB KyabTypHBIX pacteHuii (Korotkova et al., 2017).
IlpumeHeHHE 3TOM CHUCTEMBI AJI1 CHIDKCHUS TOKCHYHOCTH
pacTeHuii CeMEH-CTBA TACIACHOBBIX MOMET IMO3BOJIMTH
JOCTHYb CTOMKOTO HAcleayeMoro 3(@exkra u IMOIy4HTH
CTaOWIbHBIC ITMHHH W COPTA, KOTOPBIC Jaiee MOTYT OBITh
HCTIONB30BAHBI B CENCKIMH W IPOM3BOJACTBE. ApCeHAN
METOJOB T€HOMHOH HHKCHEPHH BKIIIOYACT B CEOS HOKAYT
OTACTBHBIX TCHOB, PEAAKTHPOBAHNE PETYITOPHBIX PAHOHOB
TCHOB Ml N3MCHCHNE IIATTEPHA WX JSKCIPECCHH, TOYHbBIC
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MOAu(UKAIMK ~ KOJUPYIOHICH MOCTICAOBATEIBHOCTH  C
m3MCHCHHCM  (D)YHKUHH, OOmBIIHC JCICHHH  PAiOHOB
xpomocoMm (Gerasimova et al, 2017). Becs 3T0oT apceHan
MOKHO HCIIONIB30BaTh A1 METabOMMUCCKOM HHXCHEPHH
CEeMEHCTBA  TACICHOBBIX. HOKAayT TEHOB  OTAEIBHBIX
(epMECHTOB METAaOOJNMYECKUX IyTEH MOXKET HAINPaBUTh
MeTaboM3M PACTCHHH IO ANbTCPHATHBHOMY IIYTH WIH
MpepBaTh LEMOYKY XHUMHUYCCKUX NpeBpallcHuil. B kadecTse
TCHOB-MHIICHEH /U1 CHU)KCHHS TOKCHY-HOCTH JUKHX BHIOB
KapTo()eIT MOXKHO PACCMATPHBATh TCHBI TAHKO3mIa3 SGT
McCue et al., 2006, 2007, 2009, 2017), HaxoadIIHECS B
ronue nytu cuHTe3a CT'A (cm. puc. 1). Ilpm HOKayTe 3THX
TCHOB HE OyAyT 3arpoHYTHl >KH3HCHHO BA’KHBIC CHH-
tetmdeckue myTtH. Ilommwkenne ¢yaxkumu GAMES (pgal) n
GAMEG (pga2) (cm. puc. 1) xaprodens npu nomonm PHK-
uHTEp(EpeHINN TTPUBOINT K CHIDKEHHIO coaepxkanus CI'A
6oxee yeMm B 10 pa3 u MOBBIIICHUIO COACPKAHMS CyOCTPaTOB
atux (pepmenToB. [Ipy MX 1EaKTHBALMU PACTCHUS XapAKTEPH-
30BaJIHCh HOPMAJTBHBIM BCTCTATHBHBIM POCTOM H KIIyOHCOO-
pa3oBaHHUEM, HO OTIMYAINCH CTCPHIBHOCTBHIO IO MY KCKOMY
tumny. Kpome Toro, ObLTO mMOKazaHO, 4TO0 KIyOHM TpaHC-
TCHHBIX PACTCHHH HE TPOpacTald TMpPH XPAaHCHHH
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Ha BO3AYXC WM B BOJE, HO NPOPACTAIM NPH XPAHCHHH B
MOYBE, 4 TAKKE B MUTA-TEIBHOM Cpene, YTO JaCT OCHOBAHHA
CYJUTh O IIeHOTporHOM 3()(peKkTe MOTU(DMKAIMH ITHX TCHOB
(Umemoto et al., 2016). Cxoxyro KapTHHY HAOIOJAIHN TIPH
cympeccmn GAMFEI] (20DG — 2-oxoglutarate-dependent
dioxygenase), OOHAKO PACTCHUSA CO CHIDKCHHOH (DyHKI(HCH
3TOTO TEHA OCTABANHCH (PEPTHIILHBIMH, YTO JACT OCHOBAHHA
paccmatpuBath TeH  GAMFEI]  xak  KaHOWOAT I
HAMPABICHHOH  MOAM(DHKALMH C  LCIBK  CHIDKCHHSA
TOKCHYHOCTH muKHX (opMm kaprodema [Amd CHIKCHHA
HAKOIUICHHA HHKOTHHA B JIACThAX Tabaka  MOYKHO
PAcCMOTPETh BAPHAHTBHI HOKAYTA KIFOUCBBIX TCHOB CHHTE3A
aukotuHa (PMT, QPT, BBL), a Taloke TCHOB TPAHCIIOPTCPOB

TeHbI-MULEHW ANA METaBONNYECKON UHKEHEPUM NpeacTaBUTENEN
cemelicTBa Solanaceae: 3BONOLMA U CTPYKTYPHAs opraHusaLms

HHUKOTUHA, IOCKOJBKY B JINCThSIX HUKOTHH HAKAILITMBACTCA 34
CYET TPAHCTIOPTA M3 KOPHMA, a HE cuHTe3a in situ. OgHAKO,
HALCITUBAACH HA CTPYKTYPHBIC TCHBI BTOPHYHOTO MCTA0O-
JA3MA, MOYKHO CTOJKHYTBCA C MPOOICMOH HAPYIICHHS TEp-
BHYHOTO MCTA0OIM3MA M CHIDKCHHS >KH3HCCTIOCOOHOCTH H3-
32 MHAYKIHH MYyTaIlMii B TOMOJOTHYHBIX T¢Hax. Hamboee
MPUBICKATCIHBIMA ~ MHIICHAMH OIS  MOJU(DHKAIHA
MeTaboIM3Ma HUKOTHHA SBISIIOTCA TeHBI A622 m BBL, Tak
KAaK OHH VYACTBYKOT B OOBCAMHCHHH THPHIAWHOBOTO H
NHUPPOTUIUHOBOIO KOJEL W HE 3aTPAruBarOT MEPBUYHBIN
metabomm3m (Kajikawa et al., 2009, 2011).

Taomma. Mommduramui MeTagoan3Ma ATKAJONI0B Ta0aka MPH MOMOINH CYNPECCHH OTXEIbHBIX CTPYKTYPHBIX T€HOB
Table. Modifications of the tobacco alkaloids metabolism via RNA-mediated gene suppression

DepMeHT OyHKIMS TeHa Pesymprar UcTounnk

Enzyme Gene Function Result Source

Ilyrpectma N-me- | IlepBas cragus cuHTe3a nuppoauauHoBoro | CHIDKeHHe cofepikaHHMs HUKoTHHa, aHoMaiuuu | Chintapakorn, Hamill,
TUITpaHcdepaza KOJIbITa HUKOTHHA JIACTHEB U COLBETH, 2003; Wang et al,
(PMT) peskoe yBelIMUeHUe YpoBHel aHatab1Ha 2008,

Wang et al., 2009

N-mermmmyrpeciiu- | Katanusupyer Bropyto crajguio GHOCHHTe3a

AmnarabuH ctan npeobiaalonuM aIKaIouIoM 3a

Shoji, Hashimoto, 2008

Hokcunaza (MPO) MTUPPOITUTUHOBOTO KOJIBIIA, OKMCIUTEIBHOS | CcUeT YMEHBIICHHS COJepKaHHsl HUKOTHHA
JIe3aMUHUPOBaHHEe N-METHIITYTPeCLUHA C
obpazoBaHieM 4-MeTHIAMHHOOYTaHAIS
Xunomuuar  ¢oe- | Karamusupyer Touky BXoja B yTh Onocun- | CHM)KeHHE YPOBHS HUKOTHHA Xie et al., 2004
hopubozunrpanc- Te3a  HUKOTHHAMHJIAICHUHINHYKICOTHIA
(epaza (QPT) (NAD), B KOTOpOM HHKOTHHOBasI KHCJIOTa
SIBJISISTCSL TPOMEXKYTOUHBIM [TPOJYKTOM
Penyxraza (A622) YuacTByeT B HO3IHUX CTaJHsIX OHOCHHTe3a | YMEHbIICHHe CHHTe3a HUKOTHHA, HakorieHue b- | Deboer et al., 2009
HHUKOTHHA N riamkosnga HHKOTHHOBOM KHCJIOTHI
Berberine  bridge | ®naBunconepxamas okcunaza, npemanono- | MeHOTHI cO CHIKEHHBIM cozepxkanueM Huko- | Kajikawa etal., 2011

enzyme-like (BBL) | sxurensHO yuwacTByiomas B 3aKIIOUHTENb-
HOM CTaJuyl OKHCJICHHS JUI CHHTe3a HUKO-

THHa

THHA, HAKOILICHHE HOBOTO MeTaboINTa, UICHTH-
(UIMPOBAHHOIO KaK JUTHIAPOMETAHHUKOTHH
(DMN) B kopHsIX Tabaka

[MepcrieKTHBHBIM TOAXOA0M K CHH)KCHHIO TOKCHYHOCTH
MOXKCT OBITh WHIYKIHUA TMPOTSHKCHHOH ACICIHH BCCTO KJa-
CTepa PeryIATOPHBIX TCHOB CHHTE3a alKAIona0B. [t kapTo-
(e MOKHO PACCMOTPETh BO3MOKHOCTH ACICIHH KJIaCTepa,
Haxoxsmeroca B QTL1 xpomocomst 1, qia Tadaka — ACTCIHH
kmacrepa NIC2. Tloka3aHo, UTO TCHBI, JIOKAJTH30BAHHBIC B
ITHX KJIACTCPAX, HTPAOT KIFOUCBYIO POIb B CHHTC3C AJIKATIOH-
noB (Cardenas et al., 2016).

W3MCcHEHHE PETy IAUHN BCETO MY TH CHHTE3A TOKCHUYCCKIX
BCIICCTB MO’KET OKa3aThcs HamOosee 3(PEKTUBHBIM ITOIX0-
JTOM, TIOCKOJIBKY TaKad MOIH()HKAUA B HANMCHBIICH CTCTICHH
HAPYIIHUT CAMH CTPYKTYPHBIC (DYHKITHH TCHOB U ()CPMCHTOB H,
KaK CIICACTBHC, B HANMCHBIICH CTCIICHH CKAXKCTCSA HA JKH3HC-
CIMOCOOHOCTH W PA3BHTHH PACTCHHA. [Ipeamosaraertcs, 4To
CHIJKCHHC TOKCHYHOCTH KYJIBTYPHBIX (DOpM KapTO(eIt U TO-
MAaTa Mo CPABHCHHIO C THKUMH (DOpMaMH OBLIO JOCTHTHYTO 34
cuer 0TOOpa PacTCHUH ¢ OMPSACACHHBIMH AJICIISIMH OCHOB-
HOTO PETYJIATOPA 3TOTO MYTH — TPAHCKPHIIIHOHHOTO (PakTopa
tuma AP2/ERF (GAMEY). Moaudukanus Wid HOKAYT TPaH-
CKPUITIHOHHEIX (D)AKTOPOB, PETYTHPYIOMIMX HAKOIICHAHS TOK-
CHYHBIX BCIICCTB, MOKCT MO3BOIHTD PACIIMPHTH TIOHAMAHHUC
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PETY AN BTOPHIHOTO MCTA00IM3MA B 0KA3aThCS 3(PPCKTHB-
HBIM CIOCO00M MOAM(DHUKAINN YPOBHA TOKCHIHOCTH IICHHBIX
pacTeHuil.

Jax/mouenne

B03MOXHOCTH METOIOB PEIAKTHPOBAHMA TCHOMOB MO3BO-
JUIFOT CTAaBUTh 33Ja4H, CBI3aHHBIC C MOAM(HKAINCH BaKHCH-
IMHMX XO3AMCTBCHHBIX MPU3HAKOB PACTCHUN M MPUAAHUEM Pac-
TCHHSAM HOBBIX CBOWCTB, PACIIHPSIOIIUX 00JACTh UX IPHMe-
HeHms. B ciyuae mommdukamumm merabonm3Ma BO3HHKACT
mMpoOIeMa CITOKHOH TCHOMHOW OPTaHH3AlHH €T0 KOHTPOJI,
OOWIMSI TOMOJIOTHYHBIX TCHOB IIEPBUYHOTO METadOMM3Ma, a
TaKKe AYIUMLMPOBAHHBIX KOMHH T€HOB, (DYHKIMH KOTOPBIX
HEHM3BECTHBI HIIH OTIMCAHBI TOJLKO YaCTHIHO. BMemaTe16CcTBo
B CHCTEMY PETyILILMH METa0OIM3Ma MOXKET IPHBECTH K HE-
MPEACKA3YEMBIM MOCICACTBHAM, OJHAKO HMEHHO T'€HOMHOE
PEAAKTHPOBAHHE OTKPBIBACT IMyTH K ACTATBHOMY HCCIICAOBA-
HUFO (DYHKIMH KaXKIOTO T'eHA M pa3pabOTKH CXEM TOYHOH
HACTPOMKH MeTa0OIM3Ma IO KOHKPETHBIC 3a1a4u. Mertabo-
JIM3M NACJICHOBBIX SIBILICTCS OHOM M3 HAMOOJIEE XOPOIIO 0Xa-
PAKTEPH30BAHHBIX OHOXMMHYCCKMX CHCTEM PACTCHHH, a

2018:1(1)
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evolution and genome organization

HAKOILJICHHBIC 32 IOCJICIHHUE OBl JAaHHBIE O CTPYKTYPE F€HO-
MOB TO3BOJIIIOT TOYHO CIDIAHHPOBATH IKCIICPHMEHT IIO0 Te-
HOMHOMY PEJAKTHPOBAHUIO M HALICIHUTHCS HA OTACIBHBIC KO-
TN KOHKPETHBIX T€HOB. JIOMOTHUTEIHHBIM IPEHMY IECTBOM
TIACTICHOBBIX KaK 00BEKTa 11 METaDOIMIECKON HH)KEHEPHH
SIBIIETCSI MX CPABHUTEIBHO IIPOCTOC KYJIHTHBHPOBAHWE iN
Vvitro ¥ OOTATHIH OIBIT BRIPALIIMBAHKS B CEJILCKOM XO3SICTBE.
Hcnonb3ys MeTaboamM3M NMAcICHOBBIX KAK MOJAENb, MOJKHO B
0003pUMBbIC CPOKH MOJYIHUTH PsIIT HEHHBIX (yHAAMEHTAIBHBIX
PE3yJIbTaTOB, MO3BOJLIIOIIUX PEKOHCTPYHUPOBATH MEXAHH3M
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