OEJEPAJIBHOE I'OCYIAPCTBEHHOE BIO/DKETHOE YUYPEXXK/IEHUE
HAYKHN

«D®EJIEPAJIbHBIN HAYYHBIN LIEHTP BUOPA3BHOOBPA3M S HASEMHOM
BHMOTBHI BOCTOYHOM A31H» JAJIBHEBOCTOYHOI'O OTJIEJIEHNS
POCCHUICKOU AKAJTEMUU HAYK

Ha npasax pykonucu

Maxa3zen Amutpuii CepreeBuy4

Peryasiuus resoB cemerictea JAZ nocpeacrsom PHK-unTeppepenunu kak
HHCTPYMEHT aKTHBALMU BTOPUYHOI0 MeTa00/1M3Ma B KJIETOYHBIX KyJIbTypax
pacreHui

CrneunanbHoCTh 1.5.6 — buoTtexHnomorus (OMOIOTHYECKUE HAYKU)

Juccepranys Ha COMCKaHUE YUYEHOU CTETICHU

KaHAaugaTa OMOJIOTHYECKUX HayK

Hay4HbIi1 pyKOBOAUTEND:

k.0.H., Bepemeitunk ["anuna Hukonaesna

BJIAJJUBOCTOK - 2022



OI'JIABJIEHUE

OTJIABIIEHUE ..o 2
CITMCOK COKPALIEHII ......c.vooeeeeeeeeee oot eeee e eeeeee 6
BBEJIEHUE ..o 8
TJIABA 1. OB30P JIUTEPATYPBI ... 15

1.1. Kierounble KyJbTypbl pAcTEHUH KaK ajJbTEPHATUBHBIA HCTOYHHUK

BTOPHUUHBIX METAOOITHTOB. .....ceeuteenereesureesnreesteeeseeenseeesseeesnseessseesnseesnseeensseessseesseesses 15
1.1.1. KneToYHbIE KYJIBTYPBI PACTEHUM .....vvveeenerieeenireeeeiieeenereeennreeeennneeennns 15
1.1.2. I'pynnbl BTOPUYHBIX METa0OIUTOB U UX IPUMEHEHHE..........ccuereeene. 18
1.1.3. Perynsauust OMOCUHTE3a BTOPUYHBIX METAOOIIUTOB .....veeevenreaneeaneene. 22

1.2. Ponp CuUrHajabHOM CHCTEMBI JKACMOHOBOM KHCJIOTHI B peryiaanuu

BTOPUIHOTO METAOOITHBMAA ....vveeueveeereeanreeensreensseensseensseesseeensessnsseesssesssesssessnseesssseennes 25
1.2.1. Uctopust m GyHKITHU KK......ooooviiiiiiiiiiieeee e 25
1.2.2. CurHanbHasi CUCTEMA JKACMOHOBOM KHUCIOTBL.......vveeererreernnrreeenanneennnn 27

1.2.3. Ponb JAZ BO B3aumozelcTBuu curHaiabHor cucteMsl KK ¢ apyrumu

CUTHAJIBHBIMU CUCTEMAMHU PACTUTEIBHOM KITETKH «...ceeuvveenireeireeneeenieeenireenireenaneens 30
1.3. PHK-unrepdepenius kak MHCTpYMEHT OMOUH)KEHEPUH PACTCHUH. ..... 37
1.3.1. BUOMHKEHEPHUS PACTEHMM ....eeeeuevieeeerieeeireeeeireeeeereeesnreeenseeeennneesnnns 37

1.3.2. PHK-MHTEPDEPCHIIMS .....cevveeeiiieeeeiiiee et e eireeeeivee e eveeeseveee e 40

1.3.3. ArpoGakTepraibHast TPAHCHOPMALIHS. ......cceuvrreernrreeerereeenerreeenaeeeeennns 44

1.4. Bropuunsie MmeTabonuTel Arabidopsis thaliana........................ccuuven... 45
1.4.1. boraHuueckas XapaKTePUCTUKA APAOUIOTICUCA .....eeeevveeerereeeeeveeennnns 46

1.4.2. A30T1-, cepocoaeprkalire BTOpUuyHble METaboNMUThI apadbuoncuca... 47

1.4.3. ®apmakoiaoruyeckue CBOMCTBA a30T-, CEPOCOAEPKALIUX METAO0TIUTOB

apa6nn0ncnca .......................................................................................................... 51



1.5. BTtopuuHbie METaOOTUTHI VitiS VINIfEra .........ooeeeeueeeeciieeeiieeeieeeeieens 53
1.5.1. boraHuuyeckas XapaKTEPUCTUKA BUHOTPAIA «...eeevvreeernvreernnreeesnnneeeannns 54
1.5.2. Bropu4Hbie METAOOIUTHI BUHOTPAIIA ...vvveeeeerreeanrreeennrreeesssreeensnneennnns 55

1.5.3. dapmakosioruuecKkue CBOWCTBA mpaHc-pe3BEpaTpoIa M APYrux

BTOPUYHBIX METAOOTUTOB BHHOTPAMA ...ceuvveenereenreennreesreeeseeenseeesnseesseesnseeessseesnsens 57
['JTABA 2. MATEPUAJIBI U METOJDBI ......cc.eviiiiiiieeiieeee e 61
2.1. BUOMH(DOPMATUUCCKUN QHAITHB ... .veeeeeereeeenereeesrreeessreeessseeesssseeesssseeessssenns 61
2.2. Co31aHNE TEHETUUECKUX KOHCTPYKIIHMM ....vvveeniiereiiieeenieeeeieeeeireeeeaneens 62
2.2.1. Coznanue umuPHK miist TapretupoBanus rena AtJAZI..................... 62
2.2.2. Coznanue umuPHK miist TapretupoBanus rena VvJAZ9.................... 63

2.3. ITosyyeHue U KyJbTUBUPOBAHUE KIIETOUHBIX JIMHUM ....covveerneeenreenneeannne. 67
2.3.1. IlomyyeHue TpaHCTEHHOW KJIETOUYHOM KYIbTYpHI 4. thaliana ............ 67
2.3.2. [lonyueHne KICTOUHBIX KYIBTYD V. VINIferd.......ccccovvevvveeerveennnnannen. 67
2.3.3. ITocTaHOBKA CTPECCOBBIX IKCHIEPUMEHTOB .....vveeeererrreeeeernrrreeeeennnnnenns 68

2.4. MOAEKYASAPHO-TEHETUUECKHUE AHATMBB .....vvveeeeieeenrreeeneeeeenareeeesreeesnneenns 69

2.4.1. OnpeneneHne TpaHCTEHHOCTH MOTYUYEHHBIX KJIETOYHBIX KYJBTYP .... 69

2.4.2. Oxcrpakuust PHK u cunte3 KJITHK ........ccoooiiiiiiie, 70
2.4.3. KonuyecTBEeHHbIN aHaIu3 3Kcnpeccuu reHoB Mmetoaom [1I[P-PB ..... 71
2.5. XMUYECKUI1 aHAIN3 BTOPUYHBIX META0OJIUTOB KJIETOUHBIX KYIBTYP ..... 72
2.5.1. PACTBOPUTEIIH U PEAKTHBBI .....ccuvveeeirreeeireeeannreeeasereeeasseeesnsseessssneenns 72
2.5.2. IToAroTOBKA OOPA3IIOB JJIST AHATMBA ..eeeeueveeeenereeeaereeensereeesssseeesssseeenens 73
2.5.3. AHanmM3 3KCTpaKTa KIECTOYHOU KYJIBTYPhI apaOHUIONICHUCA.................. 73
2.5.4. AHanu3 3KCTPAKTA KJIECTOYHOU KYJIbTYPbl BUHOTPAIA.......evveeeernenneen. 74

2.6, CTATHCTIIKA .. eeveeeeeeee e eeeeeeeeeeee e e e e e eaaee e e e e e e e s eaaeseaeaeeanaseennaeeennaeeennnns 75



I'JTABA 3. PE3VJIbTATBI 1 OBCYXIEHUE........cccciiiiiiiiiiiiceceee 76

3.1. buoundopmarnyeckuit ananus rena AtJAZ1 apabunoncuca u rena VvJAZ9

153702 (0) 1 0 11 ¢ HON SR UURRRPPPSP 76

3.1.1. ®unoreHeTHUYECKUN aHAJIN3 aMUHOKHUCIOTHBIX MOCJIEI0BATEIbHOCTEN

LAWY oY:163 701 (0 (0% (6100 7 03705 () iy o - Vi - USSR 76
3.1.2. Aganu3 0enoK-0eKOBBIX B3aUMOAEUCTBUN AtJAZ L ..cceeveveeeeeeen. 77

3.2. TlonyyeHue TreHETUYECKUX KOHCTPYKIUWA M TPAHCTEHHBIX KIJIETOYHBIX

KYJBTYP apaOUIOTICHCA U BUHOTPAIA. «..eevuveeureaneeenriensreeneeeseenseesseesneesssesnseesseesseesnsesnne 79

3.2.1. TlonyuyeHHe TEHETUYECKHX KOHCTPYKLUMA U TPAHCTCHHBIX KYJIBTYP

KITETOK APAOTIIIOTICHICA «....vvveeueeeenereenereenseeesseeeseeeseeessseessseessseesssessnseesssssesssesssseesnses 80

3.2.2. llonyyeHre reHeTUYECKUX KOHCTPYKIUMH M TPAHCT€HHBIX KIJIETOYHBIX

B07050707 0050705 (001 o -1 C: USSP 84

3.3. CopepxaHue BTOPUYHBIX META0OJIUTOB B KIETOYHBIX KYJIbTypax

APAOUTOTICHICA Y BUHOTPAMA .vvveeevveeeenereeensrreeeassseeesssseesssseeeessssssssssseesssssesssssessssssesnnnens 88

3.3.1. buocuHTe3 a30T-, CEPOCOACPIKANIIUX METAOOIUTOB B KOHTPOJBHON H

TPAHCTE€HHOU KJIETOYHBIX KYJIBTYPAX APAOUIOTICHCA ...vvveenereenieeenireenareeeeeeseeeenenes 88

3.3.2. buocuHTe3 mpawnc-pe3BepaTposa B KOHTPOJIBHOM W TPAHCTEHHBIX

KJIETOUHBIX KYJIBTYPAX BUHOTPAIA ..ccuveeeuereenreennreeaseesseeenseeessseesseesseesnsseesssessnses 95
3.4. BiusHue MeTHIDKaCMOHATa Ha KyJIbTYphl apabuoncruca ¥ BUHOrpajaa... 98
3.4.1. BausHue MeTWIHKacCMOHATa Ha KYJIBTYPhI apaOUIONCHCA ................. 98

3.4.2. BnusHue METUIKACMOHATA HA KYJIBTYPbl BUHOTPAARA ..ccvvvveenerennnee. 99

3.5. BausiHue CTpeccoBBIX YCIOBHM (COJb, XOJIOA) HAa POCT M COJEp KaHHE

KAMQJICKCUHA B KJIIETOUHBIX JIMHUSX APAOHUIIOTICHCA ...eevvveenrreeereennreeereeeeneensseenseens 103

3.6. Mousiekymnsipablid Mexanu3Mm JAZ-onocpenoBaHHoro B3anmopaencteus KK,

ABK 1 AOK cUTrHaNbHBIX CUCTEM MPU XOIOJTOBOM CTPECCE. ..eeeenvrrrernrrreeanereeennneasns 106

SAKJTHOUEHUE ..ottt 111



BbIBO/IbI

CIIMCOK JIMTEPTVYPDL ..ottt



CIIUCOK COKPAILIEHUN

2,4-]1 — 2,4-nuxnoppeHOoKCuyKCyCHasi KUCIOTa
6-bBAIl — 6-6eH3mI-aMUHOITYpUH

bHLH — cemeiicTBO 0€lKOB, UMEIOIIUX OCHOBHYIO CTPYKTYPY CIHpPalIb-NETIs-

cripaisb (ot aHri. basic helix-loop-helix)
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CYP — nuroxpom P450 (ot anrma. cytochrome), cynepcemMeiicTBO MOHOOKCUTEHA3
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myb gomes (ot anri. Myeloblastosis virus)
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BBEJAEHHUE

@dyHIaMEHTABHBIE HMCCIIEIOBAHUS OWOJOTUYECKUX (YHKIUN pPACTUTEILHON
KJIETKH HaxOJAT IIHMPOKOE TMPAKTHYECKOE NPUMEHEHUE B pPa3IUYHBIX cdepax
UCITIOJIb30BAHUSI PACTUTENBHBIX PECYPCOB, OJHOM KOTOPBIX SIBIAETCS OMOTEXHOJIOTHUS U
onourkenepus. Cpeau pa3IMnyHbIX HaMpaBJIeHU OMOTEXHOJIOTUY PACTEHUH, TOTyUEHUE
LEHHBIX META00JIMTOB PACTUTEIBHOTO MPOUCXOKIEHUS HA OCHOBE KJIETOUHBIX KYJIbTYp-
MPOJYIICHTOB CTAHOBUTCA Bce Oo0Jiee aKTyadbHBIM W TIEPCICKTUBHBIM B CBSI3H C
YXYAIUICHUEM  JKOJOTHYECKOM OOCTaHOBKM M OOIIEMHUPOBOM  TEHACHIMEH K
MaKCHMAaJIbHOMY COXPaHEHHIO MPHUPOJHBIX pecypcoB u Omopasznoobdpaszus (Eibl et al.,
2018; Arya et al., 2020). OcHOBHOI TpOOJIEMO B JaHHOM HAIPABICHUU SIBISETCS
HU3Kasl MPOJYKTUBHOCTh KJIETOYHBIX KYJbTYpP MHOTHUX BUJOB pacTeHuid. [{ns pemenus
9TOM TPOOJEMBbI aKTHBHO HCIIOIB3YIOTCS METOABl OMOTEXHOJOTMH W TIOWCK
COBPEMCHHBIX, YHHBEPCAIbHBIX W O((EKTUBHBIX HWHCTPYMEHTOB T'€HETUYECKOUN
WHXXCHEPUHM PACTUTEIIbHONW KJICTKW SIBJISICTCS aKTyalbHOW 3amadeld B o0OJiacTu
ouorexHonornu W ¢usznonorun pacteHnil. CoBpeMeHHble TpeOOBaHHUSA K TaKUM
WHCTPYMEHTAM TOJPa3yMEBAIOT BBICOKHI aKTUBATOPHBIM 3(PdekT Ha OUOoCHUHTE3

(GU3MONOrUYECKH aKTHBHBIX BeHIECTB 0Oe3 ymiepOa Jisi POCTOBBIX XapaKTEPUCTHK

(Krasteva et al., 2020).

O¢ddexTuBHBIE TOAXOABI K aKTHUBAIMA BTOPUYHOTO MeTaboNM3Ma Ha OCHOBE
CBEPXIKCIPECCUH T€HOB (PEPMEHTOB OMOCHHTE3a WM TPAHCKPUMIIMOHHBIX (HaKTOPOB
pa3BUBAJINCh B MPEAbIAYLIYIO JAE€Kaay, M Ha pAAe KyJlbTyp I[OKa3aldd CBOIO
3¢ (HEeKTUBHOCTh. AJIbTEpPHATUBHBIM BAPUAHTOM MPUMEHEHUS B OMOTEXHOJIOTUH SIBIISIETCS
COBpPEMEHHas CCTeMa METOJI0B TEeHOMHOT'O PEIaKTUPOBAHMSI HA OCHOBE MCIOJIb30BAHUS
caiiT-HanpaBiieHHbIX HykJea3, SDN (Graham et al., 2020). OntumanbHbI BapuaHT
UCIOJIb30BaHUsl MeTOJI0B SND — 3T0 MHHTHOMpPOBaHUE SKCIPECCUU KaKOTo-IM0O0 TeHa, B
pe3ynbTaTe Yero Mnojgy4yeHHbIH HEeTpaHCTeHHbIA OPraHu3M MPUOOpETaeT HOBbIE CBOMCTBA.

Takum 006pa3oM, MOUCK TAPTETHHIX TEHOB, KOAUPYIOIINUX CYITPECCUOHHBIC PETYIATOPHBIC



6CJ'IKI/I, SIBIIICTCS HamoOoJiee AKTyaJIbHBIM M ICPCIICKTHUBHBLIM HAIIPpaBJICHHCM B o0iacTu

UCCIIEIOBAaHU OMOTEXHOJOTUHU PACTUTENBHBIX KIETOYHBIX KYJIbTYpP-TPOAYLIEHTOB.

Bropuunbie MeTabOMUTHI PACTEHUH SBISIFOTCS Ba)XKHOM YacThIO B 3al[UTHOU
CHUCTEME pPACTUTENIbHOW KJIETKHM KakK OT OMOTHYECKOTO, TaK M OT aO0MOTHYECKOIO
CTPECCOBBIX BO3JEHCTBUH. OTH COCIWHEHHS YacTO Ha3bIBalOT (HUTOAJIEKCUHAMH,
MOCKOJIbKY OHHU O0JaJaf0T CBOWCTBOM 3alUTHl OT (UTOMATOreHOB. BTOpmuHBIC
MeTa0O0IUThI HAIILUIA TUPOKOE IPUMEHEHHE B ()apMaKOJIOTHH, a TAaKK€ UMEIOT BaXKHOE
3HAYCHUE JJIS MUIIEeBOW M KOCMETHYECKOU MPOMBINIIIEHHOCTH. HO TOCKOIBbKY OMOCHHTE3
BTOPHYHBIX META0OJIMTOB DHEPro3aTPATHBINA, TO CTPECC-UHIYIHpYyeMas aKTUBAIUS HX
OMoCHHTE3a peryjupyercs Ui oOecreueHuss OHMOXMMHYECKOTO pPaBHOBECHS.
HcKycCTBEHHO aKTUBHpPOBAHHAS JKCIPECCHS TEHOB, KOIUPYIOMHX (PEPMEHTHI
BTOPUYHOTO MeTa0oJIM3Ma, Takke OyIeT MUIICHbIO ISl PeryJISTOPHOIrO armapara,
MMOCKOJIBKY MOET HAPYLIUTh KJIETOYHBIM romeocta3. IMEHHO reHbl CympeCcCHOHHBIX
PErYISTOPHBIX OCJIKOB MPEACTABIISIIOT MHTEPEC NIl OMOMHKEHEPHBIX MAHUITYJISIITUN C
MEePCIIEKTUBON MPAKTUUECKOTO MPUMEHEHHS, TTOCKOJIBKY OHHM 00Jiee TOHKO PeryJupyroT
pacrmpeiesieHie dHEPrud M MOTOKAa METAaO0OJUTOB MEXKIY POCTOBBIMU U 3alTUTHBIMH

GYHKIUSAMU.

Perynauuss GuocuHTE3a BTOPUYHBIX META0OJUTOB OCYILIECTBISAETCS TJIABHBIM
00pa3om curHayibHOM cuctemon xkacMoHOBOM KucioThl (JKK). KK — pactutenbHbIit
CTPECCOBBI TOPMOH, OMOCHMHTE3 KOTOPOTO aKTUBUPYETCS B OTBET HA HEKPOTPO(HBIN
naToreHes; crpecc-uHayuupyembiii n30biTok KK 3amyckaer KackaaHbli KOMILIEKC,
KOTOpPBI BKIIOUaeT OWoOcHMHTE3 (uTOamekcuHOB. B3auMOCBs3b TOPMOHAIBHBIX
CUTHAJIBHBIX CUCTEM PACTUTEIHHOM KJIETKH 00ycnaBiauBaeT BopieueHue KK curnanpHON
CHUCTEMBI TaK XK€ B OTBETHBIC peakiuu Ha abuotudeckoe crpecchl (Fernandez-Calvo et
al., 2011). KmroueBbiMu peryistopHbiMu diemMeHTamu KK-curHaibHON CcHCTEMBbI
SIBJIAIOTCSI HE TaK JaBHO OTKPBIThIE CYIIPECCHOHHBIE (DaKTOPBI TPAHCKPHUIIIIMU CEMENCTBA
JAZ (Jasmonate ZIM-domain proteins), KOTOopble 3aTeM OBUIM OTHECEHBI K Ooiiee

kpynHomy cemeiictBy TIFY (cemeiictBo copepxaiuue koncepBatuBHbIil (TIF[F/Y]XQ)
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noMeH). JAZ 6elku HecyT CynpecCHOHHYI0 (YHKIIMIO Ha MaHep oOpatHoi cBsizu B JKK-
CUTHaJbHOU cucTteMe. [pyrumu cnoBamu, JAZ y4acTBYIOT B MOJJAEPKAaHUU TOMEOCTa3a
KIETKH PETYNHPYs M30BITOYHYIO MPOAYKIUIO (DUTOATEKCUHOB M JPYTHUX IPOIIECCOB,
crienr(pUUHBIX JJIs1 OCTPOM OTBETHOM peakiuu. Takum o0pazom, uccieaoBanue dpdexra
WHAKTHBAIIMU CYyNpeccopoB cemeiicTBa JAZ Ha OMOCHMHTE3 (PUTOATIEKCHHOB SIBIISICTCS
aKTyaJIbHbIM HANpaBJICHUEM OMOTEXHOJIOTUU PACTUTEIBHOM KIIETKH, a MCCIEIOBaHUE
COMYTCTBYIOIIMX MOJICKYJSIPHBIX MEXAHU3MOB TIPEJACTABIISICT BBICOKUM HAyYHBIN

untepec (Vanholme et al., 2007).

Ha uHauBuayanbHBIX M MHOXKECTBEHHBIX jaz-MyTaHTax apaOHuaoIcHca paHee
OBLIIO CIIeTIaHO MPEIoNoXKeHue, yTo cpeau 13 uzodopm cemeiictBa JAZ, umenno JAZI
UTpaeT KJIIOUEBYIO POJIb B PETYISILIMM BTOpUYHOTO MeTabonu3ma (Song ef al., 2011; Guo
et al., 2018). Pactenus apaOumornicuca OpOAyIUPYET IIUPOKUN CIEKTP BTOPHUYHBIX
MEeTa0OJIMTOB, BKIIIOYAs a30T-, CEPOCOIepKAIINE COCTUHEHUS (B TOM YKCIIe UHIOIbHbBIE
TJIFOKO3UHOJIATHI, 8 TAaKXKEe aJKalou ] KaMajJeKCHH) U (eHUIPOonaHnouab! ((hIaBOHOIBI U
antonuansl). Ilpu 3TOM  KIeTO4YHass  KyJdbTypa  apaOujoncuca  sBJISETCS
MOHOMPOAYLEHTOM HMHJIOJBHBIX Titoko3uHonaToB (Bulgakov ef al., 2016). Haubonee
3HAQYUMBIM U3 MPOMU3BOAHBIX a30T-, CEPOCOAEpPKAIIUX COEAMHEHHI apaduaoricuca
ABIIgeTCS KamanekcuH. KamanekcuH, MOMUMO aHTUMUKPOOHOTO JEHCTBHUS, MPOSBIISET
BBICOKYIO MHTUOMTOPHYIO aKTUBHOCTh B OTHOILIEHUU OITyXOJIEBBIX (HO HE HOPMAJIbHBIX)

kierok mutekonutaromux (Pilatova et al., 2013; Chripkova et al., 2016; Yang et al.,

2018).

Jlnst  mccnenoBaHUs YHUBEPCATBHOCTH TIOAXOJAa K AKTHBAIUM BTOPHUYHOTO
MeTaboJIM3Ma TOCPEICTBOM WHTHOMPOBAHUS YKCITPECCUU TE€HOB JAZ, MbI HCTIOJIB30BaIIN
KJIETOYHBIE KYJIbTYphl apabunonicuca (Arabidopsis thaliana 1..) u BuHorpanma (Vitis
vinifera L.). cnonp30BaHue BUHOTpajga B KauecTBE OOBEKTA MO3BOJSET OLUEHUTH POIIh
KK B mexanuzme peanuzanuu (HEHUITPONAHOUIHOTO MYyTH OMOCHHTE3a LIEHHOTO
COCIMHEHUS] — mpaHc-pe3Beparpoia. TakuMm 00pa3oM, UCHOJIB30BaHUE JABYX

PAaCTUTCIbHBIX CUCTCM, PCATTUIYIOIINX PA3JIUNIHBIC OMOCHHTETHYECKHE IIyTH, IMO3BOJIACT
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1oKa3aTh 3()PEKTUBHOCTh U YHUBEPCAIBHOCTh OMOMHKEHEPHOTO MOAXO0/Aa aKTUBALUU
BTOPUYHOI0 META00IM3Ma 33 CUeT HHIMOMPOBAHUS KCIIPECCUU CYIIPECCOPOB CEMENCTBA
JAZ. Peanusanus uaen ObUla TPOBEIEHA METOJOM, OCHOBAaHHBIM Ha MPUPOTHOM

mexanuzme PHK-unTepdepenuu.

Heapr u 3apaum uccjaenoBanms. llenp mpencTaBieHHOW pabOTHI — OIICHHUTH
3h(dEeKT WHTrUOMpPOBAaHMS IKCIPECCUU TeHOB JAZ Ha BTOPUYHBIM META0OIM3M U
NPOAYKTUBHOCTH KJIETOUHBIX KYJIBTYP BUHOTPAIa U apabuIo1cuca, a TakyKe NCCIIeI0BaTh

COIMYTCTBYIOIINEC MOJICKYJIAPHBIC MCXAHU3MBI.
I[J'I?I JOCTHIXKCHM S I CIIN OBUIH TTOCTABJIEHBI clIeayromme 3aaaqu:

1. ITosiyuuTh TpaHCTE€HHBIE KJIETOYHBIE KYJIbTYpbl apaOHWIONCUCa W BHHOIpPAIa,
sKcnpeccus reHa JAZ B KOTOpPbIX HMHruOMpoBaHa mocpeiacTtBoM Mexanusma PHK-

uHTEep(dEepeHIINH.

2. U3yunth 3P ¢heKkT MHruOupoBaHusi IKCIPECCUU TeHOB JAZ Ha MPOAYKIUIO a30T-,
cepocoAepKalux COEAMHEHU B KyJbType apaOHIIoncuca W mpaHc-pe3Beparposia B
KylIbType BUHOrpaja. OIEHUTh O3KCIPECCUI0 T'eHOB (EepMEHTOB OWOCUHTE3a U

perysatopHbix TO.

3. OueHuts akTUBAaTOPHBIN 3P PekT sx30reHHON KK, Kak UMUTAIIUU OMOTUYECKOTO
CTPECCOBOrO CTUMYJIa, HA OMOCHHTE3 U IPOAYKTUBHOCTh (PUTOAIIEKCUHOB B HOPMAJIbHBIX

U JAZ-nHTUOMPOBAHHBIX KJIETOYHBIX JIMHUSX.

4. O1ieHUTHh aKTUBATOPHBIN IP(HEKT aOMOTUUECKUX CTPECCOBBIX CTUMYJIOB (HU3KHE
TEMIEPATypbl U 3aCOJICHHE) Ha OHOCHMHTE3 U MPOIYKTUBHOCTH (PUTOAJECKCHHOB B

HOPMAJIBHBIX U JAZ-I/IHTI/I6I/IPOB3HHBIX KJICTOYHBIX JIMHUAX.

5. OUEHHUTHh OKCIPECCHUI0 MApPKEPHBIX T'€HOB OCHOBHBIX CHUTHAJBHBIX CHCTEM
pacturenbHoil kieTku (ABK, XK u A®K), ans BbIsSBICHUS UX B3aUMOJCHUCTBUSL U
y4acTusi B KOHCTUTYTHUBHOM akTuBaluu KK-CHTHalbHOW CHUCTEMBI, OMOCPEIOBAHHOM

MHTMOMpPOBAaHMEM dKCHpeccun reHa JAZ.
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OcHoBHbBIE IMOJIOKE€HH S, BBIHOCUMbBIC HA 3aIlIUTYy:

1. UarubupoBanue skcupeccun TeHOB AtJAZI w VvJAZ9 nocpenctBom PHK-
uHTEephEPEHITNN B KJICTOUHBIX KyIbTypax A. thaliana w V. vinifera, npuBoguT K
aKTHUBAIIMM OMOCUHTE3a KaMaJeKCUHA U mpaHc-pe3BepaTposia, COOTBETCTBEHHO.

2. MurubupoBaHue skcipeccuu reHoB AtJAZI u ero romosora VvJAZ9 B KI€TOUHBIX
KylIbTypax apaOumorncuca W BHUHOTPaZa, COOTBETCTBEHHO, HWMHTHPYET JCHCTBUE
curHasibHOU cuctembl JKK, uTo obecnieunBaeT akTUBAIUMI0 OMOCHHTE3a (PUTOATEKCHHOB
0e3 3HAYUTEIHHOTO WHTHOMPOBAHMS POCTa, XapakTepHoro it mpupogHoro KK-

OIIOCPCJOBAHHOT'O OTBCTA.

3. HurubupoBanue skcrpeccun reHa AtJAZI B kieTkax apaOUAOINCHCa YCUIIMBACT
aKTUBATOPHBIC JIEUCTBUS aOMOTHUYECKHUX CTPECCOB (COJb, XOJOA) Ha OHOCHHTE3
KaMaJIeKCMHAa, a TaKkXke OOecrneYnBaeT YCTOWYMBOCTh KJIETOYHOM KYJIBTYpPBl K
X0JIOZIOBOMY CTPECCY, UTO CITOCOOCTBYET YBETUUECHHIO MPOAYKTUBHOCTH KaMaJIeKCHHA 32
cdeT ci1aboro MHrHOMPYIOUIETo AEWCTBUS HU3KUX TEMIIEpaTyp Ha POCT TPaHCTEHHOMN

KYJIBTYPBI 110 CPABHEHUIO C KOHTPOJIBHOM.

4. WurubupoBanue o»sKkcnpeccun reHa AtJAZI W3MeHsSEeT KOHCTUTYTUBHYIO U
UHAYLIUOENIBHYIO SKCIPECCUIO KIIHOYEBBIX T€HOB OTBETa HAa CTPECCOBBIE BO3ICHCTBHUSL:
ICEL, MYC2, ZAT12, rpynnsl renoB DREB, HSF, ABF, uTo o0ecrieduBaeT yBeJIUICHHE
IIPOYKTUBHOCTU TPAHCT€HHOU KYJITYPBI IIPY BO3ACHCTBUU X0JIOAA 33 CUET aKTUBALUN
BTOPUYHOIO MeTaboIM3Ma U CHIDKEHUS OTPUIATENIbHOTO BO3JIEUCTBHUS X0JI0a Ha POCT

KyJbTYpHhI uepe3 B3aumoaeiicteue curiaiibHbix myteid ABK, )KK n ADK.

5. HWurubupoBaHwe JKCIpecCUu TE€HOB JAZ  SBASETCS  MEPCHEKTUBHBIM
YHUBEPCAIbHBIM OHMOTEXHOJIOTUYECKUM HHCTPYMEHTOM ISl aKTUBALIMK OWOCUHTE3a
(eHUIIPONIaHOUIHBIX TMPOU3BOAHBIX M a30T-, CEPOCOJACPXKAIIMX COCTUHEHUH,
oOnagaroumx (papMaKoJIOTMUYECKUMHU CBOMCTBAMH, C LIEJIbIO MOJYyUYEHUs] PEHTAOETbHBIX
aIbTEePHATUBHBIX MCTOYHUKOB HAa OCHOBE BBICOKOIPOIYKTUBHBIX KJIETOYHBIX KYJIbTYD

pPacTEHUU.
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Haquaﬂ HOBM3HA U MNPAKTHYIECKafA 3HAYUMOCTD.

BriepBble nmoka3aHo, 4To MHAMBUIyaIbHOE MHTHOMPOBaHKE dKCTIpeccuu reHa JAZ1
U €ro TOMOJIOTa 3HAYHMTEIbHO AaKTUBHPYET OHMOCHMHTE3 BTOPHYHBIX META0OJIMTOB B
KJIETOYHBIX KyJIbTypax pacTeHuil Oe3 yiepda pOCTOBBIM XapaKTepUCTHUKAM, YTO

oOecrneunBaeT BBICOKYIO ITPOAYKTUBHOCTD KJIICTOYHBIX JIMHUU.

[Tomyuennsie B paboTe pe3yabTaThl MOTYT OBITH HCIOJB30BaHbI B 00JacTU
OMOTEXHOJIOTMUYECKOTO MPOU3BOJACTBA (HapMaKOJIOTUYECKH 3HAYUMBIX COCIMHEHUN Ha
OCHOBE KIJIETOYHBIX KYJbTYp pacTeHuil. Kpome TOro, BO3MOXXHO HCIIOJIb30BaHHUE
pe3yabTaTOB  AUCCEPTALMOHHOM pabOThl 11 MPOBENEHUS TEOPETUYECKUX U

MPAKTUYECKUX 3aHSATUN B YHUBEPCUTETE HA OMOJIOTHYECKUX (PaKyIbTeTax.
JIMYHBIN BKJIAJ aBTOPA

bonbmias 4Yacth SKCHEpUMEHTANIbHOW pabOThl BBIMOJHEHA JHMYHO aBTOPOM
JUCCEPTAIIMOHHON pa0OTHI; TaKue pabOTHI BKIIOYAIOT B Ce0s CO3MaHME TCHETHUECKHUX
KOHCTPYKIUH in silico w in vitro, TpancpopManus U CENEKIHs KIECTOYHBIX KYJIbTYp,
Boifiesienne PHK u oOpatHas Tpanckpumnius, aHaiu3 dKCcpeccuu reHoB MetoioMm [T1[P-
PB, aHamu3 moJsiydeHHBIX NaHHBIX W HamucaHue crared. [lommep:kaHueM KIETOUYHBIX
KyJbTYp B JUINTEIIBHOM MPOMEKYTKE BPEMEHHM 3aHMMayach ['anmHa KupumioBna
UepHonen. AHann3oM KayeCTBEHHOTO M KOJMYECTBEHHOIO COJIEPMKAHUSI BTOPUYHBIX
MeTabonuToB 3aHuManiachk [ puropuyk Banepus IlerpoBna. B mporecce monekymnspHo-
OMOJOTMYECKUX paboT MpUHUMAIM ydactue K.0.H. Bepemeituuk ['anuna HukonaeBHa,
k.0.H. lIkpeuts FOpuit HukonmaeBuu. Takke B HamwicaHWUM paOOT M aHAIM3€ JAaHHBIX
OPUHUMAIHN y4acTHe 4i.-Kopp., 1.0.H. bynrakoB Bukrtop I[laBmoBuu, k.0.H. HIkppuib

FOpuit Hukonaeruy, k.60.H. Bepemeituuk ["anuna HukonaeBHa.
Anpobanusi padoThl U MyOJIMKALMH.

Matepuainbl quccepTalii U3JI0KEeHbI B 5 MyOIMKalUsIX, U3 HUX 2 B KypHajlax U3

cnucka BAK (2 myOmukarnuu u3 ciimcka WoS/Scopus). OfgHa myOnukaimst u3 CIrucKa
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PUHII, u 2 Te3ucoB koHdpepeHiuii. Pe3yapTaTsl paboThl MPEICTABICHBI HA CIASTYIONNX
koH(pepennusax: XVI Beepoccuiickas monmoaéxHas mkosa-koHpepenusa namsita B.E.
BacwskoBckoro (BmaguBoctok, 2017 rox), MexayHapoaHas Hay4dHO-IIPAKTHYECKast

KoH(pepeHuus «Borpocsl coBpeMeHHbIX Hay4uHbIX uccienoBanuin» (Mocksa, 2019 rox).

Crpykrypa M 00bem padorbl. J[uccepranusi COCTOMT U3 BBeACHMS, 4 TIaB,
BBIBOJIOB M CITUCKA JIuTeparypbl. Pabota uznosxxena Ha 142 ctpanuuax, WuIOCTpUPOBaHA
24 pucyHkamMu u coAepkuT 3 TaOmuibl. CHUCOK JUTEpaTypbl HacUUThIBaeT 232

HAanMMCHOBAHU:.

BaaropapHocTi. ABTOp UCKpeHHE OJIaroJapuT HAYYHOTO PYKOBOIUTENS K.0.H.
Bepemeituuk 'anuny HukomaeBHy u ui.-kopp., A.0.H. bynrakoBa Bukropa IlaBioBuua
32 BCECTOPOHHIOIO MOMOIIbL U TOAJEPKKY Ha Bcex aTamax paborel. Takxke aBTOp
BBIp@XAeT  IIyOOYallIyl0  MPHU3HATENbHOCTh  COTPYAHHKAM  J1abopaTopusiMm
OMOUH)KEHEPUH, KJIETOYHOU OMOJIOTMH W OMOJIOTUM Pa3BUTHSA, OMOHAHOTEXHOJOTUN U
ounomenuumnbl, ®HILL buopaznoobpaszus JIBO PAH 3a noanepxky. Heonenumbiii Bkiiaz
B oOydenue, paboTy u ananm3 qanHbix BHEC K.0.H. [Ikpbuts KOpuit Hukonaesuu. [lannas
paboTa BeINojHEeHa Tpu (puHaHCOBOM noaepxkke rpanToB PODU (18-34-00500), PHO
(20-16-00016).
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I''TABA 1. OB30P JIMTEPATYPbI

1.1. KiierouHnbie KyJabTYpPbl PACTEHHI KAK AJIbTEPHATUBHbIN HCTOYHUK

BTOPHUYHBIX MeTa00JIuTOB

YenoBedecTBO UCIIOIB30BAJIO B TEUEHUE BCEH CBOSH NCTOPUU PACTCHHUS B KAYECTBE
OCHOBHOTO HCTOYHWKA (UTOXUMHYECKHUX COCIUHEHWNW B TIUIICBBIX, JEYEOHBIX,
KYJIbTYpHBIX U KocMeTuueckux nensax (Jamshidi-Kia et al., 2018). B Hacrosiee BpeMs
JOCTIKEHUSI yCTOWYUBOTO Pa3BUTHSA, TI00aTbHOE N3MEHEHUE KIIMMaTa, OTpaHUICHHBIN
JOCTYIl K TPECHOW BOJIe, OTPAaHUYEHHOE CHA0XEHWE MPOJOBOJILCTBUEM W PACTYIIHE
NOTPEOHOCTH B SHEPTUU SIBISIFOTCS OJHUMH W3 BOKHEHIIMX TIOO0ATBHBIX MPOOJIEM, C
KOTOPBIMH  CTAJKMBACTCS YEJIOBEUECTBO. TEXHOJOTUS KYJIBTHBUPOBAHHS KIIETOK
PacCTeHHIA MOXKET PEIINTh HEKOTOPBIE U3 3TUX MPpobIieM, ipeaocTaisis 3G ekTHBHBIC U
YCTONYHMBBIC MCTOYHUKH (DUTOMHTPEAUEHTOB C YMEHBIICHHBIMH SHEPTETHYECKUM U

yraepoanbiM cienamu (Krasteva et al., 2021).
1.1.1. KineTo4Hble KyJbTYPbI pacTeHH I

Ha cerommsmnHuii neHb BbIpallliBaHUE KYJIbTYpP KIETOK PAcCTECHUW, TKAaHEU U
OpraHOB B KOHTPOJIMPYEMOI aCENTHYECKOW CPe/le U3BECTHAS M IIUPOKO HUCIIOIb3yeMast
TEXHOJIOTUSI  MOJYYEHUsT OMOJIOTMYECKH aKTUBHBIX BTOPUYHBIX  META0OJIMTOB
pacTUTEIHLHOTO MPOUCXOXKACHU At HYk7 dapmaneBTuku (Espinosa-Leal ef al., 2018).
JanHas oOyacTh HayKu OepeT Hayajao OT MJIEM HEMELKOTro ydeHoro XalepiaHiTa,
nosiBUBIIMXCA B Haudane XX Beka. PanHMe wnccrnegoBaHUs IMOKa3ajdd BO3MOYKHOCTH
KyJIbTUBUPOBAHUS KOPHEHW, CO3JaHUs KyJIbTYp OSMOpPHOHOB M TIEPBBIX KYJIBTYP
HenddepeHIUPOBAHHBIX PACTUTENbHBIX KIeToK. [lepron mexay 1940-mMu u 1960-mu
rojamMu ObUI OTMEUYEH pa3padOTKON HOBBIX TEXHOJOTHI M YCOBEPIIEHCTBOBAHUEM YXKE
UCIIOJIb3yeMbIX. BCKOpe IOCTYMHOCTh JTHUX METOJOB IpUBEIa K MNPUMEHEHHUIO
KJIETOUYHBIX KYJbTYp B Pa3JIMYHBIX O0JACTSIX, @ UMEHHO: U3yYE€HHE MOBEJACHUS KIIETOK
(BKJIFOYAst IMTOJIOTHIO, MeTaboiau3M, MOpdOreHe3, 3MOPHOreHe3 M I1aTOJIOTHIO),

MOAM(UKALMS PACTEHUM, XpaHEHHE 3apOJIbIIIEBONM IJIa3Mbl, MHUKPOKIOHAJIbHOE
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Pa3MHOXKEHHE U CO3/IaHUE TEXHOJIOTUH MMOTy4eHHs] BTOPUYHBIX METa00IUTOB, HAUNHAS C
cepenubl 1960-x romoB. B mocienyrommye rofbl HOBBIE METOABI MOJEKYISPHON
OMOJIOTHH TTO3BOJIHIIM MOIOMTH K CO3/IaHUIO PA3JIMYHBIX KJIETOYHBIX KYJIbTYpP OOJBIIOrO

qucia pacTeHUH, a Takke reHHO-MouuimpoBanHbix KyabTyp (Thorpe, 2007).

HccnenoBanusi camMoro MexaHuszMa Jaeau(PpepeHIupoBKH pacTUTENbHBIX KIETOK
MOJIyYUJIO CaMblil OOMBIION UMIYJIBC TIOCTE OTKPBITHS puToropMmoHoB. B 1950-x romax
uaeHTHu(UKanuss  QUTOrOpMOHa, LMUTOKWHUHA, PE3KO  U3MEHWJIa  CTpaTeruu
KyJIbTUBUPOBAHUS TKaHEW pacTeHud. MCmonb3ys KIETOYHYIO KyIbTypy Tabaka Ha
NUTATENBHON Cpeie B NPUCYTCTBUM ayKCHHA, HHAOMMIYKCYCHOM Kucaotel (MYK), Ckyr
U €ro KOJUICTM BBLACIWIIN IEPBbIM W3BECTHBIM LMTOKWHUH, KMHETHH, KaK BEIIECTBO,
CIOCOOCTBYIOIIEE JACNEHUIO KIETOK. V3yueHue BIMSHUS DPA3NIUYHBIX KOHIEHTpALU
NYK u kuHeTMHa Ha KyJbTypy TKaHM Tabaka ToOKa3ajgo, 4yTo W kuHeTuH, u YK
HEOOXOUMBI [UIsl CTUMYJIALMM Tpojudepaunn kierok. Kpome Toro, pasnuuHoe
COOTHOILIECHMUS KOHILEHTpauuyd KUHETHHA K KoHueHTpauumsam WYK npuBogmmm k
Pa3IMYHBIM MOCIEACTBUIM: K 00pa30oBaHHUIO MOOErOB M KOPHEW WM CTUMYJIMPOBAJICS
HEOPraHW30BAHHBIN POCT KJIeTOuHOM Macchl (Amasino, 2005). B nocnenyromeii pabore
kuHeTuH, YK u npyrue iuTOKMHUHBI M ayKCHHBI ObUIM IPOTECTUPOBAHBI B PA3IUYHBIX
CHUCTEMax KyJIbTYp TKaHEH M Ha Pa3IMYHBbIX BHJAX PACTCHHUH, U BO MHOTHX CIIydasx
HAOJI0JaTNCh MPAKTUYECKU aHATOTHUYHBIE 3(PEeKThl. DTH HCCIeA0BaHUS TOKA3aIIH, YTO
O0amaHC (UTOrOPMOHOB, OCOOEHHO IIMTOKMHHMHA W AayKCHHA, SIBJISETCS OCHOBHBIM
dakTopom, onpeaensomuM npoardepanuo 1 MophoreHes KIETOK B KyJIbType TKaHel
pactenuii. B TO BpemMs Kak TOpUMEHEHHE (PUTOTOPMOHOB CTajO IMIUPOKO
pacIpoCTpaHEHHBIM B TKAaHEBBIX KyJIbTypaxX, TEPMHUH «KaJULyC», II€pPBOHAYalIbHO
MCIIOJIb30BABILIUICS JIJIsl TPYIIIBI MPOIUGEPUPYIOMINX KIETOK, 00pa3yIoIIUXCs BO BpEMs
3QKUBJICHUS] PAaH pacTeHMs, ObUI pacIIMpeH, Il TOro 4TOObI BKJIIOYUTh B HETO
HEOPTraHW30BAHHBIC MACChI JEIAIIMXCS KIETOK, HUHAYIUPOBAHHBIX U NOAIEPKHUBAEMBIX

B IPUCYTCTBUH 3K30T€HHBIX (UTOrOopMOHOB (Sugiyama, 2015).
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B mpouecce nccnenoBanus pacTUTENbHBIX KyJIbTYpP ObLIIN pa3rpaHUYEHbl HOHATHS
0 THUMax KyaeTyp. KyJbTypsl KIETOK OJHOTO pacTeHUs, HAIlPUMEpP, MPOCTasi KaJUIyCHas
paHeBasi TKaHb, TMO0 UCKYCCTBEHHAs KJIETOUHAs KYJIbTypa, KOTOpasi CyIIeCTBYET TOJIbKO
II0J] JIEWCTBUEM DK30I€HHBIX TOPMOHOB, MMEIOT CYIIECTBCHHBIC pPa3Iuyusa, KaK IO
MeTabOIMYECKUM, TaK U TI0 POCTOBBIM MapameTpaM. THIl KIIETOUHOM KyJIbTYphl 3aBUCUT
OT CJENYIOLIMX NapaMeTpoB: MUTATENIbHAs Cpena, J100aBJIEHUE TOPMOHOB, HACKOJBKO
NOJHO Tpouuia AUPQPEpEeHIUPOBKa, UMEET JIM KyJbTypa OpPraHOT€HHBIN MOTEHIIHAI,
CTaOUIBPHOCTh KJIETOUHOM JIMHWHM, UCTOYHHUK MEPBOHAYAIBHON TKaHU JIA CO3JaHUS
KyJbTyphbl. IIuTarenpHas cpena MOXKET ObITh pa3IMyHa HE TOJBKO IO COCTABY BELIECTB,
HO U II0 IUIOTHOCTH, €CIIM Cpela KUIKas, TO IOJYy4YMBILIMECS KYJIbTYpPbl Ha3bIBAOT
CYyCIIEH3UOHHBbIMU. IlepBOHAYaNBHBIA HMCTOYHUK TKAHW TAK)KE BAXKCH U BIUACT HaA

KOJIMYECTBO BTOPUYHBIX METAOOIMTOB, POCTOBBIE XAPAKTEPUCTUKU U MOPHOTEHHOCTh

(Evans et al., 2020).

Takke CylIeCTBYIOT MHOKECTBO METOJIOB PEr€HEPAIIMN PACTEHUI U3 KJIETOUYHBIX
KyJbTYp, IIHUPOKO KCIONB3YEMBIX U1l PA3MHOKEHHUSI PEAKUX PACTCHUM, MOAepKAHUS
T€HETUYECKOM CTAOMIIBHOCTH, 03/IOPOBJICHUS 1 TeHeTHUecKoi Tpanchopmaruu (Evans et
al., 2020). CTouT OTMETUTH €Ile OJWH BaXHBIA ISl UCCIECIOBAHUS THUI KYJIbTYp —
KyJbTYpy mpoToriactoB. [IpoTomiacTsl MOMXHO BBIACIUTH M3 PA3IMUHBIX TKaHEH
LEIbHOTO PACTEHUSI U M3 KYJbTyp TKaHEH pacTEeHUM, TaKWX KaK KaJUIyCHbIE H
CYCIIEH3UOHHBIE KYJIbTYpPhI. Y JaJIeHUE KJIIETOYHON CTEHKH ISl BbIIEJICHUS POTOIIACTOB
JIOCTUTAETCS MEXAaHWYECKH W C HCIOJIb30BaHUEM (HDEPMEHTATUBHOTO PACIICTUICHHUS.
Brinenenune nmpoTtomiacToB myTteM (hepMEHTATUBHOTO PACHICIUICHUS KJIETOYHOW CTEHKU
HAa OCHOBE KOMOMHAIIMM IEJUII0NIa3, TEeMMIIeIUTI0NAa3 M MEeKTHHa3 ObUIO BIEpPBbBIC
npenioxeHo J. K. Kokunrom B 1960 rogy u sBisieTcss OOLIENPUHATHIM METOAOM.
[IporomiacTel — 3TO OJHOKJIETOYHAsI CUCTEMA, KOTOpas HCIOJb3yeTCsl Kak JUJIst
byHIaMEHTAIBHBIX HCCleoBaHuM (MeTtabonu3ma, QoTocuHTE3a W Ap.), TaKk U IS

NpUKIaaHOoN Hayku o pactenusax (Evans ef al., 2020).
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1.1.2. I'pynnbl BTOPUYHBIX MeTA00IMTOB U UX PUMEHEHHE

Oaun u3 HamboJee 3HAYUMBIX BAPUAHTOB MPAKTUYECKOTO HCIOJIb30BaHUS
KJIETOYHBIX KYJIbTYp PAacCT€HU — ajJbT€PHATUBHBIA MCTOYHUK IMOTYYEHUS BTOPUUYHBIX
MEeTa0OoJUTOB. Y pa3HbIX BUAOB PACTCHUN HIAECHTU(UIHUPOBAHO HECKOJBKO JIECSITKOB
THICSIY BTOPUYHBIX META00JMTOB, KOTOPHIE MOXKHO Pa3eIuTh (B 3aBUCUMOCTHU OT MYTH
UX CHHTE3a) Ha TPU KaTEropuu: TEPIIEHbl U TEPHEHOU[IbI, a30T-, CEPOCOJEepKallne

coenuHeHus U GpeHonbHbIe coenuuenus (Anand et al., 2019).

TeprneHOUBI, TaK XK€ W3BECTHBIE KAaK HW3OMPEHOWJBI, MPEACTABISIIOT COOOH,
HoXKaldyd, camMblii pa3HOOOpa3HBIA KJIacC MPHUPOIHBIX COCAMHEHUN; WX XUMHYECKOE
pazHooOpasue npencrabieHo 6osee yeM 40000 pa3nuuHbBIMU CTPYKTypamu. buocunrtes
¥ HAKOTUICHHUE TEPIICHONIOB B PACTECHUSIX 3aBUCUT OT PA3IUIHBIX CTPECCOBBIX (DAKTOPOB
(Boncan et al., 2020). TepneHouasl YCIOBHO JENSAT Ha TNEPBUYHBIE U BTOPUYHBIC
OMOJIOTUYECKH AaKTUBHBIE CBOWCTBA BTOPUYHBIX TEPICHOMJOB  IMPEACTABISIOT
HauOOJBITUN WHTEpeC. TeprIeHOUbI BBITIOJHSIIOT MHOXECTBO (DHU3HOJIOTHUUECKHUX
GYHKIIMHA B JKMBBIX KJIETKaxX, a TakK)Ke€ MMCIOT OTPOMHOE 3HAYCHHUE JJIS THINCBOW M
(dhapMaKkoIOTHIECKON MPOMBIIIICHHOCTH: X UCIIOJIB3YIOT B KAYECTBE YCUIIUTENIEH BKyCa
U 1IBETA, JICKAPCTBEHHBIX MpernapaToB U I HYX] celbckoro xossictBa (Withers and
Keasling, 2007). Jlng MmMUpoOKOro CcHekTpa TEpHeHOWJAOB OblIa  IMOKa3aHa
dapmakonorudeckas aKTHBHOCTh MPOTHB TaKWX 3a00JE€BaHUN YEJIOBEKAa, KaK pak
(maxnurtakcen u3 Taxus spp. L.; BAHKpUCTUH U BuHONMacTuH u3 Catharanthus roseus L.),
Massipus (apTeMusuHuH u3 Artemisia annua L.) 1 BUY (kymapuHbl, BKIIIOYask KaJaHOJH]
A u3 Calophyllum lanigerum L.) (Yang et al., 2020). 3 npupogHbIX HCTOYHUKOB
TEPIECHOUIHBIE COEIUHEHHUs Yallle BCEro IMOJy4YaloT C HHU3KUM BBIXOJIOM, IO3TOMY
KyJIbTYpPhl PACTUTENBHBIX KJIETOK OBLUIM HCCIICOBAaHBI B KayeCTBE aJIbTEPHATUBHOU
CTpaTeruu Tpou3BOACTBa. Merabonuueckass HWHXEHEpUsS PACTEHUHM U KYJIbTYp
PaCTUTENBHBIX KIIETOK SBISICTCS A((OEKTUBHBIM WHCTPYMEHTOM KaK JIJISl YBEITHMYCHHS
MPOIYKIIUA TEPIEHOUIOB, TaK W JJII W3MEHEHUS pacHpeleNiCHUsT TEPIeHOUI0B IS

JOCTHKCHHUS XKEIIACMbIX CBOﬁCTB, TaKNX KaK YCHWJIICHHMC BKYyCa, apoMaTa HJIM LBCTa
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(Roberts, 2007). Haubonee sspkuMu mpuMepaMu KOMMEPUYECKHUX IMPOEKTOB, OCHOBAHHBIX
Ha KJICTOYHBIX KYJIbTypax PaCTCHUI KaK NCTOYHHUKE TEPTICHOBBIX COSAMHEHUH SBIISIOTCS:
MOJIy4YE€HUE TMH3EHO3UIOB B KyJIbType >keHblueHs (Panax ginseng C. A. Mey.) Ha 6a3e
npou3BojicTB komnanuii Nitto Denko Corp. (SImonust) u Unhwa Corp. (Kopes), B
KauecTBe 100aBOK B MUIIY U HAMUTKH, a Takke B kKocMeTnuecknx mneisix (Lange, 2018).
[Tpou3BOACTBO Takcoja M BUHKPUCTUHA OYJET OINMCAHO HMXKE, TaK Kak JdaHHbIE
COCIMHEHMSI OTHOCAT K  CMEKHOW  TpyIe BTOPUYHBIX  META0OIUTOB -

TCPHCHOUICOACPIKAIIUX AJIKAJIIONIOB.

A30T-, cepocoiepKaliie COeIMHEHUS SBISIIOTCS HanboJiee BaXKHOM U MHTEPECHOU
B MPUKIAJHOM IUIAHE TPYNIOM BTOPUYHBIX METa0O0JUTOB. JlaHHbBIE CcOeqUHEHUs
BKJIFOYAIOT B ce0sl TPYIIy ajKajlOWJOB — OMOJIOTMYECKH AKTHUBHBIX Pa3HOOOPa3HBIX
BEIIECTB, UCIOJIb3YEMBIX B MEIUIIMHE U B PEKPEAIMOHHBIX aKTHUBHOCTSIX. AJIKAJIOUIbI
BKIIIO4atOT 6oJiee 150 cemelicTB U BeTpevarotest npuMepHo B 20% BUIOB COCYIUCTHIX
pacTeHul, B TakuxX cemeicTBax, kak Magnoliaceae, Solanaceae, Papaveraceae,
Leguminosae, Ranunculaceae, Rubiaceae u Apocynaceae. AJNKaJOUIHBIC BHUJIBI
pacTeHuil MOTYT COJepKaTh OJUH WJIM HECKOJBKO ankanouaoB. HecMoTps Ha TO, 4TO
aJIKaJIoubl OOBIYHO HAXOASATCS B TPYyNIE a30T-, CEPOCOJECPKAIIMX COCIUHEHUN U
OTJIMYHBI OT TEPIEHOB, UX OMOCHHTETUYECKUE ITYTH MEPECEKAIOTCS, YTO 00YCIaBIMBAET
IPUCYTCTBHE B OCHOBHOM YIJIEPOJHOM CKEJIETE HEKOTOPBIX aJIKaJOUI0B KOMIIOHEHTOB,
MOJYYEHHBIX U3 TeprieHoBoro nyTu. Hanpumep, C. roseus cogepxut 130 TeprieHOMAHBIX
WHJIOJIBHBIX aJIKaJIOWIOB, BKIIIOYAs MTPOTUBOOITYXOJIEBbIN BUHOIACTHH, U UX OMOCUHTE3
MOKET peryJupoBaThCsi HecKoabkuMu myTsamu (Patra et al., 2013). Ankanouasl MOTYT
HaKaIuIMBaThCS B PA3IMYHBIX YACTSAX PACTCHHM, BKJIIOYAs JINCTHS, SIHJICPMaIbHBIC U
TUTIOJICpPMAJIbHBIE KJIETKH, OOOJIOYKHM TYYKOB MU B COCyJax. AJKaJIOUIbI OOBIYHO
CUHTE3UPYIOTCS U3 OJTHOM M3 aMUHOKHUCIIOT — JIU3UH, TUPO3UH WM TPUNTO(DAH U Yalle
BCEr0 BCTPEUAIOTCS B PACTCHHIX B BUAC COJIEH OPTaHUYECKUX KHUCIIOT, B TO BpeMs Kak
HEKOTOpPhIE OCHOBHBIC AJKAJOWJIbl, TAKUE KaK HUKOTHH, BCTPEUYAIOTCS B CBOOOIHOMU
dbopme (Ramawat et al., 2009). Yacto ankamouabl CUHTE3UPYIOTCS B OJHOM OpTraHe

pacTeHus, HO HaKaIUIMBAIOTCA B ipyrom. Hampumep, B Tabake HUKOTUH CUHTE3UPYETCS
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B KOpHSIX, HO TPAHCIIOPTUPYETCS B JINCThS M HakaruBaetcs B HUX (Morita ef al., 2009).
AJKanoubpl MOXHO pa3leliuTh Ha TPU MOJKJIAcca: MPOTOANKAIOUAbl, HCTUHHBIE
aJKaJouAbl W AaTUIUYHbIE alKalouabl. [IpoToankanounbl WU HCTUHHBIE AJTKAJIOUIBI
CHUHTE3UPYIOTCS  HEMOCPEJCTBEHHO M3  aMUHOKUCIOT, B TO BpeMsa  Kak
MPEAIIECTBEHHUKOM JIJI1 aTUIIMYHBIX JIKAJIOUI0B SIBIISIIOTCS COCAMHEHUS, OTIUYHBIE OT

aMUHOKHCJIOT, HaIlpUMED, TePIICHOU Icoepkaliue ankaaouasl (Singh, 2018).

Haubonee wu3BecTHOE coeAMHEHHE B POy alKAJIOUIOB M HMEIOIIEE CaMbli
OOMBIION  KOMMEpuUeckMid moTeHiuan — Takcoid. OOmagas  BBIpaKEHHBIMH
IPOTUBOPAKOBBIMHU CBOMCTBAMM, TAKCOJI CTal OOBEKTOM MHTEepeca (hapMaleBTHUECKUX
KoMranuid. OJHaKo, A MoydeHus: | I Takcoyia Ha OCHOBE JKCTPAKIUMU KOPbI THCA
tuxookeanckoro (Taxus brevifolia Nutt.) HeoOxoaumo 10 Kr KOpbI, 4TO MPUBEIET K
rubenu 3x aepeBbeB. [Ipu 3TOM, TakOro KOJIMYECTBA OYJET HEJOCTATOYHO JIJIsi KYpCOBOTO
JIeYEHUs JakKe OJHOro TMalueHTa. YuuThiBas, 4To 7. brevifolia — ogHO W3 caMbIX
MeJIeHHOpacTyIMX JepeBbeB B Mupe. (Zwawiak and Zaprutko, 2014), ucrnons3oBanue
KJIETOUYHBIX KYJBTYp Ha JAHHBI MOMEHT JJisi MPOM3BOJICTBA TaKcoja sABIsSETCs Ooliee
onpaBJaHHbIM. Takoe MPOU3BOJICTBO OCYIIECTBISIETCA Ha 0a3e CIeAYIOUMX KOMIaHHA:
Phyton Biotech Inc. (CIIA/T'epmanusi), Bristol-Myers Squibb (CIIA), Samyang
Biopharm (Kopes). JIpyroe coenunenue — 0epoepuH, obagaroliee mupoKIM CIIEKTPOM
oumonormyeckux aktuBHocTel (Imenshahidi and Hosseinzadeh, 2019), Ha nmaHHBIHA
MOMEHT Ha CTaIud KOMMEPLHAIU3AINN TAKXKE MPOU3BOJIUTCA HAa OCHOBE KJIETOYHBIX
KyJIbTyp pactenus konrtuc simoHckuit (Coptis japonica Makino) npennpustuem Mitsui

Chemicals Inc. (Anonms) (Lange, 2018).

Pacrenuss mpousBoAsT OONbIIOE KOJUYECTBO BTOPUYHBIX META0OJIUTOB,
cogepxamux (EHONbHYI0 TpPYNIy: OJHY WM  HECKOJIBKO THAPOKCHIIBHBIX
(GYHKIIMOHATBHBIX TPy Ha OeH30mbHbIX KoJblax (Randhir ef al., 2004). Dtu BemecTBa
KiIaccuuuupyroTes Kak (enonpHble coeauHeHus. CTpykTypa 3TuX (DEHOJIBHBIX
COEIMHEHUIN MOXXET BapbHpPOBATHCS OT MPOCTON (DEHOIBHOM MOJIEKYJBI 10 CIOKHOTO

BbICOKOMOJIEKyIsipHoro monumepa (Velderrain-Rodriguez et al., 2014). denonbHble
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COeMHEHUS] OOHAPYKEHBI TTOYTH BO BCEM IIAPCTBE PACTEHUH M TOYTH BO BCEX YACTAX
pacTeHud, W JAENATCS YCIOBHO Ha HECKOJBbKO TMOATPYI, TakuX Kak: (PEHOIbHbIE
KHUCIIOTBI, THIPOKOPUYHBIC KHUCJIOTHI, TAHHWHBI, CTHJIBOCHBI, JIMTHUHBI, AHTOIMAHBI,
dbnaBoHoubl, u3opaaBoHbl U Apyrue (Singh, 2018). Kak u apyrue BTOpUYHBIC
MeTaboINThI, (DEHOJIbHBIE COEIMHEHUS! PACTCHUN CHHTE3UPYIOTCA MO OOJIbIIEH YacTu B
OTBET Ha BHEIIHHE CTUMYJBI M 00JaZar0T MPOTHBOMUKPOOHOW M aHTHOKCHIAAHTHOM
aKTUBHOCTHIO. KpoMe Toro, aHTOIMaHbl, TUTMEHTHI PAa3JIUYHbBIX IIBETOB UCIIOJIb3YETCS B
NUIIEBOM MPOMBIIUICHHOCTH KaK HaTypajbHbIE MHUIIEBbIE KpacuTenau. braromaps
BBICOKHM aHTHOKCHJIAHTHBIM CBOMCTBaM ()EHOJIbHBIC COCIUHEHUS HCCIeIYIOTCS,
UCIIONIB3YIOTCS. M TPOU3BOJATCS Ha OCHOBE KJIETOYHBIX KyJbTYp pacTeHuil. Tak,
HarpuMmep, Ha 6a3e kommanuu Diana Plant Sciences (CIIIA) nmonyyaroT moju(eHoIbHBIHN
AKCTPAKT W3 KydbTypbl uepHUkH (Vaccinium sp. L.) (Lange, 2018). OnHo U3 caMbIx
U3BECTHBIX COCAMHEHMI OINHWCAHHOW TPYMNIBl — MpaHc-pe3BepaTpoin, o0nagaeT
OTPOMHBIM CITMCKOM OWMOJIOTHYECKUX AaKTHUBHOCTEH, €ro MPOW3BOJCTBO HA IaHHBIN
MOMEHT CTaJIO MOJHOCTHIO CHHTeTHYeCKUM. OJHAKO HE BCe (PEHOJbHBIE COCTUHEHUS
IMPUBJICKAIOT CTOJIb TPUCTATHPHOEC BHUMAHHE XUMHUYECKON MPOMBINIJICHHOCTH, U
WCCIICJIOBaHMsI, HAIMpPaBJICHHbIE Ha TIOMY4YEHHE KJICTOYHBIX KYJIbTYpP-TIPOIYLIEHTOB

nonu(eHoJI0B, UMEIOT NpukiaaHoe 3Hauenue (Dias ef al., 2016).

Ha nanHbplii MOMEHT oOIee 4YHCIO MPOU3BOACTB BTOPUYHBIX META0OJIUTOB
cocTaBisieT HeOosplioe KonuuecTBO. OpHAKO, MCXOAS W3 TEKYyIIMX TPEHIOB B
OPUPOAOINOIb30BAHUH,  YMEHBIIEHUIO  HETaTUBHOIO  BJIMSHUSA  XUMHUYECKOU
IPOMBIIUICHHOCTH HAa OKPYXAIOIIYI0 Cpedy, VYBEJIUYEHUIO BOCTPEOOBAaHHOCTHU
SKONPOAYKTOB U APYTUM 3HAYUMbIM U3MEHEHUSAM B IOTPEOJIEHNH, KIIETOUHBIE KYJIBTYpPbI
pacTeHUi SBJISIOTCS OJHUM M3 HamOoJiee MPHUBJIEKATENbHBIX CHOCOO0B MOMYYEHUS
MeTabO0IMTOB AJI UCIIOJIb30BAaHUS HE TOJIBKO B MEIULMHCKUX LIESAX, HO U B MUILIEBBIX U

kocmetudeckux (Eibl et al., 2018; Arya et al., 2020; Krasteva et al., 2021).
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1.1.3. Peryasiuus O0MOCHHTE3a BTOPUYHBIX MeTa00JIUTOB

DapMaKOJIOTMYECKAE CBOWCTBA COCAVMHEHUN PACTUTEIBHOIO IPOUCXOXKICHUS
00yCIIOBJIEHBI UX POJIbIO B (pu3mosioruu pacteHuil. Bropuuneie MeTabOIUTHI pacTEHUIA
HE WUIparoT 3HAYUTEIBHOM POJIM B MOJJEP’KAaHUM OCHOBHBIX >KM3HEHHBIX MPOLECCOB
pacteHuil. OHAKO OHU KpaliHE Ba)KHBI BO B3aMMOJEHCTBUH PACTEHUS C OKPYXKAIOLIEH
CpelloH, B 3alIUTe OT HEOJAroNpUsATHBIX YCIOBUM, pEaKIMU HA aTaKy MaTOT€HOB, U Kak
CICICTBUM B aJamnTallid pacTeHW K okpyxkatomieir cpene (Ramakrishna and
Ravishankar, 2011). CymecTByeT MHOXECTBO H3BECTHBIX IMPUMEPOB BTOPUUYHBIX
MeTabOMTOB PACTEHUH M MX POJIb B aJanTallii K HEOJarompusTHBIM YCIOBUSAM ObLIa
ycTaHoBJeHa. JINMOHEH (TepIeH) MUTPYCOBBIX TOKCHUYEH MO OTHOIIEHUIO K MypPaBbsM-
JUCTOpE3aM, KOTOpble arakyioT pacteHue (dos Santos et al., 2013). Kamncaurun
(amkamonj) ceMeHCTBa MEPEUHBIX AaKTHBUPYET OOJEBBIE PELENTOPHl TPaBOSIHBIX
JKUBOTHBIX, TEM CaMbIM 3amuinas ceMeHa ot nospexaeHus (Tewksbury and Nabhan,
2001). IMunocunsBuH (1o eHoI) BUHOTPaia MoAaBiseT pocT rpudka (Seppanen et al.,
2004). MeTabomuThl pacTEHWH CIOCOOHBIE K IIOJIaBIICHHIO I1aTOI€HA HAa3bIBAIOT
¢utoanekcuHamu. HeoOxoaumMo yHNOMSHYTH JApyrue BTOPUYHBIE METAOOIUTHI —
duToaHTUIIMNIUHBL. Pasznuume MeXay MaHHBIMU BUJAAMH 3alllUTHBIX COCTUHEHHM
BBIpXEHO B MeXaHu3Me JedcTBus. Ecnum  (uToalekCHHbl yXKe€ TOTOBBI K
B3aMMOJICHCTBHUIO C MATOTEHOM, TO (PMTOAHTUIIMIIUHBI HYXIAIOTCA B JOMOJHUTEIBHON
peakiuu, KOTopas aKTUBHpyeT ux jeWctBue. llpumep ¢uroanTHmMnuHA —
[JIFOKO3UHOJIAThl PAaCTEHUN W Apyrue MeTaOOJMTHI, COJEprKallhe OCTaTOK caxapa u
OMONOTHYECKH AaKTHBHYIO (YHKIIMOHAJIBHYIO TPYIIY, CBSI3b MEXAY KOTOPBIMH
pa3pbiBaeTcsi OETariIoKO3uAa30i B OMACHBIM AJIi PAacTEHUS. MOMEHT, BBICBOOOXKIAr0
arauKoH (HampuMep, U30THOIMAHAT) KOTOPBIE B CBOIO OUepeIb TOKCUYEH /ISl TaTOreHa

(Morant et al., 2008).

[TpomyKkiusi BTOPUYHBIX META0OJIUTOB B HATHBHOM PACTCHHHM OYEHb HHU3Kas
(00bruHO MeHee 1% OT cyxol Macchl) U B OCHOBHOM 3aBUCHUT OT (PU3HOJOTUYECKOTO

cocTosiHug U crtaauu pa3BuTus pactenus (Dixon, 2001). CoOGcTBeHHO, yBeIUUYeHUE
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MPOIYKIIMA W HAKOTUICHHUS] BTOPUYHBIX META0OJIMTOB MPOUCXOAUT B PACTCHUSX, KOTIa
OHM TIOJIBEPTalOTCS PA3IMYHBIM CTPECCaM, JETEKTUPYS CUTHAIBI OKPYXKAIOMICH CPEIbI.
JlaHHBIE CUTHAQJIBI MOTYT HMETh Pa3jIU4HYyI0 TpHUpOAY: (GU3HUECKYH (Hampumep,
U3MCHCHHUE TEMIIEpaTyphl MJIM OCMOCA) WM XMMHYECKYIO (HarmpuMmep, (pUTOrOpMOHBI,
amacutopsl) (Radman et al., 2003). ['opmoHanbHas cucTeMa pacTEHUN BOCIIPUHUMAET
CUTHAJIBI U 3aITyCKaeT MEXaHW3M aJIallTallid PACTCHHS K CPEJie, B TOM YUCJIC U OMOCUHTE3

OTIpeIeNIEHHOM IPyNIbl BTOPUYHBIX METa0OIUTOB.

Ha naHHBII MOMEHT OTKpBITHI pa3iuyHble (DUTOTOPMOHBI, PErYIHPYIOIINE B
OCHOBHOM OTBET pacTeHHUs] Ha OMOTHYECKHE WM aOMOTHYECKHUE CTPECChI, TaKue Kak:
camunuioBas (CK), ad6cuuzoBas (ABK) u sxacmonoBast kucnotsl (JKK), ru66epenivn
(I'b), 6paccunocrepoussl (bC). KimtoueBoe 3HaueHNE B TOPMOHATIBHBIX MTYTSIX HMEIOT HE
OTJIENIbHBIE TOPMOHAJIbHBIE MYTH, a B3aUMOJEHCTBUS MEX]y CUTHAIBHBIMU IMyTSMU
TOPMOHOB PACTEHUI, KOTOPBIE U CIIOCOOCTBYIOT MOAJIEPKaHUIO OanaHca MEXIy POCTOM
pactenuii u 3amutoit (Huot et al., 2014). UToObI BBDKUBATH U PA3MHOXKATHCS, pAaCTEHUS
JOJKHBI HE TOJIBKO TOIJIEP>KUBATh POCT, HO U TPOTUBOCTOSTH NATOTEHHBIM UH(PEKIIUSIM.
Takum o00pa3oM, OamaHC MEXIy POCTOM PACTEHHA UM 3alIUTOM HMEET BaKHOE
HKOJIOTHYECKOE, CEIbCKOXO3SIMCTBEHHOE M IKOHOMHYEcKkoe 3HadeHue. Korma pacrenus
noJIBepraroTcs arake naroreHa, oObictpo aktuBupyetcsi CK, KK u npyrue curnanbHbie
IyTH TOPMOHOB pacTeHuil. B To ke Bpems curHanbHble nmyTH aykcuHa, bC u I'b,
CBsI3aHHBIE C POCTOM pacteHuit, moaasisitoTcs (Dou and Zhou, 2012). M3menenus
KOJIMYECTBA M COCTaBa TOPMOHOB, CBSI3AHHBIX CO CTPECCOM, CIIOCOOCTBYIOT Ooiiee
TOYHOM, 10 OTHOIICHHWIO K BUAY MAaTOTeHA, 3allIMTHOW peakiuu pacteHuit (Xie et al.,
2016). Korna pacteHus nojBepraroTcss OMOTHYECKOMY CTPECCY IyTH Mepeiadun CUTHAIOB
CK, KK, I'b, BC u n1pyrux ropMOHOB pacT€HHII UMEIOT ONPENEIECHHYIO YCTOMYUBOCTh
WIH, APYTUMHU CIIOBaMHU, aMIUIMTYAy. [ OpMOHaNIbHBIE IMYTH B3aUMOJEHCTBYIOT APYT C
JIPyroM, YMEHbIIAs WJIM yBeIW4duBas curHainbel apyr napyra (Pieterse et al., 2012).
[lepenava curnanoB CK B OCHOBHOM y4acTBYeT B YCTOWYMBOCTU IMPOTHUB OMOTPOHBIX
NaTOT€HOB, TOT/1a Kak nepenaya curiaioB JKK B 0cHOBHOM c1iocoOCTBYET K YBETUUEHUIO

YCTOMYMBOCTU MPOTUB HEKPOTPOPHBIX MATOICHOB MM B HEKPOTPOYUUECKOH cTamuu
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remuOuoTpodHeix mnatoreHoB (Spoel et al., 2007). BzaumopaelcTBHE MEXIY
curHanbHbiMu TyTssMu ['B u JKK wurpator Baknyio ponb B 0amaHce MeXAy pOCTOM
pacTeHUd W 3amuTe OT OMOTHMYEeCKuX W abmoTtmueckux crpeccoB (Hou ef al., 2013;
Daviere and Achard, 2016). I'b perynupyer MHOrHMe acnekThl pocta pacteHui, a KK
UIpaeT BaXXHYI posib B peakuuu Ha crpecc. CurnansHbele mytd ABK m JKK BMmecte
KOOPJIMHUPYIOT OTBET PACTEHUU Ha MOBPEXKICHHE TKAHEW HACEKOMBIMH, MPENSTCTBYS

pPOCTY M pa3BUTHIO paCTEHUM, akTUBHPYS 3amuTHbIe peakiuu (Chen et al., 2011).

B nocnennue necsatunerus nyTth nepegauu curianos JKK akTUBHO nccieroBacs,
HO TEKyIlee MOHUMAHWE €r0 POJM B OTBETE HA PA3IMYHBIC CTPECCOBBIC (HAKTOPHI
OKpY’KaloIllel Cpeabl OrpaHUYEHO H3-3a CIIOKHBIX CeTed B3aMMOACHCTBUM MEXIY
MHOECTBEHHBIMU CTPECCAMU U MHO>KECTBEHHBIMU ITYTAMU MEPEIaun CUTHAIOB. [0 cux
Op MOJIEKYJISIpHBIN MexaHu3M nepeaaun curnainoB KK B oTBeTax Ha cTpecc ocraercs
HE JI0 KOHIla u3ydeHHbIM. Kpome TOrO, B KJIETOYHOM MeMOpaHe MPUCYTCTBYET
MHOXXECTBO CHEIU(DUUECKUX PELENTOPOB U PA3IMYHBIE CTPECCHl OKPYKAIOIIEH Ccpeibl
MOTYT aKTUBHPOBAaTh Cpa3y HECKOJbKO (PEPMEHTOB C TOCIECAYIOIICH aKTHUBalUEH
BTOPHYHBIX MECCEHKEPOB, TakuX Kak Ca’’ ¥ M3MeHEHHEM PKCIPECCHU HIDKECTOSIINX
reHoB. B HacTosiee BpeMs Bce €111e 0CTaeTCsl MHOT'O BOITPOCOB U MPOOEIOB B TOHUMAHUH
MepeKPEeCTHBIX B3anumoaecTBuil Mexay KK u apyrumMu ropMoHaMu B OTBETaX PacTEHUM
Ha cTpecc. OgHAKO MOXHO C YBEPEHHOCTHIO CKa3aTh, YTO OaJlaHC MEXKIY POCTOM
pPaCTeHUI U 3allIUTHBIMHU PEAKIMSIMHU 3aBUCUT OT B3aUMOJCHCTBUS MEXIY Pa3IuYHBIMU
TOPMOHAIBHBIMA CHUTHAJIBHBIMH MYTSIMH U HEBO3MOXKHO PETYJIHPOBATH M30UPATEIHHO
TOJIBKO OJIMH KOMIIOHEHT JIaHHOW CHCTEMbI, MPU H3MEHEHUU OJIHOTO KOMIIOHEHTA,
BIIMsHUE OyJeT OKa3aHO Ha OOJIBIIOE KOJUYECTBO META0OJIMYECKUX M POCTOBBIX

napaMeTpoB PaCTEHUs], €r0 yCTOMYMBOCTh K aOMOTHYECKUM M OMOTHYECKHM CTpeccam

(Yang et al., 2019).
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1.2. PoJib CUTHAJIBHO CHCTEMBbI )KACMOHOBOM KHMCJIOTHI B PeryJisillid BTOPUYHOTO
MeTadoIu3Ma

PacreHuss KUBYT B TIOCTOSIHHO MEHSIOIIEHCS Cpele, KOTopas 4acTo
HEOJIAaronpusITHA B BUAY PETYISPHBIX CTPECCOBBIX BO3JCHCTBUI. DTN HEOIArONpUsTHHIE
YCIIOBUSI OKPY>KalOIIEW Cpelbl BKJIKOYAIOT JIBE€ TPYHIBI CTPECCOBBIX (PAKTOPOB:
OMOTHYECKHEe, TaKue KaK MH(EKIMs MaTOreHHBIMH MHUKPOOpPTaHM3MaMH M HalaJeHUS
TPaBOSAIHBIX; U A0MOTUYECKHUE, TAKUE KaK IS(PUIIUT BOJIbI, SKCTpEMaTIbHbIE TEMIIEPATYPHI,
Ne(ULUT MUTATETBHBIX BEIIECTB U U30BITOK COMM WJIM TOKCUYHBIX METAJIOB, TAKUX KaK
QIIOMUHUM, apceHaT W KaJAMUM, B MOYBE. 3acyxa, COJb W TEMIEpPAaTypHBI CTpecc
SBJIAIOTCS. OCHOBHBIMH  DKOJIOTMUECKMMHU  (PakTopamu, KOTOpbIE BIHSIIOT Ha
reorpauueckoe  paclpocTpaHEHHE  PpacTeHU B MPUPOAE,  OrPAHUUYUBAIOT
IIPOLYKTUBHOCTb PACTEHUN B CEIILCKOM XO3SHUCTBE U YIPOXKAKOT MPOAOBOIBCTBEHHOU
oe3zonmacHocTu. HeOnaronpusiTHbIE TMOCHEACTBUS JTHUX aOMOTHYECKHX CTPECCOB
yCYryOJIIIOTCSI U3MEHEHUEM KJIMMaTa, KOTOpoe, Kak ObLIO Mpeacka3aHo, MPUBEAET K
YBEJUYEHUIO YacTOThl IKCTpeMalIbHBIX TOToaHbIX sBiaeHui (Fedoroff ef al., 2010). To,
KaK pacTeHUs BOCIPUHUMAIOT CUTHAJIBI CTPECCa U aIallTUPYIOTCS K HEOJIaronpusTHbIM
YCIOBHUSIM OKpY>Karollel cpenbl, sBIsSeTCs (yHAAMEHTaJIbHBIMU OHOJIOTHYECKUMU
Bonpocamu. KpomMe TOro, mOBBIIIEHHE YCTOMYMBOCTH PACTEHUM K CTpeccy HMeeT
pemaroniee 3HayeHue Uil MPOAYKTHUBHOCTH CEJIBCKOTO XO3SIICTBA, a TaKke I
DKOJIOTUYECKON YCTOWYMBOCTH, MOCKOJIBKY KYJIBTYpPbl C HHM3KOM YCTOMYMBOCTBIO K
HEraTUBHBIM (haKTOpaM MOTPEOJIAIOT CIMILIKOM MHOTO BOJABI M YJIOOpEHHUN M, TaKUM

00pasoM, co37at0T OOJBITYI0 HATPY3KY HA OKPYIKAIOIIYIO CPEy.

1.2.1. Uctropus u pynkuun KK

XKacmoHnoBasg kuciora M €€ pazjIMuHbIe MPOU3BOJIHBIC MPEICTABISAIOT COOOU
CUTHAJIBHBIC COCAVHEHUS, KOTOPHIE YYaCTBYIOT B PETYJISLUN Pa3IMYHBIX NIPOLIECCOB B
pacTeHusix, BKJIOYas pocT, (POTOCHMHTE3, PENPOAYKTHBHOE PA3BUTHUE U PEAKIUIO HA
abnoTH4ecKre u OMOTHYECKHUE CTPECCHI, TAKUE KaK 3aIIUTa OT TPABOSAHBIX U MTATOT€HOB.

XK oOHapyXwin He Tak JaBHO 10 CPaBHEHHUIO C JAPYTUMU FOPMOHAMHM, TAKUMH KaK:
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ayKCHH, aOCIM30Bas KHCJIOTAa, IUTOKWHWH, rHOOeperioBas KUCIOTa W dTWieH. Kak
curHayibHBIE MOJIeKYJbI, KK perynupyror 3Kcrnpeccuto MHOKECTBA T€HOB B OTBET Ha
abMOTHYECKHE CTPECChl (HANpPUMEpP, COJb, 3aCyXa, TSHKENbIE METAJUIbl, TOKCHYHOCTh
MUKPOHYTPHUEHTOB, HH3Kasi TeMIieparypa) W OuoThueckue (MaToreHHble TPUOBI U

OakTepuu, TpaBOsTHBIC )KUBOTHBIE) cTpecchl (Wasternack, 2007).

[lepBriMU KacMOHATaMH, KOTOpbIe ObuTH OOHapyxeHbl, ObuTH MeTabomuThl KK,
TaKHe KaK, CJI0KHbIE 3UPBI THIPOKCU-KACMOHA XPU3aHTEMOBOM KUCIIOTHI, BBIIEIEHHBIX
u3 Chrysanthemum cinerariifolium (Sch.Bip.) (Crombie and Elliott, 1961). Ognako
aKTUBHBIC KACMOHATHI BIIEPBbIC ObUTH BBHIFCICHBI B Hadane 1960-x romoB, B MEPBYIO
ouepenpb metuwipkacMoHat (MeXXK), xoropslii mepBoHayaabHO OBbUT OOHApPYXKEH Kak
JeTy4yee BEIIeCTBO, BBIACISIEMOE LBeTaMH xacMuHa (Jasminum grandiflorum L.)
(Demole ef al., 1962). B TeueHue necsaTuiaeTus mocjie nepBoHa4aIbHON UICHTU(UKAIIUN
HEKOTOPbIE U3 ATUX COCIMHEHUI ObLITM XUMUYECKH CUHTE3UPOBAHbBI, X CTPYKTYPhI ObLIN
BBISICHEHBI, U OBLITN OMTyOJIMKOBAHBI MIEPBBIE IOKA3aTEIHCTBA TOTO, YTO HEKOTOPBIEC U3 HIX
00J1aiaroT cBoiicTBaMu HHrHOUpoBaHus pocta (Aldridge et al., 1971). belno BeiieeHO U
UJCHTUGUIIMPOBAHO MHOXKECTBO PA3IMYHBIX MPOU3BOIAHBIX KACMOHOBBIX KHCIIOTHI,
0/1HaKoO TOJIbKO B 2009 riiaBHBIN peLENTOp KACMOHOBOTO MyTH ObUT KPUCTANIU30BaH U
METO/IAMH PEHTTEHOCTPYKTYPHOIO aHalli3a ObUIM MOJyYeHbl JaHHBIE O TOM, Kakoe
WMEHHO MPOU3BOTHOE )KACMOHOBOM KUCJIOTHI SIBJISIETCS JINTAHIOM K 3TOMY PEIenTopy, U

uM sBisiercs (+)-7-uzo0-KK-uzoneiinma (JKK-Une) (Fonseca et al., 2009).

C MoMeHTa OTKpBITUSI TOTO (PaKTa YTO KACMOHOBASI KUCJIOTa U €€ MPOU3BOTHBIC
CIOCOOHBI MHTUOMPOBATh POCT PACTEHHH, ObUIO TMOKa3aHO OOJIBIIOE KOJIMYECTBO
byHKIMA 1 MexaHu3MOB, B KOTOphIX JKK urpaer, kak u HEMmocpe/CTBEHHOE 3HAUCHHUE,
TaK WU MOJKET SIBJISTHCS CBS3YIOIIUM 3BEHOM MEXIY Pa3IMYHBIMA TOPMOHAJIbHBIMU
nytssmu. KoHcepBaTtuBHas, HO THUOKas OpraHu3alus 3TOM CHUTHAIBHOM CHCTEMBI
COIIaCyeTCA C 3aMEuYaTesIbHBIM CIIEKTPOM 3alMTHBIX CBOWCTB, peryiupyembix KK, a
TAKXK€ C PaCTyIUIMMH JOKA3aTEIbCTBAMHU TOTO, YTO TOPMOH UTPAET KPUTUYECKYIO POJIb B

obecrieueHnr YCTOMYMBOCTH PaCTeHUI Kak K Onotndeckum ctpeccam (Wang et al., 2021)
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TaK ¥ KO MHOTUM aOMOTHYECKHUM, BKITIOYasi BBICOKYIO 3aCOJICHHOCTb, 3aCyXy U Mepenaibl
temriepatyp (Kazan, 2015; Hu ef al., 2016). UaTepecHo, uT0 QyHKIHS )KaCMOHATOB HE
OTPAaHUYMBAETCS MOBBIIICHHEM YCTOWYMBOCTH K CTpECCaM, HO JISUCTBYET HA Pa3IUYHbBIC
PETYIATOPHBIE MEXaHU3MBI POCTA M PA3MHOKCHHSI PACTCHHM, KOTOPBIE TAK)KE SBIISIOTCS

HEOTHEMJIEMOH YaCThI0 YCTOMYMBOCTH K cTpeccy (Browse, 2009; Wasternack and Hause,

2013) (Pucynox 1).

)KaCM|0H0BLIii cnerll.Jer
; \ v

Peryasinus paspurns:

-
\
OT1BeTbl HA A0MOTHYECKHIT cTpecc: |

Peaxknusi na GuoTHUecKuii crpecc: 1) UarndupoBanue pocra 5
1) YcroituuBocTh K 3acyxe
1) AxTHBaIUs] BTOPHYHOTO 2) ObOpa3oBaHue 3aIUTHBIX ~ .
2) YCTOMUMBOCTH K 3aCOJAEHHOCTH
MeTa00JIM3Ma 1 3alIUTHBIX OEJIKOB CTPYKTYp N
3) YcTOHUMBOCTD K XOIO0BOMY
2) [lpoayKuus arTpakTaHTOB 3) Perynsuusi pa3MHOXKEHUS 1 erpece
T
(epTUIILHOCTH peeey J

Pucynok 1 — buonornueckue ¢GyHKIUM CUTHAJIBHOM CHUCTEMBI >KaCMOHOBOM

KHCJIOTHI.

1.2.2. CurnajbHasi CHCTEMA KACMOHOBOM KHCJIOThI

buocunTes JKK xopomo oxapakTepu3oBaH Yy MHOXECTBA OAHONOJBHBIX U
NBYA0IbHBIX pacTeHnd. JKK cuHTe3npyeTcs B pe3yJibTaTe MoCIe0BaTENbHOIO ACMCTBUS
(epMEHTOB, MPUCYTCTBYIOIIMX B pPa3IMYHbIX OpraHe/UIax pacTeHHs: B IUIACTUIE,
nepokcucome u nurorasMme (Pucynok 2). Abmotnyeckne M OMOTHYECKHE CTUMYJIBI
aKTUBUPYIOT (¢ocdonunaspl B IUIACTUAHONM MeMOpaHe, CIOCOOCTBYSI CHUHTE3Y
JIMHOJICHOBOM KHCJIOTBI B pACTEHUU. JIMHONEHOBasg KHCIIOTA, IPEAIIECTBEHHUK B
npouecce Ouocunteza KK, mpeBpamaercs B 12-0KCOQUTOIUEHOBYIO KHUCIOTY
nocpeAcTBOM okcureHauuu junokcurenason (LOX), anneHokcua-cuntazoit (AOS) u
amnenokcuauukinazoii (AOC). 3arem XK cuntesupyercs u3 12-okcodpuroaneHoBoit
KHUCJIOTBI TOA JeHCTBUEM peaykrasbl 12-okcoduroanenoBoit kuciorsl (OPR) u 3
UKJIAMH O€Ta-OKUCICHUS >KUPHBIX KHUCIOT. Takum obpazom, myTh OuocuHTe3a KK
U3BECTEH KaK NyTh OKTaJekaHouaoB. B 1murTo3osne Merabommueckue nytu KK

IIpCBpaliaroT q)HTOFOpMOH B Oosee uem 30 Pa3IMYHbIX AKTHBHBIX H HCAKTUBHBIX
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IPOU3BOJHBIX, B 3aBUCUMOCTM OT XMMHYECKON MOAM(PHUKALMU TPYIIbl KapOOHOBOM
KHCIIOThI, OOKOBOW 1€MW TEHTCHWJIAa WM TEHTAaHOHOBOTO Kousbla. Cpemu psna
MeTabOoIMTOB MOKHO MepeunucianTb — cBoOoaHbie JKK, nuc-xacMoHaT, METHIIKaCMOHAT
U JKaCMOHAT-U30JIEULIMH KOTOpBIE CUYMTAIOTCA OCHOBHBIMH (opmMamMu OHMOAKTHUBHBIX
’KaCMOHOBBIX KHMCJIOT B pacTeHusAX. JleTyuynii MeTMIHKacMOHAT, KOTOPBIM SIBIIAETCS
CUTHAJIOM Ul OKPYXKallUX PacTCHUH, NPOAYLUPYETCS U3 KACMOHOBOW KHMCIIOTBI O]
neiicteuem  JKK-kapOokcunmeruntpancdepazol.  Depment JAR1  karanusupyer
obpaTuMoe TpEeBpaIlCHHE MEXIY KACMOHOBOW KHCJIOTON W KACMOHAT-H30JICUIIMHOM

(Wasternack and Hause, 2013).

XJtopomniact
JluHoneHoRBast kucaoTa

LOX
AOS
AOC

12-okco(puTOMEHOBAS KHCIIOTa

ITepoxcucoma
12-okcopuTOIMCHOBAS KHCIIOTA

OPR3
bera-okuciaenne

JKacMoHOBas KHcI0Ta

|
MuTto30n ¢—‘ N

D EE— 9
JKacmonoBas kucnora ¢~ )KacMoHaT-u30J1eHIMH

JAR1
MerumkacMoHaT Merunoseiit 3¢pup KK-Uine
LUC-KACMOHAT 12-xap6oxen-KK-Hne
12-O-muKo3uKacMoHaT 12-O-rmxo3un-KK-Wne

%

Pucynok 2 — IIyte OmocuHTE3a 5KaCMOHOBOM KUCIIOTHI U €€ mpon3BoHbIX. LOX —
munokcurenasza; AOS — amnenokcuna-cuaTtasza;, AOC — anmeHokcuanmkiaza; OPR3 —

okcoduroanenoat-peaykrasa 3; JAR1 — Kacmonounn-L-amuHo-cunterasa 1.

Xots TOPpMOHAJIbHBIC PCAKIIUN BAKHBI JJIA aJalliTaliliu paCTeHHfI, 9THU pCaKIuH B
OIPCACIICHHBIC MOMCHTBI MOT'YT OBITH BPCAHBIMU JJIA PACTCHUA, CCJIM HC IMPCKPAIICHBI
BOBpPCMs, HAIIpUMCEP, KOraa yrpo3bl OoybIlIe HET Wi, Korga H€O6XOI[I/IMO YACIATD

pecypcbl OpraHum3Ma Ha OTBETbI Ha Apyrue crpecchl. Peakiuum, 3amyckaembie KK
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AHTarOHUCTUYECKH CBSI3aHBI C POCTOM M penpoAyKTuBHON QyHKuuei pactenus (Havko
et al., 2016). CooTBETCTBEHHO, MHAYLUOEIbHbIE (PAKTOPHI TPAHCKPHUIIIIUHU, TAKHE KaK
MY C, xoTopbie BBI3BIBAIOT OTBETHI HA CTPECC, TOKHBI OBITh AKTUBHBI TOJIBKO B TEUCHUE
ONpENeICHHBIX MEepHoAOB mocie uHAyKuuu. IlomoOHas  QyHKUIMOHAIBHOCTD
oOecrieunBaeTcs METASIMU OTPULIATENIBHONM OOpaTHOW CBSI3U, KOTOpbIE pabOTalOT CoO
BCTPOCHHBIMH BPEMEHHBIMHU 3aJpXKKaMH, BKJIIOYas OTpULATEIbHBIC PEryIsTOpHI,
BBIPa0OTKa KOTOPBIX CTUMYJIHUPYETCS HHAYLHUOEIbHBIMH (DaKTOpaMH TPAHCKPHUIILUU
(Renner and Schmitz, 2009). OnocpenoBaHHbIE KAaCMOHATOM TPaHCKPUIIIMOHHBIE
OTBETHl TECHO CBSA3aHBI C HAKOIJICHHUEM >KACMOHOBBIX KHCJIOT, B OCOOEHHOCTH C
YKaCMOHAT-U30JIEMIMHOM KaK MOJIEKYJISIPHOTO TpUITEpA Iepeladyn CUrHajioB. BaxxHon
yepTol JaHHON CHCTEMBI SIBISETCS €ro OBICTpOe HAKOIUICHHWE (BpeMs HAKOIUICHUS
pamKupyeTcsa OT CeKyH]I 10 MUHYT) B OTBET Ha MOBPEKICHUE TKAHU WU APYTUE THIIBI
ctpecca (Glauser et al., 2008). TpancmopT ¥ KaTaOOJM3M CUTHAJIBHBIX MOJIEKYI
’KACMOHOBOTO IMYTH B MOCJIEIHHUE AECATHWIECTHS ObLI XOpoIllo m3yudeH. bbuia mokazaHa
nenas MeTadoaudecKasl CeTh, KaTaau3upyrolas OMOaKTUBHBIE )KaCMOHATHI, UCTIOJIb3YsI
dbepments nutoxpoma P450, amunoruaponas u XKK-oxcunassl (Koo and Howe, 2009;
Koo and Howe, 2012; Heitz et al., 2016). IIpespamenue KK B neTyunii MeTHIDKaCMOHAT
C MOMOILBIO XKK-kapbokcunmerunrpancdepassl o0ecnieunBaeT Apyrou
MeTabonrmueckuid myTh yMeHbIIeHus koHIeHTpauu KK u, Takum o0pa3omM, CHIKEHUS

HakoruieHus XKK-Une (Stitz et al., 2011).

B nonosHeHre K 3TOM CHOXKHOW METa0OJIMYECKON cHUCTeMe ISl MOJep KaHus
roMeoCTa3a  pasjI4yHbIX KACMOHOBBIX  KHUCJOT, CYILIECTBYET  MOJIEKYJISIPHBIC
TPAHCHOPTHbIE MeXaHu3Mbl Juid nepememieHus KK BHyTpu M Mexay KiIeTKaMu
pacrenus. Kpome cTangapTHBIX ITyTEN NIEPEMEILICHHS BEWIECTB B PACTECHUH, a TAKKE IIPU
ITOMOILHX JIETYYECTH COCAUHEHUH, HA MOJIEKYJIPHOM YPOBHE Ba)KHEHILIEH YaCThIO 3TOU
cucrteMsl sBisieTcs Tpancnoprep JAT] oTBeTCTBEHHBIN 3a IepeMelieHue He TonbKo JKK-

Wne, no u apyrux npousBoanbix KK (Li et al., 2017).



30

1.2.3. Poab JAZ B0 B3anmopeiicTBuN curHaiabHou cucremsl KK ¢ apyrumu

CUTHAJIBbHBIMU CUCTEMAMU paCTI/ITeJIBHOﬁ KJIETKH

[Tocne momyyeHUs! KIETKOW »KaCMOHOBBIX KHCIOT MyTeM OMOCHHTE3a, JUO0 OT
KJIETKH K KJIETKE, JTUOO MO BO3/IyXY — 3aIlyCKaeTCsl CUCTEMHBIN OTBET pacTeHus. Bkparie

FCOUl coemuusacy ¢ KK-Une

3TO MPOUCXOAUT CIEAyrUMM oOpazoM: Komruieke SC
yOUKBUTHHWIMPYET perpeccopbl cemeiictBa JAZ, KOTOpele B CBOIO OuYepelb
0CBOOOKIAIOT TPAHCKPHUIIIMOHHBIE (PaKTOPbI, MEHSISI SKCIPECCHIO COOTBETCTBYIOIIUX UX
JIOMEHaM TEHOB, TE€M CaMbIM DETYJIUpYys METabOIMYeCKUW CTaTyC W/WIM pa3BUTHE

pactenus (Howe et al., 2018) (Pucynoxk 3).

[lepBasgs uyactb »TOr0 MexaHuW3Ma — TpaHcnopT B snpo. llpu cTpeccoBoit
crumyssiiun JKK noasepraercst OnoxuMudeckuM peakuusm ¢ oopazoBanuem KK-Ure,
KOTOpbIM HaKalUIMBaeTCs B IUTOIUIa3Me cTpeccupoBaHHbIX kieTok. JKK-Une
TPaHCHOPTUPYETCS K AJpy W K JAPYTUM KIETKaMm JUJIs 3allUTHBIX peakiui. Y
apabunoncuca cyokierouynas soxkammzanus KK perymupyercss BbicokoadGUHHBIM
TPaHCIIOPTEPOM, OEJIIKOM-TIEPEHOCUMKOM >KacMOHOBOM KucioThl 1 (AtJATI, Taxxke
u3BecTHbIM Kak AtABCG16). U nmnasmarnueckas meMOpaHa, W siiepHas mMemOpaHa
pactutenbHbiX KieTok coaepxar JATI1, wyepes kotopeii KK wumun JKK-Une
AKCIIOPTUPYETCA M3 LUTOILIA3Mbl B sApo U anoriact. CienoBarenbHo, AuHamuka KK
unu JKK-Wine B nuronnasme, aape u anoracre peryiaupyercs JAT1 Bo Bpems ctpecca

(Lietal.,2017).

Crnenuguyeckas 1y pacTeHUd rpynna 0eiakoB JAZ urpaer peuiaroiyo pojb B
MOJIaBJICHUN AKTUBHOCTU (PAKTOPOB TPAHCKPUIILIUU CBS3aHHBIX C JKaCMOHOBBIM
CUTHaJIbHBIM IyTeM. benku JAZ npunamiexat k Oonbiiomy cemeiictBy 6enkoB TIFY,
Ha3BaHHOMY OJiarojapsi MPUCYTCTBUSI BbICOKOKOHcepBaTuBHOro MotuBa TIF[F/Y]XG
(Vanholme et al., 2007). Penpeccopsl JAZ otnuuarorcst ot apyrux OenxoB TIFY
HaJIM4AEM 2'7-aMAHOKHCIIOTHOTO MHOTO(YHKIIMOHAJIBHOTO MOTHBA Jas,
pacnoJIoKEHHOro psioM ¢ C-KOHIOM. MeXBHI0Bass U3MEHYMBOCTh KOJIMYECTBA T'€HOB

JAZ, xotopas xonedsnercst oT omHoro y Marchantia polymorpha L. no 6onee 20 y MHOTHX
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BBICHIMX PACTEHUM, OTpakaeT COOBITUS MOJHOTEHOMHON M TaHAEMHOW NYIUIMKAlLIUH,
KOTOpBIE MPUBENH K QYHKIIMOHAIEHOMY pa3HO00pa3nio U U30BITOYHOCTH B ’TOM OBICTPO
pa3BuBaromeMcs cemeiictse reHoB (Bai ef al., 2011). 'enom apabunoncuca kogupyer 13
oenkoB JAZ (JAZ1 —JAZ13), koTOphle NOJpa3AeNsIOTCsa Ha 5 (GUITOT€HETUYECKUX TPYIII
(I = V) (Thireault et al., 2015). Korga xnerounsie ypoau KK-Mne Himke moporoBoit
KOHLIEHTpallui, MOTHUB Jas MpPUHUMAET PACIIUPEHHYI0 KOH(OpMaIuUIo o-CrIupali,
KOTOpasi cBsi3bIBaeTcsi ¢ JAZ-3aumonencTBytomum jgoMeHoMm (JID) okosio N-koHiia
rnaBHoM wmumeHd u Td xacmonoBoro mnytu Oenka MYC. CrpykTypHBIA U
OMOXUMHUYECKUN aHaIM3bl MOKAa3bIBAIOT, YTO JOMEH Jas KOHKYPEHTHO WHTHOUpPYET
cBa3piBaHue MYC ¢ akTUBAaTOpHBIM B3auMojercTByomuM goMeHoM (ACID) MED25
komruiekca Mediator, KOTOpBIA MpeaCcTaBiIsIeT COOOH ABOIIOIMOHHO KOHCEPBATHBHBIN
MYJIBTHOEIKOBBIA KOMILIEKC, cBsi3biBatommii [IHK-cBs3anHbIe hakTOpbl TPaHCKPHUIIIIUH
u PHK-nonumepa3sy 11, u uHTErpypyeT TPAaHCKPHUIILHIO C IIUPOKUM CIIEKTPOM KJIETOYHBIX
curHajnoB (Zhang et al., 2015). benku JAZ taxxxe ocnabisitor aktuBHOCTE MY C 3a cuer
ces3piBanusl 0enka TOPLESS (TPL), koTopsiii moaBiseT SKCIPECCHIO TEHOB 3a CUEeT
B3aMMOJICHCTBUS C TUCTOHAMH, (epMEHTaMU, MOAUGUIUPYIOIIUMU XPOMATHUH, TaKue
kak rucronzeanermnaza (HDA) (Ke et al., 2015). TPL u cBs3annbie ¢ TPL 6enxu (TPR)
crenu(puIecKy B3aUMOJEHCTBYIOT ¢ MOTUBOM EAR, oOHapyXeHHbIMH Ha HIMPOKOM
criektpe pernpeccopoB TpaHckpuniuu (Causier et al., 2012). Jlomen TIFY (ZIM)
oonpimHcTBa JAZ cBsazbiBaeT TPL nnu TPR 6enku kocBeHHO uepe3 ajanTepHblil 0ok
NOVEL INTERACTOR OF JAZ (NINJA), conepxamuiit MotuB EAR. Pons TPL kax
00111eT0 pempeccopa 3KCIPECCUM TEeHOB, BMecTe co crnocoOHocThio OenkoB TIFY,
oTinuHbIX OT JAZ, pexkpyrupoBaTh KoMmiuieKchl NINJA-TPL uwepe3 motus TIFY (ZIM),
yKa3bIBaeT HA TO, YTO 3TH KOPEMPECCOPHBbIE MOJYJIM HE ClieUM(PUUHBbI AJi Mepeaadu
CUTHAJIOB AacMOHaTa, HO, BEPOSITHO, OHHM SBJISIOTCS OOMMMH JJIs Pa3IuYHBIX

TpaHCKpUIILMOHHBIX kKoMILiekcoB (Howe ef al., 2018).
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HopmanbHhbie CtpeccoBble Hurozonn
yCHOB“i . ’:>:> yCJIOBHSA
KK-Nne > > b WK e

Penpeccus
TD

YOUKBUTHHUIINPOBAHHE

DakTopbl
TPAHCKPHUIILIHH

OcBoboxaenne TO

dakTophl
TPaHCKPUILIUU

JAZ-3aBUCHMBIE F€HbI

JKcnpeccHsi FeHOB 0TBETA

Pucynok 3 — MonekynsipHblii MEXaHHU3M »KAaCMOHOBOTO CHUTHajIuHra. B
HOPMAJIBHBIX YCIIOBUAX, Oenku JAZ CBA3BIBAIOT (PaKTOPHI TPAHCKPUIILIMK T€HOB OTBETA
Ha crpecc. [lpm crpeccoBrIXx ycnoBusax BospactaeT ypoBeHb JKK-Mie, koropslii
TpaHCHIOPTUPYETCA B sAPO ocpeacTBoM Tpancnoprepa JATI (Tpancnoprep kacMoHaTa
1). )KK-Une B3aumonetictByer ¢ SCFCO!!| nanuplii KoMIieke yOMKBUTHHUIMPYET OEIKH
JAZ, xoTopbie 3aTeM MOABEPraloTCs MpOoTeacoMHOM aerpananuu. OcBoOOAMBIIUECS
(GakToppl  TPAHCKPUIMIIMM  CBSI3bIBAIOTCSI C  COOTBETCTBYIOUIMMHU  CaiTaMM  Ha

xpomocoMHoi JIHK, TeM cambIm 3amyckasi 3KCIPECCUIO T€HOB OTBETA.

Kputnueckum »3tanom B mnepegaye CUTrHalla, SBISIETCS MPOTEOJUTHYECKOE
paspyuienure OenkoB pernpeccopoB JAZ, kortopoe 3ddexTuBHO mnpeBpamiaet JAZ-
cBsi3aHHble T® B akTUBATOPBI TpaHCKpumniyu. [lepBblii mar B ATOH IeNU COOBITHIMA

BKJIIOYAaCT TOPMOH-3aBHUCUMOC 06paSOBaHI/Ie KOPEOCUTOPHOTO KOMIIJICKCA, COCTOALICTO
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u3 XKK-Une, JAZ u F-60okca 6enka CORONATINE INSENSITIVE1 (COI1). COIl
aBIsgeTcs KomnoneHToM Komiuiekca E3 youkButun-nurasst SKP1-CUL1-F-box protein
(SCF), cneuuduueckn B3aUMOJICHCTBYET CO CBOMMH cyoOcTtpatamu Oenkamu JAZ B
npucytctBun KK-Une (Yan et al., 2009). TpexmepHas CTpyKTypa KOPEIEHTOPHOTO
komriekca COI1-JAZ mokazana, uto motuB Jas (B cocrtaBe Oenka JAZ) umeer
CTPYKTYpY, B KOTOpPOHM KOPOTKasi KOHCEpPBATHBHAsl IOCJEI0BATEIbHOCTh, Ha3BaHHAs
degron, Ha N-konie obpasyer nemiro, 3axBaTbiBaeT JXK-Une B o6macTe CBsI3bIBaHUS
JAUrasHja, TakuMm oopazom ¢opmupys crabmibHbIi TpoitHoi komiuieke COI1-)KK-Hne-

JAZ (Sheard et al., 2010). Benku JAZ, koTopsle nonaaaiot B kommieke SCFCO!

JTaHHBIM
TOPMOHO3aBUCHUMBIM  00pa3oM, MapKHUPYIOTCS TMOJNyOUMKBUTUHOBBIMU IETSIMU U
BIIOCJICJICTBUM pa3pymaroTcs mpoteacomoit 26S. Cam Oenok COIl moaBepraercs
MHOXECTBY YpPOBHEW pEryisiuu, BKIOYas MPSAMYI0 AacCOLMALMI0 C BaKHBIM
koakTopom momudocdara wmHOo3uTa (Mosblech et al., 2011) u perymupyemsiid
npoteonu3 (Yan et al., 2013). XKK-Une-unayuupoanuas aectpykuus JAZ ¢ moMouisko
SCF“°"-nporeacomuoli cucteMbl 00eceunBaeT 3PHEKTUBHBIA MEXAHU3M JAUCCOLMAIIUH
KopernpeccopHbix moaynei (Hampumep, NINJA-TPL) o npoMOTOpPOB r€HOB-MUILICHEH

MY C u nocnenyroniero peKpyTupoBaHusi TPAHCKPUIIIIMOHHBIX KoakThBaTOpoB (Howe et

al., 2018).

Taxke WHTEPECHBIM YYaCTHUKOM JAaHHOW MAIIMHEPHUH SBISIOTCS  O€IKd
JASMONATE-ASSOCIATED MYC2-LIKE 1 (JAM1), JAM2 u JAM3 (Song et al.,
2013). B otnuune ot MYC, 6enku JAM He 001a1at0T CIOCOOHOCTHIO aKTUBUPOBATH
TPAHCKPHUIIIHIO, HO COXPAHSIOT criocoOHOCTh cBsi3biBanus JIHK. Takum o6pazom, Genku
JAM, no-BuauMomy, KOHKYpHUpYIOT ¢ (hakTopamu TpaHnckpumiuu MY C 3a cBsi3bIBaHUE C
IUC-ACUCTBYIOIMME 3JieMeHTamMu (G-00Kca B MPOMOTOpax I€HOB, YYBCTBHTEIBHBIX K
kacmMoHatam.  CrmocobHocTh  OenkoB  JAM  cBs3biBath  JAZ  mOCpPEICTBOM
KOHCEpPBATUBHOrO JoMeHa JID ykas3bIBaeT Ha TO, UTO aKTUBHOCTh JAM Moaynupyercs
M3MEHEHUSIMU B COfiepKaHuu 0enkoB JAZ, HO HEOOXOUMBI JaTbHEUIIINE UCCIIeIOBAHNUS,
YTOOBI MOHATH (PYHKITMOHATBHYIO 3HAUUMOCTh KoMILIeKCOB JAM-JAZ. Takum 00paszom,

JTAHHBIE, MIOJYYECHHBIE HAa CETOAHSAIIHNNI J€Hb, HE JAIOT MOJHOW KapTuHBI yyactus JAM
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0eNKOB B jkacMOHaT-omocpenoBanHou perynsanuu (Fonseca et al., 2014, Howe et al.,

2018).

®axTops! Tpanckpuniu bHLH rpynmes! [1I urpatot mmpokyro posib B )KU3HEHHOM
[UKJIE PAacTeHUl M WrpaloT BaXKHYIO POJb B CeTU B3aumojaenctBus JAZ-daxrtopa
TpaHckpunuuu. Hanbonee oxapakTepu3oBaHHOE SIIPO TPAHCKPUIIIMOHHOW MalllMHEPUU
perymupyemoit pakropamu Tpanckpuniyu JAZ Brmodaet 6enkun bHLH moarpymmer [le,
kotopsie BKItoUaroT MYC2, MYC3, MYC4 u MYCS5. YV GonbimHCTBa BUIOB PAaCTCHUH,
TpaHckpunuuoHHble Moaynu JAZ-MYC oco0eHHO Ba)KHBI JUIsI KOHTPOJS MPOIYKIIUU
CHELUAIN3UPOBAHHBIX 3AIIUTHBIX COCIWHEHWW, B TOM YHUCJE IOJYYEHHBIX W3
QJIKAJIOUHBIX, TEPHEHOUJIHbIX, (PEHWINPONAHOUIHBIX M AMHHOKHCIOTHBIX IyTeH
ouocuntesa (Goossens et al., 2017). BzaumopeiicteBue MYC c dakTopamu
TpaHckpunuuu MYB wurpaer pemaromnyo pojib B PEryJMpPOBaHUU MPOIYKLIHUU
TJIFOKO3UHOJIATOB, KOTOpbIe (POPMHUPYIOT B3aMMOOTHOIICHHSI MEXAY pPACTCHUSIMU U
TpaBOSAHBIME B cemeiicTBe Brassicaceae (Schweizer ef al., 2013). benku MYC Takxke
cesa3anbl ¢ MYB21 u MYB24, kotopble camu B3auMOACHCTBYIOT C JAZ, YTOOBI
KOHTPOJIMPOBATh Pa3BUTUE THIYMHOK U MBUIBLIBI B TPEXKOMIIOHEHTHOM KoMIUIiekce JAZ—
bHLH-MYB (Goossens et al., 2017). Apyroi# kommuiekec JAZ-bHLH-MY B, cocTosiuit
n3 6enkoB bHLH noarpynmner IIIf ENHANCER OF GLABRA3 (EGL3), GLABRA3
(GL3) u TRANSPARENT TECTA GLABRAS (TT8), a taxcke MYB75 1 GLABRAI1
(GLT) R2R3, yyacTByeT B KOHTPOJIE€ MHUIIUAIIMS TPUXOM U MPOAYKIHS aHTOIMaHOB (Qi
et al., 2015). IlToMruMO MHOXECTBA pOJIeH B PETYJIALIUU TOJIEPAHTHOCTH K OMOTHYECKOMY
CTpeccy, HECKOJIBKO UCCIIEA0OBAHUN MPOAEMOHCTPUPOBAIIH, YTO CIeU(PHUUECKUE MOTYTU
JAZ-TpaHCKpUNIIIMOHHOTO (paKTOpa KOHTPOJIUPYIOT PEaKIMU Ha aOMOTHYECKUI CTpecc.
B apabunorncuce 6enku JAZ B3aumoaeiictBytot ¢ 6enkamu bHLH noarpynmer I1Ib, ICE1
u ICE2, ciocoO¢cTBys peakiuu akkiumaTtuzanuu kK xonony (Hu et al., 2013). Moaynu
daxrTopa Tpanckpuniyuu JAZ-bHLH Takxke KOHTPOJUPYIOT COJIEYCTONYUBOCTh puca. B
atom ciydae OsJAZ9 B3aumopeiictByer ¢ OsbHLHO062 nns u3mMeHeHUs HOHHOTO
romeocTtasa, a agantepHbiii 0emok RICE SALT SENSITIVE3 (RSS3) csassiBaet JAZ ¢

oenkamu bHLH nans pemporpammupoBaHHs pocTa KOpHEH B YCIOBUSAX BBICOKOM
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conenoctH (Toda et al., 2013). PerynaropHas cetb JAZ BBIXOIUT 3a paMKH (HhaKTOPOB
bHLH u MYB u BkitoyaeT ¢pakTopbl TPAHCKPUIIIIUU U3 HECKOJIBKHUX IPYTHX CEMENCTB.
Bzaumoneiicteuss JAZ ¢ ¢dakropamu Tpanckpunuuu YABBY FILAMENTOUS
FLOWER (FIL) u YAB3 cnocoOCTBYIOT HaKOIUIEHHIO AaHTOIIMAHOB, JACTpajlalliu
xJiopoduiia u ycronunBocty K Oonesnsm (Boter et al., 2015), Torna kak 6enku JAZ
PETYIUPYIOT CTAPEHUE JIMCTHEB MOCPEACTBOM MpsMOro B3aumoaeucTBus ¢ WRKYS7
(Jiang et al., 2014). B3aumopeiicteue JAZ ¢ ETHYLENE INSENSITIVE3 (EIN3) u
EIN3-LIKE (EIL1) KOHTpoiMpyeT 3’KaCMOHAT-3THJICHOBBIA CHHEPIU3M pa3BUTHUS
KOPHEBBIX BOJOCKOB UM 3alllMTBI OT HEKPOTPO(PHBIX MATOTEHOB, TOT/AA Kak
B3aumoneiicteue MYC ¢ EIN3 wnu EIL1 npoTHBOIEHCTBYET ONOCPEIOBAHHOMY
ATUJICHOM YCTOMYMBOCTHU pactenuii (Song et al., 2014). B pactenuu Artemisia annua L.
B3auMojiericteue JAZ c¢ ¢dakrtopom TpaHckpuniuu AaHDI1 perynmupyer uHULMAIUIO
JKEJIE3UCTOT0 TPUXOMA M, CIIEAOBAaTEIbHO, COACP)KAHME B ITHUX CTPYKTypax
JIEKapCTBEHHOT'O coeuHeHus apreMusnnuHa (Yan ef al., 2017). [IpencraBienue o Tom,
yTo Oenku JAZ OCYyIIECTBISIIOT OPsIMOW KOHTPOJb HAaJ pPa3IUYHBIMU (haKTOpaMu
TpaHCKpUNIMU 3a mnpenaenamu cemeiictBa MYC, noATBepKAaeTcsi T'€HETUYECKUM
aHaJIU30M, IoKaseiBarommmM, 4to MYC HeoOXoauMsel Jj11 MHOTHMX, HO HE Bcex, JAZ-
peryiMpyeMbIX Ipu3HaKoB y apabuponcuca (Major et al., 2017). Baxuslii Bompoc,
KOTOPBIN OCTa€Tcsi 6€3 OTBETA KACAeTCsl MEXAHU3MOB, C TTIOMOILBIO KOTOPBIX Oenku JAZ
B3aUMOJIEUCTBYIOT U PEIPECCUPYIOT aKTUBHOCTh HE-MY C peryiasiTopoB TpaHCKPUIILUY;
torga kak MYC cBsi3bIBalOTCSA MOYTH CO BceMH Oenkamu JAZ, GOJBIIMHCTBO IPYTHX
(haKTOpOB TPAHCKPUIIIIMU B3aUMOJICUCTBYIOT TOJIbKO C HECKOJIbKUMU JAZ. MotuB Jas
y4acTByeT B HEKOTOpPhIX U3 3TuX HEe-MYC B3amMomeWcTBHi, HO HEOOXOIMMBI
JOTIOJIHUTENbHBIE WCCIECIOBAHUS ISl OINPEICICHUS] MOJEKYJSPHBIX U CTPYKTYPHBIX

neranei atux Bzaumoaeicteuii (Chini et al., 2016).

MoOXHO TpEeaNnojaoXUTh, YTO Oelaku ceMeicTBa JAZ o0pa3yroT ILEHTP
B3auMoJieiicTBUsl (PucyHok 4) ¢ pa3lIWYHBIMU MYTSMH TE€pe/layd CUTHAJIOB CTpecca U
Pa3BUTHS, KOTOPBIE MOTYT CITYXKHUTh JJISI ONTUMHU3AIMHU MPUCTIOCOOIEHHOCTH PACTEHUH K

MensitomumMcs yenoBusiMm (Goossens ef al., 2016). DTOT MOJIEKYJISAPHBIA MOIYIUPYET
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CUTHAJIbl pa3jMyYHbIX TOpMOHaJbHBIX myTed. Hampumep, Oamanc pocra pacTeHuil u
3alUTBl YaCTUYHO KOHTpojupyercs B3aumoxaectBusimMu JAZ-DELLA, kortopsie
uHTerpupytoT nepenauy curtanoB JKK-Mne u ru6GOepensoBoi KHCIOTHI, TaK 4TO
NOBBILIEHHBIE YPOBHU TI'MOOEPEUIOBOMl KUCIOTHl YCHUJIMBAIOT penpeccuro JAZ u,
COOTBETCTBEHHO, NoBbIIeHHbIE YpOBHU JKK-Wne ycunusatror DELLA-onocpenoBanHoe
noxaasieHue pocra (Huot ez al., 2014). B otaensHOM MOTyII€, BKIIFOYAIOIIEM HHTETPAIUIO
KACMOHOB U TuOOepemtoBoil kucioTsl, 6enku JAZ u DELLA B3aumMonencTBYIOT
HanpsMylo W perynupytorT aktuBHocth MYC2, GL3, EGL3 u GLI1, urobsr
KOHTPOJINPOBATh BO3AYIIHYIO SMUCCUIO CECKBUTEPIEHOB B I[BETKAX U MHUIIMMPOBAHUE
TpuxoMoB B iucThsax (Hong et al., 2012). Ilpumepsl B3auMoaecTBUs myTel abCc1n30BOM
kucinothl 1 KK BrimrouaroT youksutuniaurazy E3 KEEP ON GOING (KEG), koTopas
BIIMSET Ha CTaOMILHOCTH Oenka JAZ12 (Pauwels ef al., 2015), a Takke KOpEHEnTop
abcumzoBoi kucioTel PYL6, KOTOphI B3aUMONEHCTBYET C TPAaHCKPUIIIMOHHOMN
akTuBHOCTBIO MYC2 u wusmenser ee (Aleman et al., 2016). OnocpenoBaHHBIMI
KACMOHATOM AHTATOHU3M ITyTH CAJIHMLMIIOBON KHCIOTHI CUJIBHO BIIMSET HA UMMYHHUTET
pacTeHMii U peryiampyercs npsiMol aktuBauueidl QaxtopoB TpaHckpunuuu ANAC c
nomonipto MYC2, MYC3 u MYC4 (Gimenez-lbanez et al., 2017). Hamnportus,
peuenTtopbl canuuioBoit KucinoTel NPR3 u NPR4 yyacTByroT Bo B3aumaercteuu ¢ JAZ
KaK IOTEHLUAJIbHBI MEXAHU3M IOBBIIIEHUS YCTOMYUBOCTH K OMOTPO(HBIM MaTOreHam
0e3 CHMKEHHsI YCTOMUMBOCTH K HEKpoTpodHbiM naToreHam (Liu et al., 2016). Taxxe
umerotcst nanabie 0 SNF1-cBszannoit kmHaszbel 1 (SnRK1), xkoropas cmocobctByer
necrabunuzanuu  JAZ, 49ToOBl KOHTPOJMPOBATH HHAYIUPOBAHHOE  Caxapo30il
HakoruieHue antounanoB (Liu et al.,2017). B coBOKyTHOCTH 3TH 1aHHbIE TOJYEPKUBAIOT
BaXHOCTh 0€NKOB JAZ Kak KJIHOYEBBIX Y3JIOB JJIi MHTETpallMM Pa3iUYHbIX CUTHAJIOB

(Howe et al., 2018).



37

KEG (HERC2-

— like repeat
domain)

npepoTepallaer
nerpagauuio
w TONLKO JAZ12

[, - JAZ - noMeHHan CTpyKTYypa
TPL Q—[ EAR ’ CMID I ZIM l Jas ]dr— |‘ 1 WRKY57

irj 1 NINJA

(=] (&) (38

ICE2 MYB24
IBeTenme Paszsurne ngIeHom’lii YeroitauBOCTh PaszButne
TpHXOM CHEHATEHBIT K X010y THIMHHOK
nyTh

Pucynoxk 4 — Jlomensl cemeiictBa JAZ W uX B3aUMOJEWUCTBHE C Pa3IU4YHBIMU

AxTHBAaIUS
BTOPHYHOIO
MeTaGoam3mMa

TPAaHCKPHUILIMOHHBIMH (paKTOPaMHU U KOPETIpeccopami, a TakxKe Orosiornyeckast yHKIUsS
JTaHHBIX TPAHCKPUNIMOHHBIX (hakTopoB. Pacmmdporka adbOpesuaryp Td u gomeHoB

0enkoB JAZ maHbl B TEKCTE HACTOSIIEN TJIaBEL.

Jannas pabora moOCBsllEHA U3Y4YeHUIO A(DPEKTOB  MHIUBUIYAIBHOIO
WHTUOMpOBaHUs dKcpeccuu reHa AtJAZ1, KoTopsiii oTHOCUTCA K Tpytne I cemetictBa. B
oenke AtJAZ1 mpucCyTCTBYIOT TUNHYHBIE 1T cemeiicTBa qomensl — Jas, CMID, TIFY
(JAZ). OtcyrctByet nomeH EAR. Curnan njs nporeacomHo aerpananuu JAZ degron
NPUCYTCTBYET Ha Bcex Tpex cruiaiic Bapuantax (Howe er al., 2018). bmmxaimmii
romonor  AtJAZ1 B  pacrenun  BuUHOrpama  VVvJAZ9,  aMUHOKHUCIOTHas
MOCJIEA0BATENBHOCTh KOTOPOrO TAaKXKE COAEPKUT OCHOBHBIE JOMEHBI cemercTBa JAZ-

TIFY (JAZ) u Jas (Zhang et al., 2012).
1.3. PHK-unTepgepeHuusi KAk HHCTPYMEHT OMOMHKEHEPHH PacTeHU I
1.3.1. buonH:KeHepHus pacTeHuil

buounxkenepuss — o01acTh OMOJOTHYECKUX HAYK, HANpaBJICHHAS Ha pEIICHUE

Pa3IMYHBIX TIIPUKIAJHBIX H q)yH,Z[aMeHTaJIBHI)IX 3aJa4, BKIKOYAKOIIIas1 B cebst
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MUApOYalIIMii HAabOp METOJO0B HCCIEAOBaHMMA. 3agaud MOTYT HOCHTb HPUKIIAJIHOM
XapakTep U KpaiiHe pa3HOOOpa3Hbl, HEKOTOPbIE M3 HUX: CO3/1aHHE PEKOMOMHAHTHBIX
OenkoB aJsl (papMaleBTUYECKOW MPOMBIIUICHHOCTH, NepepaboTKa pa3IndHbIX TPYIHO
pasziaraeMbIX OTXOJI0B, M3MEHEHUE XAPAKTEPUCTHK CEIbCKOXO3SHUCTBEHHBIX PACTEHHIH,
n00aBJICHHE 1IEJIBIX METa0OINYECKUX MyTel U MHOroe apyroe. Hekotopeie pe3yabTaThbl
OMOMH)XEHEPUH TPOU3BOIWIN PEBOJIOIHMIO B HCTOPUM 4YEIIOBEUECTBa, HAIPUMED,
CO3/1aHHE PEKOMOMHAHTHOTO WHCYJIMHA, YTO OOJIETYMIIO JKM3Hb MHOTHX Jrofeit. Jlis
(dyHIaMeHTaIbHBIX pa0OT TOXKE €CTh 3ajaud, yalle BCEro 3TO MHTUOMpPOBAHHUE WM
YCUJICHHE SKCIIPECCUU OIPENIEeJICHHOro reHa WM Tpymm reHoB. OOIyl0 OCHOBY st
TaKUX 33Ja4 MpeJCTaBIsAET Oojee y3Kast 00J1acTh, BXOAAIIAs B OMOMH)KEHEPHbIE HAYKH —
reHeTHuYecKass MHKeHepus. ['eHeTMueckas MH)KEHepus, B LEJIOM, SBIseTcS Habopom
METO/OB, TOCPEICTBOM KOTOPBIX MPOU3BOAAT MAaHUIYJISIIIMA C TEHOMOM KaK Ha YpPOBHE

OTJEJIbHBIX HYKJICOTUOB, TaK U LENbIX XpoMocoM (Selivanova et al., 2018; Hendriks et

al., 2020; Wikandari et al., 2021).

B XX Beke HCTOPUYECKH CIIOKWICA MOAXOH K TEHETUYECKOM WHKEHEPUU
pactenuid. JlaHHBIM TOMX0J OBUI OCHOBAaH HAa UEHTPAJbHOW JOrME MOJIEKYJISIPHOMN
ouosioruu mojapasymeBaronuii nepenauy uHbopmanuu ot JJHK k 6enky. IlosBnenue
MeTo/1a arpo0aKkTepuaIbHON TpaHchopMaMu CO3aI0 XOPOIIUE YCIOBUS JIsl U3YUEHUs
T€HOB METOJOM TI€TEepO- U I'OMOJIOTUYHOM CBEPXIKCIIPECCHM, YTO MO3BOJIAIO U3ydaTh
(GYHKUHMM T€HOB NMPU UX BBICOKOM aKTUBHOCTH. OJHAKO, MPAKTUYECKOE MPUMEHEHUE
OMOWH)KEHEPHBIX ~WHCTPYMEHTOB  [UJII  TOJIYYCHHS  KYJIbTYP-CYNEpPIPOIYIIEHTOB
OrpaHMueHO  oOuIeMHpOBBIM  HempuatueM [MO  pecypcoB uis  THILIEBOH,
dhapMakoioruyecko U KocMeTudeckod mnpombinieHHocTu (Krasteva et al., 2020).
O¢ddexTuBHBIE TOAXOABI K AaKTUBAIlMK BTOPUYHOTO MeTa0oJiM3Ma Ha OCHOBE
CBEPXIKCIPECCUH F€HOB (PePMEHTOB OMOCUHTE3A WM PETYIISATOPHBIX OCIKOB Ha TAHHBIN
MOMEHT TMPEJCTABISAIOT TJABHBIM 0O0pa3oM TOJbKO HAay4yHbIH, (GyHAaMEHTaIbHBIN
UHTEpecC. AJIbTEpHATUBHBIM BAPUAHTOM NMPUMEHEHUS Ha MPAKTUKE T€HHO-UHKEHEPHOTO
MOAX0Ja SBJISETCA COBPEMEHHAs] CHUCTEMA METOJOB T'€HOMHOTO PENAKTUPOBAHUS HA

OCHOBE HCIIOJB30BaHMs CalT-HampaBlieHHbIX Hykiea3, SDN (Graham et al., 2020).
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OnTuManbHBIM BapuaHT MCMOJIB30BaHUS MeTOA0B SND — MHrHOMpOBaHUE SKCIIPECCUU
Kakoro-im00 TEHa, B pe3yJabTaTe Yero IMOJYYCHHBIM HETPAHCTEHHBIM OpPTraHu3M
npruoOpETaeT WHTEPECYIOME CBOMCTBA. Takum 00pa3oM, MOWCK TapreTHHIX TEHOB,
KOJIUPYIOLIUX CYIIPECCUOHHBIC PETYISATOPHBIC OCIKHU, ABISICTCS HanOOJIee aKTyaIbHbIM U
NEPCICKTUBHBIM  HAMpaBJICHUEM B  00JIACTM  WCCJICAOBAaHMK  OWOTEXHOJOTHUU
pPACTUTENBHBIX  KIETOUHBIX  KYJIbTYP-NMPOAYUEHTOB. ONTUMalbHBIM  IOUCKOBBIM
IKCIIPECC-METOI0M MHAKTUBAITUH DKCITPECCUU T€HA C TENIBI0 OTPEEICHUS er0 GyHKIIUN
B ONpPEAEJIEHHBIX IpoLeccax sBISETCS MeTod HUCKyccTBeHHbix MHPHK i
TapreTUPOBAHHOTO  HMHTUOUPOBAHMS  DKCIPECCMM TE€HOB B KOMIUIEKCE  C

arpo6akTepralbHON TpaHCHOpMaIUEH ISl BHECEHUS N3MEHEHUHN B TCHOM PacCTEHUSI.

MOHO NMPEeAnoIOKNUTh, YTO COBPEMEHHBIE METOAbl U3MEHEHHS YKCIPECCUN UIIH
F€HOMHOTO PENAKTUPOBAHUS T€HOB SIBISIOTCS B3aUMO3AMEHSEMBIMU METOJAMH, HO 3TO
He Tak. Mcmonb3oBaHue METO/J0B, OCHOBaHHBIX kak Ha PHK-unTepdepenunu, Tak u
METOJIOB, OCHOBAaHHBIX HA WCIMOJIb30BaHWH CAWT-HAIIPABIICHHBIX HYKJI€A3, UMEIOT CBOU
JIOCTOMHCTBA U HEJIOCTATKH, U HEOOXOUMO KaXK/IbIii METO/ OLIEHUBATh C TOUKH 3PEHUS
ey v 3anaad. Jyis mouckoBbix uccienoannii PHK-unTepdepennms sapusercs Hanboee
IPOCTBIM, OBICTPBIM M HIKOHOMHYECKH BBITOJHBIM METOAOM. Bo-mepBbiX, cambiM
OOJBIIMM JOCTOMHCTBOM SIBIISIETCS TOT (paKT, YTO B KJIETKAX U PACTEHUN U KUBOTHBIX
y)K€ TPHUCYTCTByeT MamuHepuss HeoOxomumas miusi PHK-unTepdepenmuu, u Her
HEO0OXOJAMMOCTA BBOJUTH JOIMOJHUTENIbHbIE OCNKH WU HPOUEAYphl NI YCIEIIHOTO
MpoBeNeHU MeToja. Hampumep, s yCHEIIHOTO PEIAKTHUPOBAHUS NPU ITOMOIIH
CRISPR-CAS9 B xneTkax »yKapuoT HEOOXOJUMO HWHTPOIYIHPOBATH KAKUM-THOO
oOpa3zoMm Oenku CAS, Tak Kak OHU SIBJISIOTCA MPOKAPUOTUYECKUMH U OTCYTCTBYIOT B
T€HOME JYKapuOT. A TIOCJIE€ WHTPOIYKIIMH, HEOOXOAMMO OT HHUX H30aBUTHCS, UTO
YBEJIMYMBAET CIIOXKHOCTh mpolueaypbl. Bo-Bropsix, PHK-unTepdepeniuo MoxHO
UCITI0JIb30BATh JIJI BpEMEHHOTO MHTMOMPOBAHUS 3KCIIPECCHH, BBE/IsI UHTEP(hEpUpPYIOLINE
PHK B kietky, 0e3 BBEAEHHUS B T'€HOM. JTO MO3BOJSET YBEJIUYUTh OXBAT Pa3IMYHBIX
CTaJuil M KU3HEHHBIX ITUKJIOB KJIETOK, HAllpUMEp, B YCIOBUSIX, KOTJa KJeTka OyAeT B

Onmmxkaiiiee Bpems AUQPGEepeHIUpOBaTbCI, a M3MEHEHHE 5SKCIPEeCCHU HEoO0XO0IuMO
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MMEHHO Ha OIpeesieHHON cTaauu ku3HeHHoro nukia; PHK-unrepdepenuus sisercs
HE3aMEHUMBIM BBIOOPOM 1S vccaenoBatens. M TpeTbe — CKOpoCTh CO3AaHMs KYJIBTYP,
s PHK-unTepdepenimm, Hanpumep, ¢ BpeMEHHBIM HTHTHOUPOBaHUEM SKCIIPECCHH TeHa
MOXET 3aHUMaTh HECKOJbKO JTHeH. [Tloatomy PHK-unTEpdepeniius ocraeTcss BAXKHBIM U
WHOI'ZIA HE3aMEHHMBIM METOJOM TI'€HHOM WH)KEHEPUM OCHOBAaHHOM Ha IPUPOJHOM
MexaHu3Me, U KpaitHe 3(¢eKTHBHA B MOMCKOBBIX, CKPUHHMHIOBBIX paboTax, Tlie

HeoO0xouMo ObicTpoe nonyueHue nanubix (Boettcher and McManus, 2015).
1.3.2. PHK-unTepdepenuns

o otkpsiTus npouecca PHK-nnTepdepenium, MyTaHTHbIE pacT€HHUs, B KOTOPBIX
ObUT MHTMOMPOBAH ONPEAENEHHBIN T'eH, TOTYYaIUCh IEHHOW MHOTHUX JieT paboTsl. Takue
MYTaHTbl MOTJIM NPOUCXOJIUTh OT PACTEHMM, BBIPALIEHHBIX Ha cpeie ¢ 100aBlieHuE
myTareHa Jin6o BcraBkamu T-/IHK B reHOM B ciiyualiHBIX JIOKYCax, B HAACKIC MOJTYUUTh
HEOOXOMMbI MHCEPIIMOHHBII MyTaHT. J{ajee B Takux paboTax Obuia 3a7a4ya CKpUHUHTA
TBHICSIY PACTCHUH U IIOMCKA MYTaHTAa, KOTOPBI, HAIIPUMEDP, MOT BBDKUTH B OIIPEIEICHHBIX
yCIOBUSX, 00 ObUT MOpP(ONOrHMYECKH OTIAMYEH OT aukoro tuma. [locnmemyromas
JOKaJIM3alus JIOKyca, B KOTOPOM 3aKpenuiiach MyTalus Oblia TOXKe KpaiiHe TPYJ0EMKUM
nporieccoM. s npumepa, B pabote Feys u komer (1994), B pe3ynbraTe KOTOPOH ObLI
HaliIeH MyTaHT coil, ObUIO HCMOIb30BaHO OkoJio 200 ThICSY ceMsH apalujoricuca
BBIPALICHHBIX Ha cpee ¢ J00aBIE€HUEM STHIMETAaHCYIb(oHaTa AJi1 MOUCKA MYTaHTA.
Opnnako, ¢ otkpbiTieM Mmexanusma PHK-untepdepenunu, BbllleyKa3aHHbBIN MOIXOA

HU3MCHMUIICA.

PHK-untepdepennus (anrin. RNAi, RNA interference) — 310 Ouonoruueckuii
MpolecC, KOHCEPBATUBHBIM Yy OOJBIIMHCTBA JYKApPUOT M XapaKTEepPU3YIOLIUHCS
MIOJIABJICHHE JKCIIPECCUMU LEJEBOr0 I€HAa Ha CTaJWHM TPAHCKPUIILMHM IPH HOMOLIU
nerpanaruu MPHK 1ieneBoro rena koMmiaeMeHTapHBIMUA HEO0JIBIIOTO0 pazMepa (0koJio 20
H.11.) HekomupyronuMu PHK. B konme 1980-x ronos, rpymmna y4€HBIX H3y4aroIIuX
oOpa3oBaHM€ IUTMEHTa B METyHHM, CJeNald IapaJoKcaJbHOE HAOIIO/IEHUE, YTO

pacTeHus, HeCcyluue JOMOJHUTEIbHBIE KOMUU TPAHCTEHA, MPOIYIUPYIOIIEr0 MUTMEHT,
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MOTYT UMETh LIBETOK C MEHBIITUM KOJMYECTBOM MUTMEHTOM JINOO UMETH OOJIbIITNE Oesbie
HEIMMTMEHTUPOBAHHBIE YYAaCTKU. MEXaHH3M 3TOro JEWCTBYIOIIETO, HA3BaHHBIM TOTJa
«KOCYMPECCHOHHOT0» TOJABJICHHs T€Ha SHIOTCHHOIO MUTMEHTa ObUT HE MOJHOCTHIO
u3BectedH, Ho PHK, mpoayuupyemas TpaHcreHamu, Oblia MpeioKeHA B KayecTBE
nocpennuka nmogasieHus (van der Krol et al., 1990; Napoli et al., 1990). Bnepssie xe
nporiecc PHK-untepdepeniuu O0b11 onucan y mojaenbHo Hematoawsl Caenorhabditis
elegans (Fire et al., 1998). CyiiecTByeT MHOXECTBO Pa3IMUHBIX BUJOB HEKOJAUPYIOIIUX
PHK, no B mexanusme PHK-untepdepeninu 3aneiicTBOBaHbI /1Ba OCHOBHBIX BHJA:
kopoTtkue, Manbie wuHTepdepupyromme PHK (kuPHK) u muxkpoPHK (muPHK).
VYkazannbie Bunbl kopoTkux PHK mMoryT ucnonb3oBaTh OMHU U T€ K€ OCJIKU JJIsl CBOSH
pabotsl, Mexanu3M peryisinuu MPHK takke ouenb koHcepBaTrBeH. OCHOBHOE pa3iuyne
Mexay Bugamu PHK kpoercst B pynkunu. kuPHK BBITIOTHSAIOT PYHKIIMIO UMMYHHUTETA
IIPOTUB IIATOI'€HOB, B TO Bpems Kak MUPHK perymupyror skcnpeccuro reHoB camoro
pactenus (Mello and Conte 2004). Tak kak y pacTeHUH OTCYTCTBYET CIIOCOOHOCTH K
JIOKOMOITNH, 3P PEeKTUBHO N30EKATh MMONAAaHUs KAaKOTO-JIM00 MaToreHa HEBO3MOXKHO, U
BCJIE/ICTBHE 3TOr0, MIMMYHHUTET PacTeHUs IPUOOpeN pa3IuuHble CBOMCTBA U MEXAHU3MBI,
JUIsl YCTEIIHOTO BBDKMBAHUS B OKpy»Karomien cpene. OIHO M3 CBONCTB MMMYHMTETA
pacTeHuii ObIJIO U3BECTHO ¢ Havyasia XX BeKa, U KMEJIO Pa3IMyHble Ha3BaHUS B MTpoLiecce
U3YUYEHUs] — MIPUOOPETCHHBI UMMYHHTET, UCKIIFOUEHUE CYNEepUH(pEKIIuU (aHTrI. super-
infection exclusion), mepekpecTHas 3ammura (aHri. cross protection). IlpnodpereHHbIN
UMMYHHUTET PACTeHUI MOKHO OMHCATh TAKMM MPUMEPOM: PACTeHUs, UHPUIIMPOBAHHbBIE
MEHee BHUPYJIEHTHBIMU IITaMMaMHu BUpyca TabayHoil Mo3auku (anria. TMV, Tobacco
mosaic Vvirus), KOTOpbIE BBI3BIBAIOT CBETJIO-3€JICHYI0 MO3auKy JIMCTa, B JajdbHEHIIeM
ObLIIM YCTOMYMBBI K CyNepUH(PEKIINU 00Jiee BUPYJIECHTHBIMH IITAMMAaMH TOTO K€ BUpYyca,
KOTOPBIE BBI3BIBAIOT KEJNTYI0 MO3auKy. PaboTa Takoro pojga uMMyHHTETa obOecrieueHa

umenHo kuPHK (Rosa et al., 2018).

CTouT y4uTHIBATH, YTO CYIIECTBYIOT Pa3IUYHBIC MPOU3BOIHBIE (POPMBI MaJIBIX
PHK, Ttakue xak muPHK (anrn. piwi-interacting RNA), TpaHc-aeicTByromue (aHri.

trans-acting) kuPHK, pha (anrn. phased) xuPHK, u B nanHO#l rnmaBe omnmcaH
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reHepanu3oBaHHbii Mexanu3M. KUPHK renepupyrorca u3 nyxnenouyeyHord PHK
(nuPHK), oOpasyromieiics B pesynbrate permkaunu PHK Bupyca npu momonm
pacturensHor 3HA0reHHoM PHK-3aBucnmon PHK-nonmmepason. JlaHHbIE MOJIEKYJIbI
nuPHK 3atem pacnosnatorcs u pacmeruisitoress DCL (anra. Dicer-like) Genkamu ¢
obpaszoBanmem nyriekcoB kuPHK. Pacrenmst mmeror oOmuii Habop OENKOB s
pazpe3anus auPHK, coctosmmii B ocHoBHOM U3 uetbipex OenkoB DCL (DCL1-4).
Hannsie 6enku npu peakunu ¢ TUPHK natot pasusie Tunsl kuPHK, paznuuatomnuecs no
pasmepy. Hanpumep, DCL4 renepupyer kuPHK u3 21 HykieoTuaa, KOTOpblE€ UTPAOT
BOXHYIO pOJIb UMEHHO B IpoTuBOBUpYcHOM 3amute oT PHK-Bupycos (Deleris et al.,
2006). DCL2 renepupyer kuPHK wu3 22 HYKICOTHAOB M TaKXKe 3a/ICiICTBOBAH
npotuBoBUpycHo 3ammte (Wang et al., 2011). DCL3 renepupyer muPHK wu3 24
HYKJIEOTHUJIOB, KOTOpBIE CBSI3aHbI C MOJABJICHHEM TPAHCIIO30HOB U MOBTOPSIOIIMXCS
aneMeHToB (Xie et al., 2004). Yuactue xe DCL3 B npotuBoBupycHoi 3amute ot PHK-

BUpYCOB ocTaercs HesicHbIM (Diaz-Pendon ef al., 2007).

[Tocne toro, kak DCL mnpeo6pasyror nuPHK B aymiexcht kuPHK, xaxnapiii
nymiekc kuPHK BctpaunBaercs B PHK-nHynmposansslii kommuiekce cainerncunra (RISC,
anri1. RNA-induced silencing complex), riaBHyro pojib B KOTOPOM HIpaeT OeoK
Argonaute (AGO). OanHa 1ienb OymIeKCHOW MOJIEKYJIbl BEIOMpAETCS JJIsI COXpaHEHUS B
KauecTBE Hampapiisitoniedl nenu. Hampapisitomias menb CIy>KUAT JJisl TapreTUPOBAHUS
koMmrumnMeHTapHbiX MPHK, 4To 00bIYHO TPUBOIUT K paciieruieHuo/pa3pesanuto RISC-
mutenu PHK. TTlono6rno DCL, pactenus takke kKoaupyroT Heckoibko AGO (Zhang et
al.,2015). benxku AGO cocTosT U3 TpeX OCHOBHBIX KOHCEPBATUBHBIX JOMEHOB: JOMEHOB
PAZ (Piwi, Argonaute, and Zwille/Pinhead), MID (middle) u PIWI (P-element-induced
whimpy tectes). bbuto mokazano, uto gomen PAZ, csaspiBaet 3'-konen manbix PHK (Ma
et al., 2004). C-xonneBoii fomeH coqepxkuT noMensl MID u PIWI. Mecto coenunenus
3TUX JIBYX JIOMEHOB IPEJCTaBIISICT COOOM CBSI3BIBAIONINN KapMaH, KOTOPBINA 3aKperuIsieT
5'-xonen Hanpasstomein PHK (Wang ef al., 2011). benok AGO, B3anmMo1eCTBYIOMINIA
¢ aymiekcom KuPHK-PHK-mumens, pacmennser PHK-mumens gomenom PIWI,

KOTOPBI  CONEPKUT CTPYKTypy, mnomoOnyro PHKaze-H, wu koncepBaTtuBHBII
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KaTanuTuieckuit cait. B pesynbrate neneas PHK pacmemnsercs u pazpymaercs (Tolia

and Joshua-Tor, 2007).

[locne BoisicHeHusi Mexanusma geiictBusi PHK-untepdepenunu, O6nuto
NPEMJIOKEHO MHOXECTBO METOJIOB  HCIOJb30BAaHUS JIaHHOTO MEXaHu3Mma IS
MOJIEKYJIsipHOM Omosioruu. B mpeactaBineHHod pabote wucrnonbdyercs meton PHK-
uHTepdepeniu Ha ocHoBe paboTsl Schwab u komer (2006), B KOTOpO# ObLIT TPEII0KEH
cnoco0 KIOHUpOBaHUs mocienoBarenbHocTH 3penod MUPHK B Bektop, yxe
coAepkaluii OJHY W3 peryiasatopHbix pactutenbHbix MHUPHK. JlanHbll moaxon
IPUMEHUM HE TOJBKO K MHIMOWPOBAHUIO SKCIPECCUH T€HOB B PACTEHUU apaOuaoIcuca,
HO K Jpyrum, Hampumep, k BuHorpany (Jelly et al., 2012). CymiecTByeT MHOXECTBO
Mo upuKamii MeTo1a ocHoBaHHOM Ha Mexanu3sme PHK-unTepdepeniu u BnusHus Ha
skcnpeccuto: BupycHoro (Yan et al., 2014), ucnonb3oBanus AMOs (anri. anti-
microRNA oligonucleotides) nns nonanenus suaorenusix MuUPHK (He ef al., 2016),
MHOXECTBEHHOE WHTHOMPOBAHNE SKCIIPECCHH TIEJI0OT0 ceMeicTBa reHoB 1 npyrue (Tiwari
et al., 2014). Meroas! uckyccrBenHoit PHK-unTepdepeHiimm MoryT ucroab30BaThCs HE
TOJBKO 1751 (yHIAMEHTAIbHBIX MCCIEAOBaHWNA, HO W Jid NPUKIATHONW oOnacTw,
Hampumep, arpoouorexHosoruv. OJHO M3 CaMbIX MEPCIEKTUBHBIX HaIlpaBlIEHUN B
JAHHOM 00JIaCTH — YBETUYEHHUE TOJIEPAHTHOCTH K PA3IMUHBIM [aTOre€HaM, Halpumep, K
BupycHbiM uHekmusam (Lafforgue ef al., 2013). B 2017 romy TpaHcreHHas KyKypy3a
YCTOWYMBAs K 3alaJHOMYy KYKYpYy3HOMY KOPHEBOMY YKy MpHU MOMOILIM TE€XHOJIOTUU
PHK-untepdepenuun Obiia 0g00peHa K BBIPAIIUBAHWI0O MHHHCTEPCTBOM CEIHCKOTO
xo3siictBa  CIIA  (https://www.epa.gov/newsreleases/epa-registers-innovative-tool-

control-corn-rootworm).

Ha nmannwiii MoMeHT MeToa ocHOBaHHBIM Ha MexaHuzme PHK-untepdepeniuun
SBISICTCS. OJHUM W3 CaMbIX TIEPCIIEKTUBHBIX METOJ0OB OWOWHKEHEPUHU, €ro
UCIIOJIb30BaHNEe B (yHAAMEHTAJIbHBIX HCCIAEI0BAaHUSIX 3(PGEKTUBHO, a B MPUKIATHBIX
00JIaCTSAX OTPaHUUYMBAET TOJIBKO 3aKOHOJATEIhHOE U 00mecTBeHHOe Bocnpusatiue MO

pactenuii (Rosa ef al., 2018).
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1.3.3. Arpo6axkrepuanbHasi TpaHcopmanus

JlpyruM BaXHBIM U, BO3MOKHO CaMbIM IIUPOKO HCHOJIb3yEMbIM, METOIOM
OMOMH)XCHEPUHU pACTCHHUM SBISAETCA METOJ arpoOakTepHalbHON TpaHchopMaIui,
UCTOpUS U3yUYEHHUs KOTOPOro HAUMHAETCS C Hayasa aABajanaroro Beka. [lepsas ycneminas
u3ossius  Oaktepuit  Agrobacterium tumefaciens Oblla TIpOBEACHA C TaUIOB Ha
MOBEPXHOCTU XPHU3AaHTEMbl KYCTApHUKOBOU (J1aT. Argyranthemum frutescens L.), u
arpoOakTepuu ObUIN WIACHTU(PUIIMPOBAHBI KaK MPUYMHA BOZHUKHOBEHHUS TajuioB (Smith
and Townsend, 1907). 3a 6omnee 4em CTOJIETHE UCCIIETOBAaHMS arpoOaKTEpHil, MEXaHU3M
BO3HUKHOBEHUS TaJlNIOB, OOPOIATHIX KOPHEH 1 caM TOPU30HTAIBHBIN MEPEHOC TEHOB OBLIT
JIOCKOHAJIbHO M3y4Ye€H, MOPOAMB MpPH ATOM HOBYIO OHOTEXHOJIOTMYECKYIO 00JIacTh
TpaHchopMali PacTCHUH W MPOIYKIIMH PEKOMOWHAHTHBIX OETKOB B PaCTHTEIHHBIX
kierkax (Nester, 2015). B mnpupoaHbix ycioBusix A. tumefaciens WHCHOJIb3yeT
YHUKAJIBbHBI TPUPOIHBI MEXaHW3M BHUPYJICHTHOCTH [IJIi WMHIYKIMHA OITYXOJICH:
oaktepus nocrariser Gparmentsl T-IHK (anrn. transferred DNA, T-DNA) B kjieTku
pactenus, rine T-JIHK uaTerpupyercs B reHoM pactenus. [latoreHHOCTh arpoOakTepun
onpezensercs miazMuaon Ti (MHaOynupyolen omyxoiib, airil. tumor inducing), KoTopas
conepxut, kak U T-JIHK, Tak u reusl BupyneHtHoctu (Guo et al., 2011). I'ensi,
comepxammuecss B T-JIHK, moryr skcrpeccupoBatbCsi B KIJIETKaX PACTEHUM BPEMEHHO
(TpaH3UEHTHAs PKCIpeccus) Win cTabuibHO (TepenaBaemas mo Haciuencty) (Lacroix
and Citovsky, 2013). llltaMmMbl arpoOaKTepHil TUKOTO TUTIA HYKIAIOTCS B TEHETUYECKOMN
MOAU(PUKAINH, YTOOBI MX MOKHO OBLIO JIETKO UCTIOIb30BATh B JIA0OPATOPHBIX YCIOBHSIX.
[Tnasmuaa Ti, cogepxamascs B O0JIBIIMHCTBE MITAMMOB JAUKOTO THIIA, OY€Hb OOJIbIIas,
gacto 6onee 200 Teicsu 1m.H., u HeceT Oosee 200 renoB. OrpomHasi miasMuaa UMEET
CepbE3HBIC HEAOCTATKU: HU3KOE KOJIMUECTBO KOMUW, MEHBIIIEE KOJTMUECTBO YHUKAITBHBIX
CalTOB PECTPUKLMI. bbII0 mokazaHo, yTo s ycnemHoro tapreruposanus T-/IHK B
HayaJle WHAYKIUH BUPYJIECHTHOCTH, HEOOXOIMMBI TOJIBKO TIOCIIE0BATEIBHOCTH
oopaepoB, omnpenenswonux rpanunbl T-JIHK. Iloatomy Obuta co3gana OuHapHas

BEKTOPHOU CUCTEMA, B KOTOPOU reHsl BUupyJeHTHOCTH U T-JIHK pacnonoxxensl Ha nByX
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oTaenbHbIX MiazmMuaax. T-JIHK pacnonoxena Ha HeOOJBIIONW IUIa3Muie, a TEHBI
uHTepeca BcrpauBatorcs B oonacts T-J{HK 6unaproro Bextopa. TpanchopmupoBaHHbIi
mTamMM arpoOakTepuii KOKYJIbTUBHPYIOT C PACTUTEIBHBIMH KJIETKAMH, TEM CaMbIM
nepenaBas I'€H HMHTEpeca B T€HOM pacTteHus. JlaHHBIM TOJAXO0J HCIOJBb3YETCS B
MHOXXECTBE PA3JIMYHBIX IPOTOKOJIOB, BKIIOUAMOIIMX TaKXKE pa3IudyHble OWHApHBIC

BEKTOPBI, HO caMa KOHIIENIIUs ocTtaeTrcs HeusmeHnHou (Pacurar ef al., 2011).

1.4. Bropuunbie metadonurtsl Arabidopsis thaliana

PesyxoBunka Tans (nmat. Arabidopsis thaliana; cuH. apaOWUIOTICHC) SBISETCS
MOJIEJIbHBIM pacTeHUEeM Uis (yHIaMEHTAIbHBIX HCCIEJOBAaHWA B paMKaxX TE€HETHKH,
duznonorny, MOJICKYJISIpHON Ouonorun pacterunii. Ha qaHHbI MOMEHT, apaOuIoIcuc —
caMoO€ HM3yueHHOE pacTeHue cpenau BcexX Apyrux. CylecTByeT MHOXKECTBO APYTUX
pacTeHHid, KOTOpbIe OB TaK)Ke BHIOPaHBI KaK MOJIEIBbHBIE, HATPUMED, KYKypy3a, COs,
TOMaThl, TOpox. OHAKO TI0 KOJIMYECTBY MyOJIMKAIMIA JaHHBIE PACTEHHUS CHITLHO OTCTAIOT
OT apabujoncuca 1 Ha 3TO ecTh NnpuunHa. V3HauansHO, apabugorncuc OblT BEIOpaH IS
TCHETUYCCKUX HCCIIeIOBaHUM, Oylaroapsi TMOJIE3HBIM OCOOEHHOCTSIM, TaKUM Kak:
KOPOTKOE BpeMsi BETr€TaTUBHOTO MEPHOJIa, YTO JIeJaeT UCCIIEJOBaHUS O0Jiee ObICTPHIMU B
CPaBHCHHU C WCCIICOBAHHMSIMH JIPYTHUX PaCHpOCTPAHEHHBIX pPACTEHUH; HEOOIBIION
dbusznyeckuii pazmMep pacteHus, O61aromapsi STOMy YIAOOHO BBIpalIBaTh B HEOOIBIINX
NOMEIIEHUSAX WM KOHTEHHepax, COKpamias IpH 3TOM pa3Mep HEeO0OXOIUMOTO
00OpyIOBaHUsI, HAIPUMEpP, KIMMATHYECKUX KaMmep; a Takke OOJBIIOe YUCIIO CEMSH B
KOHIIE BET€TaTHBHOTO MEPHOJa U CaMOONbIIICHUE; HEOOIbIION pa3mep reHoMa. JlaHHbIE
0COOEHHOCTH M BO3PACTaIOIIEe KOJIMYECTBO HCCIEAOBAHUN MTPUBENIO K OOIIECTIPUHIATOMY
BBIOOPY apaluporicuca Kak ocHOBHOW Monenu. [losBuBmmecs 3ateM 3¢ (deKTUBHBIE
METO/IbI TpaHC(HOPMAIIMU U TAHHBIE O MOJIHOM CEKBEHHpPOBaHHE TeHOMa apaduaoIicuca,
pasBuTHEe WH(POPMAIIMOHHBIX OOMIETOCTYNMHBIX pecypcoB, Hampumep, TAIR (The
Arabidopsis Information Resource), ABRC (Arabidopsis Biological Resource Center),
yKpenusio ero mecto B 6uonoruu pacrenuit (Fransz et al., 1998; Meinke et al., 1998;

Bevan and Walsh 2005; Koornneef and Meinke 2010).
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1.4.1. BoraHn4yeckasi XapaKTepUCTHKA apaduaoncuca

Apabuoricuc — poJ ceMelicTBa KanmycTHble (J1aT. Brassicaceae), coctosimuii u3 11
BUJI0B. B 1anHo# paboTe o ci10BoM apabuaoIcuc OyJaeT HOHUMAETCsl KOHKPETHBIN BU/,
a uMeHHo Pe3yxoBujka Tans. ApaOuaoncuc oHOJIETHEE, PEKE NBYJIETHEE, TPABIHUCTOE
pactenue. MimeeT mpocThie WM BETBUCTBIC CTEOIHM Pa3TnIHON BHICOTHI OT 20 10 25 cM B
cpenHeM. JIMCTbsi 00pa3ylOT PO3ETKY Yy OCHOBAaHUS PACTEHMs, a TaKXKe HECKOJIbKO
JUCThEB Ha 1BerymieM crebne. [IpukopHeBble JUCThS OT 3€JIE€HOr0 JO0 Clerka
nypnypHoro upeta, 1,5-5 ¢cMm B qiauHy U 2—10 MM B HIMpHUHY, C LEJIBIM WU KPYITHO
3a3yOpEeHHBIM KpaeM; CTeOJIeBbIe JUCThS MeEJIbu€, OOBIYHO C IIEJIbIM KpaeM. JIUCThs
MOKPBITHI MEJIKUMU OJTHOKJIETOUYHBIMH BOJIOCKAMU, Ha3bIBAEMBIMU TpUXOoMaMHu. L[BeTkH
JTMaMETPOM 3 MM, PaCIOJIOKEHBI IUTKOM; UX CTPYKTypa Takas ke, KaK y THUIIHYHBIX
KaIyCTHBIX, CaMOOIBUISIIOTCA TpH packpeitun OyroHa. Ilmox — miuuHOM 5-20 MM,
coaepxamuii 20—-30 ceMsiH, IIpu co3peBaHun ceMeHa gocturatot 0,5 MM B JuinHy. Bech
JKU3HEHHBIM IIMKJI, BKJIOYas TMpopacTaHue ceMsiH, (QOpPMHpPOBAHUE PO3ETOUYHOIO
pacTeHus1, 3aKperyieHue OCHOBHOTO CTEOJis, IIBETEHUE U CO3PEBAHHUE TEPBBIX CEMSH,
3aBepiuaercd 3a 6-10 Henenb. KopHM IpOCTHI IO CTPYKTYPE, JIETKO MOAIAF0TCS U3YYEHUIO
B KYJIbTYp€ U HE YCTaHABJIMBAIOT CUMOMOTUYECKUX OTHOIICHUM ¢ a30THUKCUPYIOITUMHU
OakTepusimu. EcTecTBeHHbIE MAaTOT€HBI BKIIOYAIOT MHOKECTBO HACEKOMBIX, OaKTepUH,
rpuOKoB U BHpYcOB. CyIIECTBYET HECKOJBKO PpPAaCIpPOCTPAHEHHBIX SKOTHUIIOB, JIs
uccienoBaHuii 4yamie Bcero wucnoib3yloT 3KkoTunbel Col-0 m Ler (Krdmer, 2015).
Apabujorncuc JIETKO PacTeT B KAMEHUCTBIX, MECUYAHBIX W U3BECTHSKOBBIX IMOYBaX.
OOBIYHO OH CYMTAETCSI COPHSAKOM U3-3a €ro IIMPOKOr0 paclpoCTpaHEHUs Ha
CEBCKOXO3SUCTBEHHBIX MOJISAX, 000YHHAX JTOPOT, JKEIE3HOJOPOKHBIX MyTSIX, MyCTHIPIX
U Jpyrux cpenax oburtanus. ['eorpaduueckoe pacrnpocTpaHeHue apadbujorcuca —
npouspactaer B EBpomne, A3un u Adpuke B €CTECTBEHHBIX YCJIOBHUAX, a TaKXKe ObLI
IIEPEHECEH Ha BCE BO3MOJKHBbIE KOHTHHEHTHI, Kpome AHTapkTuabl. CyliecTByer

KiIIaCCHYCCKass MOZACIIL IICPBHUYHOTO MECTOOOUTAHUS — CpEaAN3CMHOMOPBE. IIo
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YTOQHCHHOﬁ MOJCIM IICPBUYHBIM MCCTOM obuTaHus apa61/moncnca ABJIAJINCH

tponnyeckue neca Appuxu (Fulgione and Hancock 2018).
1.4.2. A3ot-, cepocoaep:xaniue BTOPUIHbIC MeTA00JIMTHI apaduI0Icuca

Hecmotps Ha cBOiT HEOOIBIION pa3Mep, KOPOTKUM KU3ZHEHHBIN UK U MaJICHbKUH
reHOM, apabumorcuc uMeeT Habop BTOPUYHBIX METAO0OJIUTOB, CTONbh K€
MHOTOYHMCJICHHBIA U pa3HOOOPa3HBIM, KaK U META0OJUTHI APYTHMX TAKCOHOB PACTEHUI.
bmaropaps HaydHOMYy BHMMAaHMIO, KOTOPOE€ YIEIAJIOCH 3TOMY BHAY B IIOCIEIHUE
JNECATWIETHS, W CYIIECTBEHHOMY VYJIYUYIIEHUI) YYBCTBUTEIBHOCTH AHAIIUTUYECKUX
METOJ/IOB, Tenepb M3BeCTHO Oosiee 170 BTOPUUHBIX METAOOIUTOB U3 TPEX OCHOBHBIX
KJIACCOB: TEPIIEHOUIHBIE, (DEHUIITIPOIIAHOUIHBIC, TAKME KaK aHTOIMAHBI U (DIIABOHOUIBI,
U a30T-, CEepOCOJIEpKAIllMe COCAMHEHMs, TaKue Kak anudaruyeckue U HHJIOJbHbIC
rIII0Ko3uHanaTel 1 kamanekcut (D’ Auria and Gershenzon, 2005). KineTouHsie KyJIbTyphl

apabujoncuca sBISIOTCS MOHOIIPOAYIIEHTaMU MHIOJIBHBIX TNIMKO3uHOIaToB (Bulgakov

etal. 2016).

B pactenusx apabumornicruca oOHapyXeHO OOJIbIIIOE KOJMYECTBO HHIOJBHBIX U
WHJIOJIBHBIX cepocojiepkammx coenuHeHni. [Ipumepsl Takux wmeTaboauToB: b-D-
TIIFOKOMMPAHO3UIMHIO0JI-3-KapOoHOBasi ~ KUCJI0Ta,  O-TUAPOKCHUUHJI0I-3-KapOOHOBasI
kuciora, 6-O-b-D-rimrokonupaHo3u, KamaiekCHH. VX HaKOIUIEHHE YacTO BBI3BaHO
nH(pEKIMeld NaTOreHOB, HAKAIUIMBAIOTCS OHU B KieTouHoi creHke (Hagemeier ef al.,
2001). CaMbIM MHTEPECHBIM M HM3YYCHHBIM META0OJMTOM JAHHOW TPYIIIBI SIBISETCS
KaMaJICKCMH. JTO BEIIECTBO IMMPOKO HKCCIEIOBATIOCh Kak (DUTOANCKCUH, T.C.
COEMHEHUE, KOTOPOE HAKATUIMBAETCS B OTBET HA BTOPKEHUE MATOT€HOB U OTPaHUYUBAECT

ux nociuenyromuit poct (Glawischnig, 2007).

['roko3uHONaThI — pyras rpyIina BTOPUYHBIX META00IMTOB, KOTOPAsi CYUTAETCS
HanOoJIee XapaKTePHOU JIJIsl KaITyCTHBIX (KPECTOIBETHHIX ), TAK KaK UX PACIPOCTPAHEHUE
B MpUPOJI€ MPAKTHUUYECKH OrpaHUYEeHO JaHHbIM TakcoHOM. I[IpexacraBnsitoT cobOoi

THOTJIIOKO3UbI, KOTOPHIE WMEIOT B CBOEM CTPOSHUU CIOXHBIA dpup N-
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rupokcuwiaMmuHocynbdarta.  M3BectHo  Oonee 140  pasnmMyHBIX  CTPYKTYP
TJIFOKO3WHOJIATOB, 36 M3 KOTOPBIX OBUIM OOHApPY)XEHBI B PACTEHUAX apaduioIcuca
(Reichelt et al., 2002). Mexanusm JEHCTBUS OTIMYAECTCA OT APYTUX BTOPUYHBIX
MeTabonmuToB. [ NMOKO3MHONATHI OOHAPYKMBAIOTCSI BO BCEX OpraHax pacTeHHs |
JIEUCTBYIOT KaK 3aluTa OT TPABOSIHBIX M MATOTEHHBIX MUKpoopranu3MoB. Ho camu o
cebe MIIFOKO3WHOJIATHl HE 00J1a/1al0T 3allMTHBIMUA CBOMCTBAMH, MU 00JIaTat0T MMEHHO
OPOIYKTHl WX TUAPOIN3a. [ MAPOIN3 TIIOKO3WHOIATOB MPOUCXOMUT TPH TMOMOIIU
dbepMEeHTOB — MHUpPO3WHA3, KOTOpPHIE HAXOSATCS OTIEIBHO OT TJIIOKO3WHOJIATOB U
00J1aJIal0T THUOTIFOKO3UA3HOM aKTUBHOCTHIO. [Ipu TMOBpeXIeHUM TKaHEH pacTeHus,
MUPO3UHA3bI ¥ TJIFOKO3WHOJIATHI CMEITUBAIOTCS, TPOTYKTHI TUAPOIN3a, HATIPUMED, TAKUE
KaK M30THOIMAHATHI 00pa3yIOTCs, MOMAJAI0T Ha TATOTEH WK Ha TPABOSIHOE KUBOTHOE,
MOBpEXAasi WM OTIyTuBas ero. Yarie BCEro MaHHBIC MPOAYKTHI SBISIOTCS JIETYYUMHU

(Vercammen et al., 2001).

buocuHTe3 TIIOKO3WHONIATOB TPOMCXOIUT U3 MHOXKECTBA aMHUHOKHUCIIOT.
[ IOKO3WHOIATHI IEJSITCSI HA TPYU OCHOBHBIEC TPYMIBL: anudarndeckue, MoTydeHHbIE U3
allaHWHa, JICHIIMHA, W30JICUIIMHA, BajMHA WIM TPEUMYIIECTBEHHO METHOHHHA,
WH/IOJbHBIC, TOJY4YeHHBbIE U3 TpuUnTodaHa; apoMaTHYECKHe, I[OJyYCHHbIC W3
dbenmwnanannHa Uiy Tupo3uHa. CaMasi 00JIbIIast U3 ATUX TPYMI ¢ TOUKHU 3PEHUS OOUIIHS

Y KOJIMYECTBA CTPYKTYp — 3TO MPOU3BOIHbIE MeTHOHMHA (Harun et al., 2020).

YcnoBHO, OMOCHHTE3 MHAOJIBHBIX ToKo3uHOMaToB (MI') MOXHO pa3nenuth Ha
JIBE€ CTaauu: OMOCUHTE3 siipa U MoAudUKaIUIO 1end. YacTUYHO MyTH KamaleKCHuHa U
TIIIOKO3MHOJATOB TiepecekaroTcs (Pucynok 5). Tpunrodancunraza (TSB1) cmocobna
npou3BoANTh Tpuntodan u3 wuHpoma. depmentsr muroxpoma P450, CYP79B2 wu
CYP79B3, npeBpamatoT npou3BoJiHbIE TpUNTO(PaHa B aIbJIOKCUMbI. 3aTEM LIUTOXPOM
P450 CYP83B okuciser ajbJIOKCUMBI 0 HUTPUIOKCUIHBIX COCAMHEHUN, COCTUHEHHE
MOKET ObITh MPe0OpPa30BAHO B KOHBIOTAT IIIOTAaTHOHA ¢ ToMolkio Tpancdepas GSTF9
u GSTF10. Konbtorar merabonusupyetcsi ¢ nmomouipto y-royramunnentuaas, GGP1 u

GGP3. ®epment SURI1 (SUPERROOTI, C-S-nmasza) orBeuaeT 3a 00Opa3oBaHUE
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THOTUJIPOKCUMATOB. CleayromuMu AByMsl MPOLIECCAMH B CO3JaHUU CTPYKTYPHI Spa
TJIFOKO3UHOJIATOB SBJIIOTCS MIMKO3MIMpoBanue S-ritoko3mnrpancdepasoit (UGT74B1)
¢ mocieayomuM cyibdupoBanuem cyibdorpanchepazamu (SOT16, SOT17). Jlanee
IPOUCXOAUT MoJU(pUKanrsg OOKOBOW LIENMH MHAOJIBHOTO IIIOKO3MHOJATA MPHU MOMOIIU
dbepmenta CYP81F xortopeiii mpeBpamaer 3-uHaommIMeTuI-Tiaoko3unonar (I3M) B
TUPOKCUJIBHBIE  TVIFOKO3MHOJAThl, Takue  Kak  |-TUIpOKCHU-3-UHAOIUIMETHII-
rmtoko3uHonaT (1I0H13M) u 4-ruapokcu-3-uHaoaunmMeTuii- rioko3unonat (40OHI3M).
Hpyroii cragueid OMOCHMHTE3a WHIOJIBHBIX TJIFOKO3WHOJIATOB SBIISIETCS MPEBPALLECHUE
ruapokcudopm (10HI3M 40HI3M) B Merokcudopmbl, Takue Kak |-meTokcu-3-
uapommiMmetun GSL (IMOI3M) win  4-MeTOKCU-3-UHIOIWIMETHI  TJIFOKO3UHOJIAT
(4MOI3M) cootBetcTBeHHO. KimtoueBbiMH (epMEHTaMH, CIIOCOOHBIMHU IPEBpAIATh
TUAPOKCUII B METOKCHUTPYIIIbI, SBISIIOTCS HHAOITIIOKO3MHONAT-O-MeTunTpacdepassl

(IGMT), kogupyemsie renamu IGMT1 u IGMT2 (Harun et al., 2020).

[Iyts OuocuHTe3a kamanekcuHa (PucyHok 5) HaumHaercs ¢ TtpunrodaHa.
Tpunrtodan, nox aeiicteuem nByx depmentoB CYP79B2 u CYP79B3 npepamaercs B
uHon-3-aneranpaokcuM  (IAO). Jlanasie QepMeHTb SBASIOTCS  (PYHKITMOHAIBHO
n30bITouHbIMU. [lepBasi cragusi OMOCHMHTE3a MOJTHOCTHhIO MOBTOPSAET TAKOBYIO B ITyTH
OMoCcHHTE3a TIII0OKO3UHOJIATOB. bhlo moka3zaHo, 4to pactenus, B KoTopbix CYP79B2 u
CYP79B3 wunrubupoBaHbl, HE CIOCOOHBI OMOCHHTE3MPOBATH HU KaMaJleKCWH, HU
rmoko3uHoaTel (Rauhut and Glawischnig 2009). Cnenyromasi craaus npeicTaBiseT
co0ol aerumpaTanuio WHIO0J-3-amneTaabJoKcuMa 10 uHAoI-3-anetonutpuna (IAN),
karanusupyemyio pepmentamu CYP71A12 (Millet et al., 2010) u CYP71A13 (Nafisi et
al., 2007). B nanpHeiineM UHAOJ-3-alleTOHUTPUIT KOHBIOTUPYETCS C TIIyTaTUOHOM IPHU
nomon (epmenta riayraTuoH-S-tpanchepazsr GSTF6 (Su et al.,, 2011), 3arem
METa0O0IU3UPYETCS 10 LUCTEH-UHA0J-3-alleTOHUTPUIIa (Cys-IAN) Y-
rinytamuinentugazamu GGP1 u GGP3 (Geu-Flores et al., 2011). B konune mnyru,
depment CYP71B15/PAD3 xaranusupyer ABE TMOCICIHHUE PEAKIUU OHMOCHHTE3a,

Benymue K kamanekcuny (Bottcher et al., 2009).
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Tpunrodan

CYP79B2
CYP79B3

Y
Nupoiun-3-anerajabIoKCHM

CYP71A12 CYP83B1
v CYP71A13
GSTF9/10
Nupoa-3-aneToHUTPUIT
GGP1/3
GGP1
GGP3 SURI1 !
Y
JIuruapoxkcukamaiekcuuecKas S-aIKHITHOTHAPOKCHMAT
Khiesgora UGT74B1
CYP71B15/PAD3 SOT17/18
Y
¥ Tuornapoxcumarubie
IucTenH-uHI0/1-3-alle TOHU TP
COeTMHEHHSI
CYP71B15/PAD3 CYPS1F
Y Y
Kamanekcnn 3-NHIO0JTHIMETHI-TTIOKO3HHOJIAT

Pucynok 5 — I[lyth OMOCHMHTE3a KamMaleKCMHA U MHAOJBHBIX TIIOKO3WHOJATOB.
Pacmmdposka ab6peBuatyp pepmMeHTOB qaHa B TeKcTe qaHHOM riaBel. CYP — muroxpom
P450-monookcurenaspl, UGT — S-rmokosunrpancdepassl, GSTF — riayratuon-S-
tpancdepasbl, GGP — rmyramunnentuaassl, SUR1 — SUPERROOTI, C-S-nuaza, SOT —

cynbdoTpaHchepassbl.

MHOXECTBO  WCCIEAOBAaHWW  TMOATBEPAWMIIM, YTO  KaMaJleKCHH  HTrpaer
MOJIOKUTENBHYIO POJIb B PE3MCTEHTHOCTH K maTtoreHam. Hampumep, HakorieHHE
KaMaJIeKCHHA KOPPEIMPOBAJTIO C YCTOMYUBOCTHIO K HEKPOTPO(DHBIM IprbaM, TaKUM Kak
Alternaria brassicicola (Nafisi et al., 2007), Botrytis cinerea (Ferrari et al., 2007) u
Plectosphaerella cucumerina (Sanchez-Vallet et al., 2010). Coobmanochk Takxe, 4TO
KaMaJIEKCUH WrpaeT 3alluTHYI poJib MPOTUB OmotpodHOTro Tpuba Leptosphaeria
maculans (Staal et al., 2006) u oomuniere Phytophthora brassicae (Schlaeppi et al.,
2010).
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OCHOBHBIE TPAHCKPUIIIIMOHHBIE PETYISATOPHI OMOCHHTE3a BBIIICYKA3aHHOTO MyTH
— MYB34, MYB51 u MYBI122 npunagnexamue k cemerictsy R2R3 (anrn. R-repeat)-
MYB (anrzn. myeloblastosis), KoTopble XapaKTepU3YIOTCSl KaK KJIIOUEBBIE PETYIATOPbI
ouocunreza UI', B moberax u KOpHSIX B MPUCYTCTBUU PA3IUUYHBIX TOPMOHOB PaCTECHUI
(Frerigmann and Gigolashvili 2014). MYB34 wu3BecTeH Kak BaXHBIM PETYISATOP
ouocunTeza UMI' mocpenctBoM mepemaun curHajgoB abdciuzoBoi kuciaotrshl (ABK) wu
xacMoHoBoi kucioTel (JKK), B To Bpems kak MYBS51 u MYBI122 yuactByroT B
ounocuntese WD, muaynmpoBannom canummioBod kucioton (CK)/stunenom (OT) u
KK/IT, coorBerctBeHHO (Frerigmann et al., 2016). [pyras rpymnma (akTopoB
tpanckpununu, MYC2, MYC3 u MYC4, kotopsie B3auMozeiictByroT ¢ R2R3-MYB,
TaK)Xe HEMOCPEJICTBEHHO peryaupyroT ouocuntes UI', 4to ObUIO MOKa3aHO CHUKEHUEM

conepkanusi UI' B TpoitHeIX MyTaHTax myc2/myc3/myc4 apadbunoncuca (Ferndndez-

Calvo et al., 2011).

1.4.3. ®apmako0oru4eckue CBOMCTBa a30T-, CEPOCOAEPKALMUX MeTa00IUTOB

apaduaoncuca

Kamanekcun oOmamaeT MOIIHBIM  AHTUMHUKPOOHBIM  JEHCTBUEM TIPOTHUB
OakTepualIbHBIX U TPUOKOBBIX MaToreHoB pacteHuit (Glawischnig et al., 2004), a Takxke
IIPOTHUB MIPOCTEUIIErO NaTOreHa yenoBeka, 1rypanosoma cruzi (Mezencev et al., 2009).
Taxke OBUIO TOKa3aHO, YTO KaMaJeKCHH TMPOSBIAECT BBICOKYIO HW30MpPATEIHHYIO
IIUTOTOKCUYECKYI0 aKTUBHOCTh B OTHOIICHHUH JIMHUHU KJICTOK paka MOJIOYHOW KeJIe3bl
yenoBeka SKBr3 (Moody et al., 1997) u unayuupyer anonro3 B kieTkax T-neiikeMun
(Mezencev et al., 2011). OnHako KamMaJI€KCHMH W €r0 MPOU3BOJIHBIC JIEMOHCTPUPYIOT
MUHHUMAJIbHOE IIMTOTOKCUYECKOE NIeCTBHE Ha HeomyxojeBbie kietku (Pilatova et al.,
2013; Chripkova et al., 2016; Yang et al., 2018). bbuio mokazaHo, 4TO KaMaJeKCUH
BBI3BIBACT COKpAIICHHE KJIETOK M W3MEHeHHe (HOCHOIMMUAOB KICTOYHOH MEeMOpaHbI
OPUTPOIUTOB, YTO MPEANOJAraeT e€ro MCHOJb30BaHUE ISl JICUCHUS 37T0KAYECTBEHHBIX
onyxojeit (Almasry et al., 2017). Bbulo mokazaHo, YTO KaMaJICKCHH YBEJIWYHBAI

kommuectBo ADK, ymensian nponudepaiuio KIETOK W yBEJIWYUBAI aronTo3 Oosee
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3HAQYUTEIIBHO B JITYXOJIEBBIBIX KJIETKAX [0 CPAaBHEHUIO C KOHTPOJIbHBIMHU. [IoBBIIICHHAs
aKTUBHOCTh Kacmasbl-3/7 W yBEJIMYEHHOE KOJMWYECTBO paciiersieHHoro Oenka PARP,
NOKa3aHHBIE BECTEPH-OJOTTUHIOM, CBHUAETEILCTBOBAIM 00 YCHJIEHUHU aroITo3a.
HccnenoBaTenu caenaiy 3aKII0UEHNE: KaMaJIeKCHH 0osiee Y3 PEKTUBEH B arpECCUBHBIX
KJIETKaX paka IpOoCTaThl, KOTOpPbIE 3KCOpecCHpPYyOT Bbicokne ypoBHHM ADK, u 3toT
(UTOATEKCUH UMEET OOJIBIION MOTEHIMAN B KAYECTBE HOBOI'O TEPANIEBTUUECKOIO areHTa
JUTSI JICYCHHSI, 0COOEHHO METACTaTHYECKOTO paka mpoctathl (Smith et al., 2013). Takum
o0pa3oM, KaMaJeKCUH SBISIETCS MOTEHLUUAJIbHBIM BEIIECTBOM JJIsl  JICUCHHUS

3JI0KaYECTBEHHBIX (POPM paka, Ipu 3TOM He MOBPEkKAasi HOpMaJIbHbIE TKAHU.

buonornyeckass akTUBHOCTh TJIIOKO3MHOJATOB 3aBUCUT OT KOJMYECTBA HX
noTpebneHus. [loaToMy MOXKHO pa3fenuTh WX OMOJOTUYECKYIO aKTUBHOCTh Ha JBE
KaTeropuu — HETaTUBHbBIC U MO3UTUBHBIC, KOTOPBIE TAKXKE BAPBUPYIOTCS U 3aBUCAT OT
TUmna rimoko3nHonara. Coolanoch, 4To ynoTpeOJeHue HEKOTOPBIX TIFOKO3WHOJIATOB
HEXEJIaTeJIbHO U3-3a KX TOUTPOTCHHOW aKTUBHOCTH (BIIMSHUE HA MIUTOBUIHYIO JKEJIe3y)
U 3aMmemiieHus pocta. [IpoaykTel pacniajga TIIFOKO3MHOJIATOB (OKCA30JIUIUH-2-TUOHBI),
MOTYT BBI3bIBATh MOP(MOIOTHYECKHEC M THUCTOJOTHYECCKUE AaHOMAJMKM BHYTPEHHHUX
opranoB (Brandt et al., 2004, Halkier ef al., 2006), npumMepoM 4ero sSBISETCS YBEIUUCHUE
Beca IUTOBUIHOM KeNie3bl y CBUHEW U JIOMalIHeW NTullbl. ['ouTporeHHass akTHBHOCTh
CBSI3aHA C S5-BUHWIOKCO3OJHUAUH-2-TUOHOM (TOWTPUHOM) U THOIMAHAT-MOHAMM.
['olTpUH TPOSABISIET CBOE JIEWCTBHE, MPEMATCTBYS CHUHTE3y TOPMOHOB HIUTOBUAHOU
xene3bl. OnHAKO, JEWCTBHE TIIOKO3MHOJATOB MOXKET HMETh Ba)KHOE TUETHYECKOE
3HaueHue. bbpUTO TOKA3aHO YTO y KPBIC CO CHOHTAHHOW THUTIEPTEH3WEH, CKIOHHBIX K
WHCYJIbTY, KOPMJIEHHE CYHIEHBIMH POCTKAMU OpOKKOJM CHMKAJIO OKUCIUTEIbHBIN
CTpPECC B CEPJIEYHO-COCYAUCTOM CUCTEME U TKAHIX MOYEK, O YEM CBUACTEIBCTBYET Ooee
HU3Kas HUTpO3alus OEJIKOB M MOBHIIIEHUE YPOBHEHN IIyTaTHOHA, NIyTaTUOHPETYKTa3bl
U [IyTaTUOHIEPOKCHUIA3bl, YTO TOBOPUT O 3ALIUTHBIX KapAHOBACKYJSPHBIX CBOMCTBaX

riroko3uHoIaToB (Wu et al., 2004).
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HccnenoBanus in vitro v in vivo NOKa3ajiu, 4TO IJIFOKO3UHOJIATHI MOT'YT BIIMSThH Ha
MHOTHE CTaJMM pPa3BUTHSA paka, BKIIOYas WHAYKIUIO (PEPMEHTOB JIETOKCHUKAIIUU
(pepmenTtsl aswr 1) u nnruOuposanue epmentoB aktuBanmu (Talalay and Zhang,
1996; Hecht, 2000; Talalay and Fahey, 2001). ®epmenThI, Takue Kak XUHOHPEAYKTa3a,
rIIyTaTuoH-S-Tpancdepaza, UDP-rmrokyponunrpancdepaza u HAJIDH-penykrasa,
CIOCOOHBI KOHBIOTUPOBATh C aKTUBMPOBAHHBIMU KaHIEPOI€HAMHU U MPEBpAIlaTh UX B
HEAKTHBHBIC BOJOPACTBOpUMBIC coeAuHEeHUs. OHM MOTYT BBIBOJUTHCS C MOYOH, YTO
OPUBOAUT K  HEUTpaiHW3alldd  TOTCHIIMAIBHBIX  KAHIEPOTEHOB M3  KJIETOK
MJIEKONUTAomUX. WHAYKIMA KIETOYHBIX ()EPMEHTOB B 3HAUYUTEIBHON CTENEHU
OTOCpE/IoBaHa AHTUOKCUJAHTHO-UYBCTBUTENIbHBIM 35eMeHTOM (ARE), koTopsiii

perynupyercs TpaHcKkpuninoHHbIM (paktopom Nrf2 (Nilsson ef al., 2006).

['TOKO3WHOMATBl TaKXKE TMPOJACMOHCTPUPOBAIM OHOJOTHYCCKYI0 aKTHBHOCTD,
KOTOpasi, MOMHUMO TIPOYETr0o, KOCBEHHO CBf3aHA ¢ MpodmIakTukoid paka. K HuM
OTHOCSTCS: TIPOTUBOBOCTIAJIUTEIHLHBIE CBOMCTBA 32 CUET PETYIISIUU SIIEPHOTO (pakTopa-
kanmma B (NF-«xB), a Taxke wuHruOupoBaHue BOCHAIUTEIBHOM  pEaKIIMH,
ctumynupoBanHoit TNF-a u munononmucaxapuaom (Heiss et al., 2001; Rose et al., 2005;
Wierinckx et al., 2005; Xu et al., 2005), antubGakTepuanibHbie CBONCTBA MPOTHUB
Helicobacter pylori, n3BeCTHOW NPUYUHBI TACTPUTA U TAK)KE CBA3AHHOM C MOBBIIIICHHBIM
puckoM paka xenyaka (Fahey et al., 2002; Haristoy et al., 2003; Galan et al., 2004).
DNHUIEMHOJIOTHICCKAE HCCIICIOBAaHUS W OKCIEPUMCEHTANbHBIC MCCIICIOBaHUS Ha
KJIETOYHBIX U KUBOTHBIX MOJICIISAX MPEIOCTABISAIOT JOKA3aTeIbCTBA TOTO, YTO MPOTYKTHI
Pa3NOKEeHUsI TIFOKO3MHOJATOB M CaMH TJIFOKO3MHOJATHI CIIOCOOCTBYIOT YKPEIJICHUIO

3J10pOBBS.
1.5. Bropuunbie MeTadoauTsl Vitis vinifera

BuHorpag KyJabTypHBIM Ha JaHHBIA MOMEHT SBIIIETCS OJHUM H3 CaMbIX
pacIpOCTPaHEHHBIX CEIbCKOXO3AMCTBEHHBIX pacTeHUN. BUHOIpaa KyJIbTUBUPYETCS BO
BCEM MUpE, 1 3TO KpYyIHENIIasi B MUPE MJI010Basi KyJIbTypa C €XKET0IHbIM YposkaeM OoJiee

67 muia ToHH (Fontana et al., 2013). CornacHo ganHbIM opranu3anuu Vitis International
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Variety Catalogue (VIVC, www.vive.de), koTopas KaTaJloru3zupyer HHQPOpMAIUIO O

BUHOI'PAJIE, KOJIMYECTBO COPTOB BHUHOrpaaa coctasiseT okoyio 23000; oHu XpaHATcs U
uzyvatorcsa B 130 mHCTHTyTax B 45 paznuyHbIX cTpaHaX. Takod OrpOMHBIM MHTEpec
BbI3BaH NPOAYKTaMHU U BEILIECTBAMHU, I10JTy4aeMbIMU U3 BUHOrpaja. [InnieBsle npoayKTh
BKJIIOYAIOT B ce0s: BHHO M TPOAYKTH BHUHOJECIHS, W3IOMBI, COKU. I[IpomgyKTbl
nepepaboTKH, TAKME KaK CEMEHA, )KMbIX, KOJKHUIA Ar0Jl U CTEOIM TaKkKe UCIOJIb3YHOTCS.
Bricokuii WHTEpec CO CTOpPOHBI HAyYHOTO COOOIECTBAa BBI3BIBAIOT BTOPUYHBIC
meTabonmuTel  BuHOTrpaga. Ilpm  momcke yepe3 6azy  ganHbix  Pubmed

(https://pubmed.ncbi.nlm.nih.gov/) ¢ 1978 nmo 2021 roa MoxxHO HalTu Gosee 14 ThICSY

nyOnauKauil  BKJIIOYAIOIIMX CJIOBO  mpaHc-pe3BepaTrposl (Haubojee HW3YYeHHBIN
BTOPUYHBIA META0OJIUT BUHOTPAAA), U C KaXKIbIM I'OJIOM KOJMYECTBO TAKUX ITyOIUKAIIii
pacteT. MOXHO caenaTh BbIBOJ — UCCIICAOBAHUS BTOPUYHBIX METaOO0JINUTOB, PErysIsaluu
UX MPOAYKLHMHU, a Takke (apmareBTHUeckuX 3()(PEeKTOB Ha JaHHBII MOMEHT KpaiHe

aKTyaJIbHO.
1.5.1. boraHn4eckasi XapaKTepUCTHKA BUHOTPajaa

Bunorpan kyneTypHbIil (naT. Vitis vinifera) — BUJ TPUHAUICKANUNA K POIY
Bunorpan (nat. Vitis) u cemeiictsy Bunorpanossie (n1at. Vitaceae), npeacTaBICHHBIN
MHOTOJIETHUMHU KYCTapHUKOBBIMHU JHaHamH. JlnaHa sBisieTcst OBICTpOpacTymied u
nocturaer anuHel 12 — 15 merpoB. MMeer demryiluatyio Kopy, JIMCTbS O4Y€pEIHbBIE,
NaIb4aTo-JIONACTHEIE, TUCTOMAIHEIE, ¢ 3 — 5 3a0CTPEHHBIMHU JIOTIACTSIMU, KPasi TUCTHEB C
KPYITHO-KOJIIOUMMH 3yO1iamu, pazmepom 5 — 20 cM B JyiMHY U mmpuHy. [[BeT muctheB
TEMHO-3€JIEHBII CBEPXY, IIISTHIEBbIN, CBETIIO-3€JIEHbIE CHU3Y, 00BIUHO Oe3BoJiockIe. JIo3a
MPUKPETUIETCS K OTIopaM yCUKaMu. BeTBb COCTOMT M3 HECKOJIBKHX MEXmoy3nuil. Ha
y3JaX pacTyT JUCThS, IBEThl. KOpHM BUHOTpaa 0OBIYHO OIMYCKAIOTCS Ha TIIyOUHY OT 2
0 5 MeTpoB, a uHorga o 12 — 15 merpoB u gaxe Oosibilie. L{BeTkn MajeHbKHE, OT
3elieHoBaTo-0eoro A0 Oenoro IBeTa, CrPYIIHUPOBAHBI B COIBETHS, TUIOABI Pa3HOU
(GbopMBbl B 3aBUCUMOCTH OT COpTa NPEACTaBIAIOT COOOW Srojbl, CrpyNIHUPOBAaHHBIE B

rpo3au. Yamieuka oqHOCTBOpUYATas, C 5 KOPOTKUMU 3yOriamMu. BeHYMK COCTOUT U3 TATH


http://www.vivc.de/
https://pubmed.ncbi.nlm.nih.gov/
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JIENIECTKOB, CPOCIIUXCS HaBepXy M Yy OCHOBaHUs. J[MKMN BHUHOTpag — JBYIAOMHOE
pacTeHHe, MYXKCKHE€ M JKEHCKHE IIBETKM BO3HUKAIOT HA Pa3HBIX PACTEHUSX, HO
KYJbTUBUPYEMbBIE COPTA Yallle BCErO OJIHOJOMHBI, YTO MO3BOJISIET UM CaMOOIBLIATHCS.
[Tnox — 3TO siroga, U3BeCTHasi KaK BUHOTPaj, SIMIEBUHAS WU [IAPOBHUIHAS, TEMHO-
CUHSIS WM 3€JICHOBATasi, 0OBIYHO IBYXMECTHAS C 5 CEMEHAMU; y TUKUX BUJOB OH UMEET
auaMerp 6 MM M CO3pEeBaeT OT TEMHO-IIyPIypHOTO /0 YEPHOBATOIO C OJEAHBIM

BOCKOBBIM HAJICTOM. HJ'IOI[I)I KYJbTUBHUPYCMbBIX COPTOB paBHOO6p213HBI B 3aBUCHUMOCTH OT

copta (Ardenghi et al., 2014).
1.5.2. BropnuHble MeTa00JMTHI BUHOTPA/Ia

Bropuunsle MeTaboMuMTHI BHHOTpaAa TMPEACTABICHBI IMHUPOKUM CIIEKTPOM
COCAMHEHUM, HO HamboJiee HU3YYEHHOW TPyNIod B JaHHOM PACTCHHH SIBJISIIOTCS
dbeHonpHble coenuHeHUs. (DEHOJbHBIE COCIMHEHUS COCTABJISIOT OOJIBIIYIO TPYIIITY
BTOPHYHBIX META0OJIUTOB, KOTOPhIE OMOCUHTE3UPYIOTCS B (PEHUIMPONAHOUTHOM ITyTH
(Pucynox 6). OHM IIMPOKO pacIpOCTPAHEHBI BO BCEM IIaPCTBE PACTCHUH U MPEICTABISIOT
co00l MUTMEHTHI, AHTUOKCHUIAHTHI, CUHTHAIBHBIE MOJICKYJIbI, CTPYKTYPHBIE SJIEMEHTHI U
KOMITOHEHTHI 3alTUTHBIX MexaHn3MoB (Rienth ef al., 2019; Santos-Sanchez et al., 2019).
B pactenusx Bunorpana Ha 2020 rox o6HapyxkeHo 78 ctunbOeHoB (23 moHoMepa, 30
JTMMEPOB, 8§ TpUMEPOB, 16 TeTpamepoB u 1 rekcamep), 15 ruIpOKCUKOPUYHBIX KUCIOT, 9
TUIPOKCUOEH30MHBIX KUCIOT, 17 ¢uaBaH-3-0510B (M3 KOTOPHIX 9 MPOAHTOIIMAHUIUHBI),
14 anTonmanoB, 8 ¢aBaHoHOB, 35 daBoHONOB, 2 daBoHa u 5 kymapuHoB (Goufo et

al., 2020).

buocuntes (PEHONBHBIX COENMHEHW HAYMHACTCS C JIC3aMUHHUPOBAHUS
AMUHOKHUCJIOTHI (heHWIaJaHUHA TIoJ JeHcTBUeM (depMeHTa (eHUIalaHnMHAMMUAKInasza
(phenylalanine ammonia lyase, PAL) ¢ o6pa3oBanriem kopuuHO#i KuCIOThl. KopuuHas
KHUCJIOTa TUAPOKCUIIMPYETCA U MPEBpPAIIAETCs B M-KyMapOBYIO KUCJIOTY MO/ ACHCTBUEM
depmenTa nuHHamaT-4-ruapokcunasbl (cinnamate 4-hydroxylase, C4H) na BTOpoO#
dbepmenTatuBHOM ctaguu. [locie sToro, cnenyrontuii pepment 4-kymapomn-KoA-nurasza

(4-coumaroyl CoA ligase, 4CL) kaTanu3upyeT nmpeBpalieHre Mn-KyMapoBOl KUCIOTHI B
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n-kymapouia-KoA, 4YTo SBIsE€TCS BaXXHOW TOYKOW pA3BETBIICHMS, BEOylLIEH K
00pa30BaHUIO PaA3TUYHBIX (EHUWINPOMAHOUAHBIX coenuHeHuil. HavanmpHbie »Tambl
(beHUIIPOaHOUTHOTO IIyTH B COBOKYITHOCTH Ha3bIBAIOTCS o0umm

dbenmwmponanonHbIM TyTeM (general phenylpropanoid pathway, GPP) (Deng and Lu,
2017).
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Pucynok 6 — OOmmii (GeHWINPONaHOUAHBIN MyTh OMOCHHTE3a BTOPHUYHBIX

MeTaboauToB. Ha pucyHKe B LIeHTpe 0003HaueH OOIIMI MyTh, CTpeKaMu 0003HAYCHBI



57

pa3iauyHble TPYNIbl BTOPUYHBIX META0OJUTOB, MPOUCXOIAIIMX U3 OOIIETO MyTH, IS
Ka)XIOW TpyNIbl JaHbl PUMEPHI COCTMHEHUN U UX CTPYKTYpHBbIe (popmysbl. PucyHok

amantupoBad ¢ pabotsl Deng u Lu (2017).

C coegunenust n-kymapoui-KoA HaumHaeTcsi OMOCUHTE3 ONPENEICHHBIX TPYII:
bnaBoHOUIbI, (EHOJIBHBIE KHUCIOTHI, CTHJIBOEHBI, KymMapuHbl. PacteHus BuUHOIpana
U3BECTHBI OOMIIMEM PA3IMYHbIX CTHIILOEHOB. [ TaBHas cTaaust OMOCHHTE3a CTUIIHOCHOB —
o0pa3oBaHHWE OCHOBHOM LIETIH CTHJILOCHA, KOTOpasi KaTaJu3UpyeTcsl CTUIIHLOCHCUHTA30M
(stilbene synthase, STS), Bxomsmei B cynepceMeicTBO monukeTuacuuTas tuma 11
(Chong et al., 2009; Vannozzi et al., 2012) TIpu nomomu pepmenta STS Tpu MOIEKYIIbI
manonui-KoA u onna KoA-3¢upa npon3BogHON KOPUUHONW KHUCIOTHI MPEBpPALIAIOTCS B
mpanc-pe3BepaTposl WM NUHOCWIBBUH. OmpesenseT KOHEYHBIH NPOAYKT peakUuu
HCXO/JHOE TPOM3BOJHOE KopuuHOM KuchoThl (Jeandet et al., 2010). Ilocnemyromue
MOAU(UKALIMK OCHOBHOW LIENH mMpaHc-pe3BepaTposa, TaKue Kak TIIMKO3WIMPOBAHUE,
U30MepU3aIysl, METUIMPOBAHUE, OJTUTOMEpPU3ALIUA U U30MIPEHUIIUPOBAHUE, TEHEPUPYIOT
pa3iiiyHble MPOU3BOJHBIE CTWJIbOEHA, TaKUE KakK MUCEU[, BUHU(EPUH, aCTPUHTUH U

nuneatannon u apyrue (Dubrovina and Kiselev, 2017).

1.5.3. @apmakosoru4eckue CBOMCTBA Mpanc-pe3BepaTpoJia U APYruX BTOPUYHBIX

MeTa00JUTOB BUHOTPaaa

V. vinifera nmeeT MONTYI0 UCTOPUIO KYJIHTUBUPOBAHUS M CEJICKIINH, U B TCUCHUE
JUIMTENIBHOTO Tepuoa ObUI0 cO37aHO 0oJiee THICSAYM COPTOB BHUHOTpAZa, MHOTHE M3
KOTOPBIX BCE €I MCTOJB3YIOTCS B CEIbCKOM x03s1iicTBe (Myles et al., 2011). Bnusaue
NOTpeOICHUST MPOAYKTOB, TOJYy9aeMbIX W3 BHHOTPaJa Ha 3J0POBhE UEJIOBEKa, ObLIO
TEMOHN HCCIEOBAaHUSl JIJIi MHOTHMX HAy4YHbBIX TPYII, OAHAKO HauOoJiblliee BHUMAaHUE
MPUBJICKIA OIpeAeNiCHHas Tpymma (EHONbHBIX COCIUHEHUW — CTUIILOCHBI: MpaHC-

pEe3BEPATPOIT U €r0 MPOU3BOHBIE.

B 1990-x romax TepMuH «GpaHIy3CKUM MapajgoKc» TMOSBUJIICA B pe3yjbTaTe

HabOmoeHuit 3a HaceneHneM dpaHIKK, B KOTOPOM OBLJIO MEHBIIIE CIydaeB 3a00IeBaHuUs
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UIIEMUYECKOl OONIe3HU cepila, HeCMOTPs Ha BBICOKOE MOTpeOJeHHE HACHIIIEHHBIX
KHUPOB 10 CPABHEHHIO C JAPYTUMH CcTpaHamH. J[aHHBIM mapajgokc, Ha TOT MOMEHT, ObLI
o0BsicHeH ymepeHHbIM noTpedienneM BuHa (Renaud and de Lorgeril, 1992). C tex nop
MHOTHE  HUCCIEAOBAaHUS  BTOPUYHBIX  META0OJMTOB  BHHOTpaJa  IOJIYUHIIH
JOTIOTHUTEIBHBI UMIYJIbC U OBLIM COCPEIOTOYEHBI HA MPEUMYIIECTBAX YMEPEHHOTO
ynoTpeOsieH!s] BHHA, KOMIIOHEHTaX BUHOTPaAa, KOTOPHIE OKAa3bIBAIOT OJIATOTBOPHOE
BIUSHAE Ha 3JI0PDOBbE UEIOBEKa, OCOOCHHO B 00JIACTH CEPACHYHO-COCYIUCTHIX
3a0oneBanuil. bbulo  mokasaHo, YTO  MOJAM(EHONB  BUHOrpaga  00JadaroT
AHTUOKCUJIAHTHOMN aKTUBHOCTBIO, OKa3bIBAIOT IPOTUBOBOCTIAIUTEIBHOE,
NPOTHBOPAKOBOE M aHTHOAKTEpHaIbHOE NEHCTBHE, a TAaKKe MOTYT MOJIYJIUPOBAThH
UMMYHHYIO cucTeMy. Vcronb30BaHre BTOPUYHBIX META0OJIUTOB BHHOTPA/a MOIYUYHIIO
HOIMYJSPHOCTh B MHUIIEBOM MPOMBIIIJICHHOCTH B KauyecTBE HATypallbHBIX J100aBOK,

IIUIIEBBIX KpacuTenei wim npumnpas (Sikuten et al., 2020).

CyliecTByeT MHEHHE, YTO OTACJIbHBIE HCCIEHOBAaHUS BIMSIHUS BTOPUYHBIX
MeTabO0IMTOB Ha 3J0POBbE YEJIOBEKA BUHOTPAAAa HEJOCTATOUHO JIOCTOBEPHBI B paMKax
OJIHOTO HCCJeoBaHus JTu00 ofHOoro Metoza. [1o BO3MOXXKHOCTH, B TaHHOM TiiaBe OyayT

IIPHUBCACHDBI UCCIICAOBAHNUA B PaMKaX MCTa-aHaJIn3a pasIMdHbIX pa60T.

B pesynprate Merta-aHanuza 132 pa0oT, CBSI3aHHBIX C BIUSHUEM IOJIU(EHOIOB
BUHOTpaja Ha Mposupepanuio JEHKEeMUYECKUX KIETOUHBIX KYJBTYyp OBLIO CHENaH
BBIBOJI: MOJH(EHOJIBl BUHOIpaga O00JaJal0T BBIPAXEHHBIM aHTUIIPOIU(PEPATUBHBIM
NEHCTBUEM Ha JIEHKO3HbIE KIETKH, BbIpallleHHble in vitro. OJIHAKO HEOOXOAMMBI
JalbHENIINe MacIITaOHble MCCIEAOBAHUA in VIVO, YTOOBI YIy4YIIUTh OHMOJOCTYIMHOCTh
COCIMHEHUN W HalTH crnoco0 n30ekaTh TOKCUYHOCTH, BO3HUKAIOIIEH MPU BBICOKHUX
KOHIIEHTpalusax. B naHHbIX paboTax ObUIM MCIIOJIB30BaHbI KYJIbTYPhl C KOHIIEHTpALUEH
HOJU(EHONOB HAMHOTO OOJbIIE, YeM MOXET IOJIY4YUThb 4YEJIOBEK U3 €KEAHEBHOTIO
nuTaHusl. Tak e OblJI0 TOKa3aHO B3aUMOAECUCTBUS MEXY Pa3IMUHBIMU KOMIIOHEHTaMH,
IPUCYTCTBYIOIIMMHU B HATypPaJIbHBIX IMPOAYKTaX, MOJYYEHHBIX M3 BUHOIPAaa WIHA C

I[O6aBI(aMI/I, MOT'YT BbI3BIBATH AHTAOHHUCTUYCCKHUC, CHMHCPIrUYCCKUC HIIN aAJJAUTUBHBIC
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3 ¢exTpl. CrneayeT NpoBECTH KIMHUYECKHE UCIBITAHUS C MNAllMEHTaMU C JeiKeMuei,
YTOOBI OMPENENIUTh, MOXKHO JIM HCIOJIb30BaTh MOJM(EHONbI BUHOTPaJa B KauecTBE
npOo(UIAKTHIECKOTO MM JIeYeOHOTO MPOTUBOJIEUKO3HOTO MpoayKTa. B manHoi padote
CPAaBHMBAJINCH Pa3jIMuHbIe MOIU(PEHOIBI, U MPaHC-PE3BEPATPOIT OB OJHUM U3 CaMBbIX
MOIIIHBIX UHTUOUTOPOB POCTA JICHKEMUUECKON KYIbTYpHhL, 67% MHrHOMpOBaHKE POCTA I10

cpaBHEHMIO ¢ KOHTpoJbHOH (Garcia-Martinez ef al., 2020).

[lo gamueiMm  BO3  (Bcemupnas  OpraHuzainus — 3IpaBOOXpaHEHUS,
https://www.who.int/) xonmuecTBO HEWH(MEKIIMOHHBIX 3a00JIEBaHWM, MPUBOASAIINX K
cMepTtd, yBenuuuBaercs, U Ha 2019 rox, 6one3np Aublreiimepa u Jpyrue BHIBI
JEMEHIMIA BCTaJIM HA CEIbMOE MECTO MO KOJIMYECTBO CMEPTEH U3 JAECITH BEIyIIMX
OPUYUH CMEPTU B Mupe. BnusHue mpanc-pe3Beparposia U NoaupeHOIOB HA JaHHbBIE
BUJIBI JEMEHIIMKM MpeJICTaBlIeHBl B HegaBHeM 0030pe Zhao u koser (2020). ABTOpHI
OPUXOASAT K BBIBOJLY — MOJU(MEHONBl BUHOTPaAa MOTYT OBITh HCIOJIB30BaHBI IS
PEIOTBPALICHHS IEMEHIUH, TaK KaK ObUIO MOKa3aHO WX MOJOXKUTEIbHOE BIUSHUE Ha
KOTHUTUBHBIE HABBIKU, MEJIKYI0 MOTOPHUKY, 3aMe/IJICHUE AEMEHIUH, YIAyUllIeHUE NaMsITh
Y pa3rOBOPHBIX HABBIKOB. MeXaHU3MBbI JaHHBIX 3P PEKTOB pa3HOOOpa3HBI U HE 0 KOHIIA
u3ydeHsbl. Ellle 0luH BakKHBIA BBIBOJ — HEOOXOAMMO MPOBECTU OOJBIINE KIMHUYECKHX
UCIIBITAHUN M BbIpa0OTAaTh CTAaHAAPTU3UPOBAHHYIO METOAUKY JJI TaKUX HCHBITAHUU.
Taxxe HE0OXOIMMO YIOMSHYTH APYTYIO MO3UIMIO — B MeTa-aHanu3e Farzaei u kosier
(2018) npuBeneHbl 0000IIEHHBIE Pe3yJIbTaThl 226 MAIIMEHTOB U3 YETHIPEX Pa3IUYHBIX
UCCIeN0BaHM. B pe3ynbrare aBTOpHI BBISSBHIIN CTATUCTUYECKH JTOCTOBEPHBIE Pa3Inyus
TOJIBKO B JIBYX IapaMeTpax: BIUSHUE Ha HACTPOECHHUE M YCTAIOCTh, 3TU IapaMeTpbl
CYILIECTBEHHO MEHSUIMNCh B TPYMIE MallMeHTOB, MPUMEHSIBIINX mMpaHc-pe3BepaTpos B
KauecTBe J00aBKkM B mnuiry. OJHAKO CTOUT YYUTHIBATH HEOOJBLIOE KOJMYECTBO
OTOOpaHHBIX PA0OT M HEKOTOPHIE MapaMeTphbl ObUIM MPOAHATU3UPOBAHBI TOJILKO B Mape
paboT, 4TO elle CWiIbHEE YMEHbIIAeT BBIOOPKY. B 3akitoueHue, aBTOpbl OTMEYAIOT

HCO6XOI[I/IMOCTI) OOJIBIIIETO KOJIUYECTBA ﬂaﬂbHeﬁMHX KIIMHUYCCKHUX HCCHGHOBaHHﬁ.
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Cy1iecTByeT MHOKECTBO MH(OpPMAIMU O CIOCOOHOCTH MOJIU(EHOI0B BUHOTPAia
MPOSIBIISITH AaHTHOKCUAHTHYIO aKTHBHOCThH, BCTYTATh B PEAKITHIO C aKTUBHBIMU (popMaMu
kuciopoga (A®PK), a Takke NPOTUBOBOCHAIMTENIBHYIO aKTUBHOCTb, PETYIUPYS
AKCTPECCUI0 TaKMX T'€HOB, Kak Jurnokcurenasa (lipoxygenase, LOX), cuHTaza okcuaa
azota. (nitric oxide synthase, NOS) u nuknookcurenaza (cyclo-oxygenase, COX)
(Malireddy et al., 2012; Yahfoufi et al., 2018). Ilpoaykums ADK cBszana ¢
OKHCJIUTEIBHBIM CTPECCOM, KOTOPBIM 3alyCKaeT peakud BOCMIAJIUTEIBHOTO IyTH
(Salzano et al., 2014). Takum o00pa3om, TpepbIBaHHWE OKHCIMTEIHLHOTO TpoIecca
OCJIa0JsieT Hayallo BOCHAJIUTENBHOrO Kackaaa. bpuio mokazaHo, 4To MNOJU(EHObI
00Ja1al0T aHTUOKCHJIAHTHOM aKTUBHOCTBIO, MOIJIONIAs PaJUKallbl U XeJaTUPYIOUIUE
MOHBI METAJUIOB (HampuMep, KBEPIETUH XenaTupyeT HoH xenes3a) (Heim et al., 2002).
Jlpyrue aHTHOKCHIAHTHBIE MEXAaHHU3MbI, BbI3bIBA€MbIE MOJM(EHOTAMU, MPEICTABICHBI
O/I0KaZo MHUTOXOHAPUAIBHON JAbIXaTeIbHOW LeMu, aJAeHO3uHTpudocdarassl u
kcantuHokcuaasbl (Huang et al., 2008). Tlonudenonsl KpacHOr0 BUHOTPAia CIIOCOOHBI
uHTHOMpoBatTh 3kcnpeccuto reHoB COX u NOX, TeM caMbIM WHTHOUPYS MPOTYKITHIO
A®K (Biasutto et al., 2012). Taxxe nonudeHoIbI BUHOTPaAa CIOCOOHB MHAKTUBUPOBATH
daxTop NF-kB, ydacTByromuii B BociasiutesibHoM mporiecce (Nam, 2006; Magrone et
al., 2008) m perynmmpoBaTh MHUTOTCH-aKTUBUPOBAHHBIC MPOTEHHKUHA3BI (mitogen-
activated protein kinase, MAPK), koTopbie peryaupyrT TPaHCKPHUIILUIO T'E€HOB H

aKTUBHOCTH (DAKTOPOB TPAHCKPHUIILIUHU, YUaCTBYIOMUX B BocnajgeHuu (Min et al., 2007).

Cpenu Apyrux MEXaHU3MOB IIPOTUBOBOCIAIUTENBHOTO IEHCTBHUS, KOTOPHIE MOTYT
pPEryaupoBaTh MOJU(EHOIBI SBISICTCS MOIABIICHUE IMMYTH apaxuaoHOBOM KucIoThl (AK).
AK BbicBOOOXmaeTcss MeMmOpaHHBIMH  (QochonunugaMyd  IOCIE  PACIICTUICHUS
docdomunazoit A2. B cBoro ouepenp, AK meTabonusupyetcst mpu nomoiu (GpepMeHToB
COX u LOX c o6pazopanuem mnpocrtarigananaoB (I1IN). IlonudeHons crnocoOHBI

cHKaTh BeIcBOOOXKIeHue [1I" 3a cueT uarnouposanuss COX u LOX (Kim ef al., 1998).
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I'JIABA 2. MATEPUAJIBI U METO/bI
2.1. buonHpopMaTHYECKNA AHAJIN3

buoundpopmarnyeckuii ananu3 12 aMHMHOKUCIOTHBIX MOCeI0BaTeIbHOCTe JAZ
apabupgoncuca u 11 JAZ BuHorpama (tabmuma 1) ObUT MpOBEAEH B IPOTrPaMMHOM
komriekce MEGA 11 (Tamura et al., 2021). Ananu3 QuioreHun ObUT MPOBEACH C
UCIIOJIb30BaHUEM MeTojaa «Ommkanmmux cocenein» (Saitou and Nei, 1987). Ilokazano
ONTHMANIBHOE JIepeBo. J[epeBo creHepupoBaHo B MaciTabe ¢ JJIMHAMH BETBEH B TEX Ke
EOVMHUIAX, YTO ¥ DOBOJIOIMOHHBIE PACCTOSIHHUS, WCIOJb3yeMbIe JUIsl BBIBOJA
(UIOTEHEeTUYECKOTO JIepeBa. BOJIIOIMOHHBIE PACCTOSHUS OBLIM pacCUMTaHbl C
WCIIOIb30BaHWEM MeToja mompaBku IlyaccoHa W BbIpaXeHBl B EIWHUIIAX YHCIIA
AMUHOKHCIIOTHBIX 3aMEH Ha CailT. B JaHHOM aHanu3e y4acTBOBaJIM 23 aMUHOKUCIOTHbBIE
noclieoBaTeIbHOCTU. Bee HeoAHO3HAUHbIE MO3UIIMK OBLIN yAAJIEHbI I KaXKI0W mapbl
MOCJIeIOBATEILHOCTEW (BapuWaHT MOMApHOro yAaleHus). B okoHuaTenpbHOM Habope

JTAHHBIX OBLIO Beero 495 mo3uiuii.

Tadauna 1. UnentuduxaTopbl TeHOB, U3Yy4aeMbIX B paMKax (UIOT€HETHYECKOTO
ananu3a. s mocnempoBaTeNnbHOCTEN apabumornicuca WaeHTU(UKATOPHI JaHbl MO Oa3e

nanubix TAIR, ns Bunorpaga — GenBank.

Hassanue rena |neatudukarop TAIR| Hassanue rena | Uneatudukarop GenBank

AtJAZ1 AT1G19180 VvJAZI1 XM 002284819
AtJIAZ2 AT1G74950 VvJAZ2 XM 002262714
AtJAZ3 AT3G17860 VVvJAZ3 XM 003634778
AtJAZ4 AT1G48500 VvJAZ4 XM 002272327
AtJAZS5 AT1G17380 VVJAZS XM 002277733
AtJAZ6 AT1G72450 VVvJAZ6 XM 002277769
AtJIAZT AT2G34600 VVvJAZT XM 002277916
AtJAZS AT1G30135 VVJAZS CBI30922
AtJAZ9 AT1G70700 VvJAZ9 XM 002277121

AtJAZ10 AT5G13220 VVJAZ10 XM 002263220

AtJAZ11 AT3G43440 VvJAZ11 XM 002282652

AtJAZ12 AT5G20900
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Jns ananuza B3aumojiecTBuid Oenka AtJAZ1 ObUT HCHOJIB30BaH MPOTrPaMMHBIN

koMmrieke BioGRID (Oughtred et al., 2021, https://thebiogrid.org/, v4.4) sBasttontuiics

arperaTopoM pa3IMYHbIX 0a3 JaHHBIX B3aUMOJEHCTBUN OenkoB. bein  BeIOpaH

MUHHUMAaJIbHBIN YPOBCHBL JOKa3aTCIbHOCTHU — 1.

2.2. Co31aHue reHeTHYeCKUX KOHCTPYKIMH
2.2.1. Coznanne umuPHK ni1s1 TaprerupoBanus rena AtJAZ1

Hns  TapretupoBanusi reHa AtJAZI A. thaliana (AT1G19180, TAIR)
nocieaoBateabHocTh 3penort uMuPHK (5°-UCGGCUGACGUGAGUUGCCUU-3”)
Oblna pazpabotana in silico ¢ ucnonbp3zoBanueM nporpammbl P-SAMS (Fahlgren et al.,
2016). Taxum o6pazom, oskcopeccus dsTod UMHUPHK Ha ocHOBe yHHMKaIBHOTO
HYKJICOTHJHOTO YydYacTKka He€ JOJDKHa NpenarcTBoBaTh pabore apyrux MPHK
apabunorncuca. Cozganne uMuPHK Ha ocHOBe BekTopa pRS300 ocymiecTBsIN METOAOM
cait-cienuduueckoro wmyrtareneza (Schwab et al., 2006). Ilapsl mnpaiimepos,
coJieprkale mnociuenoBarenbHocTh 3peno uMuPHK u cailiTel kimoHupoBaHUs, ObLTH
pazpaboranbl ¢ ucnoiab3oBanueMm mnporpammbel WMD3 (http://wmd3.weigelworld.org),
0003Ha4YeHBI B COOTBETCTBHH C BBIIIEYKAa3aHHBIM MPOTOKOJIOM U MEPEUYHCIICHBI B TAOIUIIE
2. Ilonyuennsiii npoaykt IILIP u kaccernslii BekTop pSAT6, comepkamuil ABOMHON
npoMotop W TepmuHarop reHa 35S pPHK Bupyca Mo3aumku IBETHOW KamyCThl
pectpuruposanu pepmertamu BamHI u Hindlll (NEB, AHrnms) o caiitaM peCTpUKIHH
5'-GGATCC-3"u 5'-AAGCTT-3', COOTBETCTBEHHO, 1 JIUTUPOBAJIM COTJIACHO MPOTOKOITY
npousBojictBa (NEB, Anrnus). Ilonyuennas xoHcTpykius — pSAT6-umuPHK Obuia
CEKBEHUpPOBaHA JJII NIPOBEPKH LEJIOCTHOCTU. 3aTeM KacceTy, cojepxkamryro 35S
npomotop-uMuPHK-35S  tepmunarop, mnepeHocunu u3 Bekropa pSAT6 ¢
ucnosibzoBanueM pepmenta PI-Pspl (NEB, England) B unapnsrit Bektop pPZP-RCS2,
cojepkamui TeH ycToWunBOoCcTH K KaHamuumuy (nptll) (Tzfira et al., 2005).

[ToyueHHbIN OMHAPHBIN BEKTOp NepeHoCcuIu B KieTku mtamma EHA105 Agrobacterium


https://thebiogrid.org/
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tumefaciens (Hood et al., 1993) ¢ nmomompto snexkrpornoparuu (GenePulser, BioRad,
CIIIA) cornacHo poToKoITy Tpou3BoauTeNs. [lomydeHHbI peKOMOWHAHTHBIN MITaMM A.
tumefaciens WCTONB30BAIA [JII TEHETHMYECKOW TpaHChOpPMAIMU CyCIIEH3UOHHBIX

KyJbTYp KJIETOK apabujioncuca.
2.2.2. Co3znanne umuPHK nuist TaprerupoBanusi rena VvJAZ9

In silico B nporpamme P-SAMS (Fahlgren et al., 2015) Opina pazpaborana
nocieaoBaTeabHOCTh 3penoit UMHUPHK (5°-UGGGACUGGGGAGCUUCCCAA-3’) s
TapretupoBanusi reHa V. vinifera JAZ9 (GSVIVG01015042001, Genoscope;
XM 002277121, GenBank). BeiOpaHHbIi HyKJICOTUIHBIN Y4aCTOK MTOCJIEI0BATEILHOCTH
YHHUKAQJIEH JUIg 3TOro pacteHus. Takum oOpazom, skcnpeccuss uMuPHK He nomkna
BiuATh Ha Apyrue MPHK. Co3zganne mmuPHK ocymiectBisiim Ha OCHOBE BEKTOpa
pRS300 metonom caitT-cienuduaeckoro myrarenesa (Schwab et al., 2006). Panee 6b110
MOKa3aHO, YTO JaHHBIM METOJ Ha OCHOBE CaWT-HAINpPaBJICHHOTO MyTareHe3a reHa
MukpoPHK 319 apabOunmoncuca BO3MOXKHO UCIOJIB30BaTh Il MHTHOUpPOBAHUS
skcripeccuu reHoB BuHoTpaaa (Jelly et al., 2012). [list 3TOro ¢ moMoIbi0 MpOrpaMMbl
WMD3 (http://wmd3.weigelworld.org) Obuin pa3zpaboTaHbl TpaiMepbl, COIEpKaIIne
nocieaoBaTeabHOCTh 3pesno MUPHK 1 HeoOXxoauMble calThl JJ1s1 KIOHUPOBAHUS;, BCE

HpaﬁMepH OBLIM Ha3BaHBI B COOTBETCTBHUU C BbBIIICYKA3aHHBIM ITPOTOKOJIOM.

B pesynbTare KJ10HUPOBaHUSA MO BBIIIEYKa3aHHOMY ITPOTOKOJY Ob11 oyueH [11P
MPOAYKT, COAEpXkaluii nocienoBareabHOCTs UMUPHK u calThl ajisi KIIOHUpOBAaHUA.
[TLP npoxykt u BekTop 3Kciipeccun pSAT6 paspesanu pepmentamu BamHI u Hindll1
no caiitam pectpukiuu 5'-GGATCC-3" u 5'-AAGCTT-3', coorBercTBeHHO. Jlanee ITL{P
IPOAYKT JIMTUPOBAIA B KaCCETHBIA BEKTOp pSAT6, coneprkainii ABOMHON MPOMOTOpP U
tepmuHatop reHa 35S pPHK Bupyca mozamku uBeTHO#l kamycTbl. [lomydeHHYyIO
KOHCTpYKIUI0 pSAT6-amiRNA cekBeHUpOBaNIM Il MPOBEPKHU IIEJIOCTHOCTH. 3aTeM
Kaccery, coaepxainryto 35S npomotop-uMuPHK-35S TepmunaTop, Beipe3anu U3 BEKTopa
pSAT6 ¢ ucnons3oBanuem (epmenta PI-Pspl u nurupoBaiiu B BekTop pPZP-RCS2

(Tzfira et al., 2005). Koneunslit BekTop pPZP, momumo nocnenosarenbHoctd uMuPHK,
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TaK)Ke CoJiepKall TeH YCTOMYMBOCTU K KaHaMUUUHY (nmptll), KOTOpBIA MO3BOJISAET
0TOOpaTh TpaHCHOPMHUPOBAHHBIE KIETKH pacTeHuil. [lomydeHHBII OMHAPHBIN BEKTOP
nepeHocuwsn B kieTku mramma EHA105 A. tumefaciens (Hood et al., 1993) metomom
anexkTponopanuu.  IlomydeHHbIE  peKOMOMHaAHTHBIM  mTamMM  Agrobacterium
WCITOJIH30BAJIH JIJIS TIOJTyYEHUSI TPAHCTEHHBIX KIETOYHBIX KJIETOK U3 pacTeHuit V. vinifera,

Kak onucano panee (Veremeichik et al., 2017).

Ta6auna 2. Crivcok npaitMepoB UCMOJb30BABIIMXCS B X0/1€ paOOThI

[Ipaitmepsl ucnonb3dyembie 1 co3ganus uMuPHK

HazBanue [locienoBareapbHOCTE 57->3°

rpanMepa

AtJAZ1Is GATCGGCTGACGTGAGTTGCCTTCTCTCTTTTGTATTCCA
AtJAZ111a AGAAGGCAACTCACGTCAGCCGATCAAAGAGAATCAATGA
AtJAZ111ls |AGAAAGCAACTCACGACAGCCGTTCACAGGTCGTGATATG
AtJAZ1IVa |GAACGGCTGTCGTGAGTTGCTTTCTACATATATATTCCTA
VVIAZO9Is GATGGGACTGGGAGCTTCCCAACTCTCTTTTGTATTCCA
VVvIAZOIla |AGTTGGGAAGCTCCCCAGTCCCATCAAAGAGAATCAATGA
VVIAZOIlls |AGTTAGGAAGCTCCCGAGTCCCTTCACAGGTCGTGATATG
VvJAZ9IVa |GAAGGGACTCGGGAGCTTCCTAACTACATATATATTCCTA
«A» CTGCAAGGCGATTAAGTTGGGTAAC

«B» GCGGATAACAATTTCACACAGGAAACAG

[ [paliMepbl UCIIOIB3YEMBIE IS IPOBEPKHU N'€HETUYECKON KOHCTPYKIIMU

Haszeanue [locnenoBaTenbHOCTD 5°->3’

Mparimepa

nptD GAGGCTATTCGGCTATGACTG

nptR ATCGGGAGCGGCGATACCGTA

35S Prom TCACCATTTACGAACGATAG

35S Term GATTTGTAGAGAGAGACTG

[IpaitmMepsl ucnonb3dyemMbie 11 npoBepku koHTamuHaiuu k/IHK xpomocomuoi JJTHK

HazBanue [locienoBareapbHOCTE 57->3° |Pa3Mep |I/Iz[eHTI/I(bI/IKaT0

rpanmMepa AMIUTMKOHA p GenBank
c/6€3 HHTPOHOM

AtActF ACTTTCATCAGCCGTTTTGA 633 H.11. AY064043.1

AtActR ACGATTGGTTGAATATCATCAG |190 .1

VvActF CCTGCCATGTATGTTGCCAT 404 1.1 AY680701.1

VvActR GGAGCTGCTCTTTGCAGTTTC 314 H.1.
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[ Iparimepnl ucnosibzyemoie wist [11[P-PB

Haszeanue [locnenoBaTenbHOCTD 5°->3’ II/Iz[eHTH(I)HKaTo |I/IzLeHTH(bHKaT0
npaiimepa Y p
Genbank UniProtKB
AtPP2A-F  [TAACGTGGCCAAAATGATGC NM 101203 Q07100
AtPP2A-R  [GTTCTCCACAACCGCTTGGT
AtEF1a-F TGAGCACGCTCTTCTTGCTTTCA |AK226639 038845
AtEF1a-R  [GGTGGTGGCATCCATCTTGTTAC
A
AtSand-F AACTCTATGCAGCATTTGATCCA NM_ 128399  Q9SKNI
CT
AtSand-R TGATTGCATATCTTTATCGCCATC
AtUbqg-F CTGCGACTCAGGGAATCTTCTAA |DQ027035 P35132
AtUbg-R TTGTGCCATTGAATTGAACCC
AtAct2-F CTTGCACCAAGCAGCATGAA NM_0013383591Q96292
AtAct2-R CCGATCCAGACACTGTACTTCCTT
AtTIP41likeF GTTGAAAACTGTTGGAGAGAAGCANM 119592  Q8VXY4
AtTIP41likeR TCAACTGGATACCCTTTCGCA
AtGAPDH-F [TTGGTGACAACAGGTCAAGCA  |AK222046.1 QIFX54
AtGAPDH -R AAACTTGTCGCTCAATGCAATC
AtMYB34-F [GGATTGAAGAGATGTGGAAAGA [NM 125482 064399
AtMYB34-R [GTCGTCTTCTTCAGGACTAAAC
AtMYBS51-F [CTATCGGGTTCTCCACATTTC NM_ 101715 (049782
AtMYB51-R [AGAAACCTCGTAAGTTCTTTCA
AtMYB122-F TCGGCCATAGCTCGTAAA NM_ 106068  Q9CICS8
AtMYB122-RIGTGGGTCAACGGATCAATAC
AtWRKY33-FIGGGATGCAACAAGAGGATAATA |NM 129404  [Q8S8P5
AtWRKY33R [GGTTCACTCCCACAATCTTC
AtJAM1-F  [CTTGGTTCTGTTTGGTCTTTG NM 130216 |AOA178VP13
AtJAMI-R  |[GAATCCCTCCAGTCATGTTAG
AtIMYC2-F  [GTTTCCGGGTCAGATCAATTA NM 102998 Q39204
AtMYC2-R  [CCGAAGGAATACACGCAATA
AtICE1-F GGAGGAAAGGGTAAGAAGAAAG NM 113586  |Q9LSE2
AtICE1-R GGGACAACTGATCTAAGCATATA
ANAC042-F [CACGAAAACCGACTCTCC NM 129861  Q9SKS5
ANACO042-R [GTTTGGTGGTAAGATGGTTG
AtOBP2-F  [GCATCCGTTGGATCTTTGAGC NM_001035911Q8L9V6
AtOBP2-R  [AAAGCGTATAGCCCCGTCGTT
AtPYR1-D |[CAAACCACAAACATACAAACAC [AY042890 049686
AtPYRI-R [CAAACATACGAGTATCATCC
AtPYL4-D ICGACCCTTCACCCTTCTCCG AY054141 080920
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AtPYL4-R  |[CTCTCAGCCGCAGTATTCTC

AtPYLS-D  |[CTCAGTATCAGAATCGTTG AK228324 QIFGM1
AtPYL8-R  |[CAACAAAGTAACAAGTCTCATC

AtHAILI-D  |GTCAAGTATCATCATCACCG AY074555.1 |AOA1P8BHIS
AtHAIL-R  [GTAGATCAACCACCACAACAC

AtHAB1-D |CGTGTTTTTGGTGTTCTCGC [BT015409 QI9CAJO
AtHABI1-R  |[GTTGTCTTTACTTCCTTTTTG

AtABII-D  |[GATTTTGGCGAGTGACGGGG AY035073 P49597
AtABII-R  [ITTGTCTTTGCTTCCTCTCTG

AtABF3-D  [CTTTGTCCCCTGTTCCTTAC AY 054605 QIM7Q3
AtABF3-R  |[GCTGATTTTTCTGCTTTTCCAT

AtABF4-D  [CTGTTGCAGCAACTTCTCCA AY 050897 QIM7Q2
AtABF4-R  ICCTTTTGCTGCCCCACGGTC

AtABF2-D  |[CACTCTCTCCGTCTCCTTAC AB017160 QIM7Q4
AtABF2-R  |[GATCCTTGCCTGCTTTCGTTG

AtABF1-D  |[GTAATATGGGAGGAGCAGGG AF(093544 QOIM7Q5
AtABF1-R  IGGGTTTTCATTATTTCAGCC

AtABIS-D  [GTCAGTATGGAGTAGATATG AF334206 Q9SJNO
AtABIS-R  [CTGTTGCTTCCTCTTCCTCTC

AtABI3-D  |[CCGCCTCAATTACCGCCAGTG X68141 Q01593
AtABI3-R  |[CGTCTCTTGCCTCTAGCTCC

AtABI4-D  |CAACACCAACAGTATCAGAATC [AY560890 AOMESS
AtABI4-R  |[CGGCGGTGGATGAGTTATTG

AtABI2-D  [CAGTGCGGCGAGTAAAAGAAG [Y08965 004719
AtABI2-R  [CAAATCAACCACTACCACAC

AtDREBIAD [CAGGATGAGATGTGTGATGC AB007787 QIMOLO
AtDREB1AR [CGGACGGAAGCGGCAAAAGC

AtDREB1BD [GTCAACATGCGCCAAGGATA NM 118681  [P93835
AtDREB1IBR [TCGGCATCCCAAACATTGTC

AtDREB1CD [GAATCCCGGAATCAACCTGT NM 118679  Q9SYS6
AtDREBICR |[CCCAACATCGCCTCTTCATC
AtDREB2C-DICATTGGAGTTTGGTGTGGATG [BT026505 Q8LFR2
AtDREB2C-RICACTGGGCTGCACATAAGGAC

AtSnRK2.6-D [GAACGATAACACGATGACCAC  [AY054624 Q940H6
AtSnRK2.6-R [GTCTTCCTCCATATCGTCATC

AtSNRK2.2D [GATGTATGGTCTTGCGGTG NM_001203118[F4JON1
AtSNRK2.2-RIGAATAGTGATTCTTGTTGCCG

AtSnRK2.3-D |[CCTGCTGATCTAATGAACGAG  [L05562 Q39193
AtSnRK2.3-R [CTCTCCGCTACTGTCAATGTC

AtHSFA1-D |GTTTCTTGACGGGTTCTCATCTC [AK229347 P41151
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AtHSFA1-R [CTCGGGGTCTTCGGGTATTC
AtHSFA3-D |[GACGAAGAGACTGAGAACAC AK117318 Q8GYY1
AtHSFA3-R [CATTATAGTCCATTGTGTTTCC
AtHSFA6a-D GAAAGTCACAGAAGTAAAGCAA [DQ447035 Q1PDN3
AtHSFA6a-R [CATCCTCCCCTTGTCCTTG
AtHSFA2-D |[GAGAAGAGACAGCAGCAGATG [AKI118744 080982
AtHSFA2-R [CTCCTCCATAGTCCCCAAGC
AtZAT12-D [CGTCGTCGCATCCTTGTCCC X98673 42410
AtZAT12-R  |[GTCCACCATCCCTAGACTCAG

2.3. IlosyyeHue ¥ KyJIbTUBUPOBAHUE KJIETOYHBIX JIUHUM
2.3.1. IlosryyeHne TPAHCTEHHOM KJIETOYHOM KYJIbTYPbI A. thaliana

KontponbHas, HeTpaHchoOpMUpOBaHHAS KaJTycHas KynbTypa A. thaliana Col-0,
obo3HaueHHas B mgaHHou pabore kak AtWT, Owpuia momydena panee (Bulgakov et al.,
2012). Kynsrypy AtWT TpanchopMupoBaiu ¢ HCIOIb30BAaHUEM IITAMMA A. fumefaciens
EHAI105, necymero Bektop pPZP ¢ reHernueckod KOHCTPYKIHUEH, COAEpikalIeH
nocienoBatenbHocTh UMUPHK, Hanenennoii Ha ren AtJAZ1, xak onucano (Bulgakov et
al.,2012). TpancreHHas KyibTypa, 0003HaU€HHAs Kak jazl, Obula MoJiydeHa Mocie Tpex
MecAI1IeB 0TOOpa Ha CEJEKTUBHOM cpejie ¢ 100aBjIeHneM KaHaMUIIMHA B KOHILIEHTpAllUU
50 mr/n. KamtycHble KylbTypbl KyJIbTHUBHPOBAIM B MPOOMpKax, coiepxamux 15 mu
TBepor cpeasl MS (Murashige and Skoog, 1962), ¢ nmoGaBnenwem 0,5 mr/m 6-
oensmiamuHonypusa u 0,5 mr/a 2,4-1uxnopPpeHOKCHYKCYCHOM KUCIOTHI (Tabnuua 3) B

TeMHoTe, 1ipu 24°C, ¢ 28-1HEBHBIMU UHTEpPBAJIaMU TIEPECEBA.
2.3.2. [losry4yeHue KJIETOYHBIX KYJAbTYP V. vinifera

Caxennpl V. vinifera (copt Kabepue-CoBUHBOH), TIOJyYCHHBIE B TMHTOMHHKE
®danaropus (https://www.en.fanagoria.ru/), mpopanuBajii ¥ BbIpAIIMBAIN B TEIUIUIIE.
Kontponbnas kynetypa VVWT Obla nmonmydeHsl U3 JMCThEB pacTeHUs. TpaHCreHHbIE
KynbTypbl VVEV (TpancdopmupoBanHas BektopoMm pPZP, copepxamuM TONBKO reH

nptll 1751 SKCIPECcCU B KIIETOUHOU KYJbType) U jaz9 (TpaHcPpopMUpPOBaHHAS BEKTOPOM
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pPZP, conepxanum kKoHCTpyKIMio ¢ UMUPHK) Obutn Tak ke moJiydeHbl U3 JIMCTHEB
METOJIOM arpo0akTepuatbHOU TpaHC(HOPMAITUH C IMOCIAEAYIONMEH CeEKIINEeH B TCUCHUE
TpPEX MECSIIEB Ha CEJICKTUBHON Cpefie ¢ T00aBIeHINEM KaHAMHUITMHA B KOHIIeHTparu 50
Mr/i1. KOHTpoJbHas U TPAaHCT€HHbBIE KJIETOYHBIE IUHUU KYJIbTUBUPOBAIUCH B MPOOUPKAX,
comepxammx 15 mu TBepaou cpenst MS (Murashige and Skoog, 1962) ¢ no6aBnenuem
0,5 mr/n 6-6en3unamuHonypuHa u 2 Mr/i 1-HadTUITYKCYCHOM KHUCIIOThI, B TEMHOTE, IIPU

24°C, ¢ 28-aHeBHBIMU UHTEpPBAJIAMHU MEXIY CyOKyIbTypamu (Tabnuna 3).

Ta6muua 3. CocraB cpen Ui KyJbTHUBUPOBAHMS KJIETOYHBIX KYJBTYD

apaluorcuca ¥ BUHOTPaIa

BemectBo Copeprxanue s Copeprxanue s
KYJIBTYD KyJIBTYp BHHOTpaja

apabugorncuca

NH4NO;3 1,65 r/n 1,65 r/n

KNO; 1,9 r/n 1.9 r/n

CaCl, 0,44 r/n 0,44 r/n

MgSO4 0,37 r/n 0,37 r/n

KH,PO,4 0,367 r/n 0,367 r/n

Mukpocosii B COOTBETCTBUU CO CTaHIapTHOM cpenoirt MS (Murashige and
Skoog, 1962)

Me30nHO3HH 100 mr/n 100 mr/n
[lenrron 100 mr/n 100 mr/n
Caxapo3a 30 r/n 30 r/n
6-0C€H3UJIaMUHOITYPHH 0,5 mr/n 0,5 mr/n
2,4-nuxnopdenokcuykcycuast | 0,5 mr/xa -
KHCIIOTa

1-HaTHUTYKCYCHASI KHCJIOTA - 2 mr/n
Arap 5,51/n 5,51t/n

2.3.3. [TocTaHOBKA CTPECCOBBIX IKCIMIEPUMEHTOB

Jns uccnenoBanus aeiicteus meTwnkacmMoHata (MeXXK) Ha poct u OnocunTes
BTOPUYHBIX META0OJIMTOB B KyJNbTypalibHYIO cpeny aobammsm 5 u 50 MM MeXK
(Sigma, CIIIA). B KOHTPOJIbHBIX YCIIOBUAX, OBUT MOOABICH AUMETHIICYIb(POKCH, KaK
pacTBOpUTENb METWDKACMOHAaTa, B SKBHUBAJICHTHOM KOHUEHTpauuu. KynbTypbl

BbIpalliMBaJIM B CTAHAAPTHBIX YCIOBUAX B TCUCHHUEC OJHOIO MECila.
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Bnusinre X0J0/10BOTO cTpecca Ha pOCT KaJUTyCOB MCCIIECIOBAIM B CIEAYIOIIMX
ycioBusx: 24°C B TeueHue OIHOM Hexaenu, 3areM 16°C B TeueHue Tpex HEAENb B
kiumatudyeckor kamepe (Cmomnenck, CKTh HTLI, Poccus). YcnoBus coneBoro crpecca
co3laBanM Jo0aBieHHeM K KyinbTypalbHoM cpene NaCl (Panreac, CIIIA) B
KoHUeHTpauuu 60 MM. buomacca HHOKynsiTa IS CTPECCOBBIX AKCIIEPUMEHTOB
coctanisia 200 mr (20 1/i1) (Kakaplii HMHOKYJIAT B3BEIIUBAIIUA C TTOMOIIBIO AJIEKTPOHHBIX
BecoB). Jlis aHanmM3a pocra KyJbTyp B KOHTPOJIBHBIX M CTPECCOBBIX YCIIOBHSX

ucnosb3oBaics uaaekc pocra (GI), paccaurannpiii o Gpopmyiie:
GI = (Wb - Wa)/Wa,

rae GI — unnekc pocra; Wb — Bec (/1) cBexeld 6noMacchl B KOHEUHOM TOUYKe Ha 1

auTp cpenbl; Wa — macca cBexxelt Omomacchl moceBHoro matepuania (20 r/i).
Jlist aHanM3a NpoAYKTUBHOCTH KYJIBTYpP MCIOJIb30BalIach (hopmyia:
[TpoayktuBHOCTE=C*W

rae C — conepxkanue (Mr/r CB) metabonuTa Ha rpamMM cyxoro Beca; W — cyxou

Bec (r CB/m) 6buomaccel B KOHEUHOM TOUKe AJisi 1 TuTpa cpessl.
2.4. MoJieKyIIpHO-TeHEeTHYEeCKHE AaHAJTHU3bI
2.4.1. OnpenesieHre TPAHCTEHHOCTH MOJTYYE€HHBIX KJIECTOYHBIX KYJIbTYP

UtoObl n10Ka3aTh ycmemHocTh TpaHchopmaruu, JHK kineTodHoi KyiabTypbl
AKCTparupoBaiiv, kak onucano panee (Veremeichik et al., 2019); naymmuue T-IHK 65110
npoBepeHo ¢ nomompto NP ¢ mapamu mpaiimepos, crienuuyHbIMU A1 TeHa nptl]
(nptD/nptR) u kaccersl skcnpeccun uMuPHK (35S PROM/35S TERM), npaitmepsi
npuBeAeHsl B Tabmmie 2. s mposenenust TP wcmons3oBamu HaGop ScreenMix
(EBporen, Poccus) cornmacHO MHCTPYKIMH Tpou3BoautTend. JJisi KaXaol peakiuu Mbl
yCTaHaBJIMBAJIU oOpasel] OTpHullaTesibHOro koHTpoJis (6e3 obpasma JIHK) u obpaszerr
MOJIOKHUTEIIBHOTO KOHTpOJia (C  J00aBiIeHHWEM TUIa3MU[bI, HWCIOIB3YEeMOUW ISt

TpaHc(opMaIu pacTUTENbHBIX KJIeTOK). Y cnoBus peakuuit [TIIP nis 30 uukiaoB Obuin
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caenyrommumu: aeHarypauus, 96°C, 30c, orxur, 55°C, 30 ¢, anonrauus, 72°C, 60 c. Bece
npoaykTel [1I[P anamm3upoBanu rems-anekTpodope3om B 1% arapose ¢ goOaBieHuEM

OpOMUCTOTO ATHIHSL.
2.4.2. Ikcrpakuus PHK u cunre3 k/IHK

Brinenenune toransHo PHK W3 TkaHu KamurycoB OBLIO BBITOJHEHO METOJOM
npenunuranuu  LiCl, kak mnokazano panee (Shkryl et al., 2016). IlomyueHHyro
cymmapuyo PHK unkxyOupoBamu ¢ 1 en. IHKasmr I, ne comepxameiti PHKa3 (Jena
Bioscience, ['epmanus), B COOTBETCTBHM C PYKOBOACTBOM IPOU3BOAMTEINSA. 3aTEM
dbepment JIHKa3zy ynansnu ¢ momombio BlueSorb (Cunexe M, Poccust) u ocaxaanu PHK
96% sranonoM. Ocagok ounany xooaHbsIM 70% 3TaHOJIOM U pecycneHaupoBaiu B 30
MKJI Bojbl, cBoOoaHOM oT PHKa3wl. Ilpoepky nenocrnoctu PHK mpoBogunu remb-
anekTpodopezoMm B 1% arapose. [IpoBepku 4UCTOTHI U KOHLIEHTPALIMU MPOBOJIUIUCH C
nomouibto crekrpodoromerpa BioSpec Nano (Iumanzy, SAnonus). OOpasisl c
cootHomenueM 260/280 6onee 1,8 u coorHomenueM 260/280 Ooiee 1,5 ucnonp3oBain

s nocienyronero cuaresa k/IHK n konnuecrsennoit [1L[P.

Hna nonyuenns kJHK u3 o6pasnoB PHK ucnonszoBamu nabop MMLV RT
(«EBporen», Poccust) cormacHo mpoTokoity mpousBoautenss. Cmeck 2,5 MKr oOpasna
obmeit PHK, pactBopeHHOM B 5 MKJI BOJIbI, CBOOOAHOM OT HyKJea3, u 0,5 HT npaiiMepa
oligo-dT narpeBanu no 72°C B TeueHHe 5 MUHYT, 3aTEM OXJIXJAJIU HA JbAY. 3aTEM K
obpasity aobapmisin pactBop 5x Oydbepa MMLV, DTT, dNTP u 100 ex. obpatHoii
tpanckpunrtassl MMLV. Peaknuro mposoamm B Tepmonmkiepe C1000 (BioRad, CIIIA)
B TeueHue 1 4 npu 36°C, 3areM ocTaHaBIUBaIX peakuuto B Tedyenue 10 mun npu 72°C.
[Tonyuennyrw k/IHK paszpomunu B msath pa3. OrcyrctBue npumecu JIHK B obOpasmax
apabumorncuca nposepsiiu ¢ momomisto 1P ¢ mapoii nmpaiimepoB (AtActF u AtActR),
KOTOpasi OXBaThIBa€T MHTPOH (443 1.H.) reHa akTHHa, B oOpa3llax BHHOIpaja Mapou
(VVActF u VvActR), kotopas oxBatbiBaeT MHTpOH (90 H.1m.). YcinoBus IILP Obumn
TaKUMH, KaK HamucaHo Bbime. [lapel mpaiiMepoB K TeHy akTHHa apabujorncuca u

BUHOTPAJa, a TAakKKe UJICHTU(HUKATOPHI TEHOB MIPUBEICHBI B TAOIUIIEC 2.
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2.4.3. KoninuyecTBeHHbII aHaJIu3 3kcnpeccun renoB meroaom I P-PB

Jns nposenenus konnuectBeHHou TP ¢ nerexuueit B peansHom Bpemenu (I1LP-
PB) ucnonp3oBamu CFX96 (BioRad, CIIIA) u 2,5x SYBR Green PCR Master Mix
(EBporen, Poccus) B COOTBETCTBUU C MPOTOKOJIOM IPOU3BOJUTENSA, oOmuid o0bem 10
MKJI, comepxkamuii 250 HM kaxmoro mpadiMmepa, | MK HSTHKPAaTHO pa30aBIEHHOTO
oopasna kJIHK u 2 MM MgCI2. JIs kax10ro aHaau3a 3KCIPECCUM TeHa UCIIO0Ib30BaIH
Tpu OWOJOTHYECKUX TIOBTOpAa B TpeX TEXHUYECKUX TMOBTOpax. Bce mpaiimepsl,
ucnosnb3yembie 17151 [IIIP-PB, 6b1mn pazpaboTtansl ¢ yuerom TemmepaTypsl oTxkura 60°C
u niepeuucieHsl B Tabnuie 2. Ycnopus [P Obuu cnenyromumu: nenarypaius 98°C Ha
30 ¢, omxur 60°C 30 ¢, cuntes 72°C na 30 c; 40 mukioB. [IporpamMmmuoe oOecrieueHne
BioRad CFX Manager (Bepcus 3.1; Bio-Rad Laboratories Inc., CIILIA) ucnons3oBaiiock
JUIs1 aHan3a TaHHbIX dkcnpeccun qPCR u 11 mpoBeieHnst anajin3a KpUBOU IUIABJICHHUS.
AHanu3 KpuBOW TIaBieHUsT W 3nekTpodope3 B 1% arapoze ¢ OpoMUIOM ITUIUS

IPOBOJUIIM, YTOOBI TAPAHTUPOBATh OTCYTCTBUE Hecnenuduueckux npoaykros [TIP.

UtoOBl onpenenuTh HanboJiee MOAXOISAIINE TeHbl «IOMAIIHETO XO3SICTBa» IJIs
[TLP-PB s nanHOM KyJIbTYpbl, Mbl pyKOBOJCTBOBAJIUCH TIOJIXOIOM, OTIMCAaHHBIM Xi€ ef
al. (2012), B KOTOPOM PEKOMEHJOBAaHHO OJHOBPEMEHHOE HCIIOJIh30BaHUE HECKOJIBKHUX
anroputMmoB, Takux kak geNorm, Normfinder, BestKeeper u cpaBHUTENbHBIA METOJ
Delta-Ct (https://www.heartcure.com.au/reffinder/). JIns mpoBepku MbI HCHOIB30BAIIN
paHee onucanHble pedepeHcHbie TeHbl apaduaoncuca s [IIP-PB (Czechowski et al.,
2005). CormacHo nHamuM pesyinbrataMm (PucyHok 7), yuuTbiBasg HamOojee HU3KUN
YCPEIHEHHBIN TOKa3aTellb CTAOUILHOCTH AKCIPECCHUU (T€OMETPUYECKOTO CPEIHETO),
BcectoponHuid peiTuHr RefFinder nmpeanonaraer ucnonb3oBaHue IBYX pedepeHCHBIX
reHoB — AtSAND (AT2G28390) u AtPP24A (AT1G13320) ans apabunonicuca. Takum
oOpa3zoM, o0a reHa ObUIM HMCHOJB30BAaHbI JIJIsi HOpManu3auuu pesyibraToB I[II[P-PB.
TennoBbie KapThl AKCIIPECCUr ObLITN CO3/aHbl C MOMOILBIO

http://www.heatmapper.ca/tools.
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Pucynok 7 — Pe3ynpTaT KOMIUIEKCHOTO Te€CTa Ha CTAaOMJIBHOCTH 3KCIPECCHUU
pedepercHbix reHoB; AtPP2A w AtSAND saBnsiwoTcs HamOoJsiee CTaOUJIBHBIMH Cpelv
uccienyeMbix pedepeHcHbix reHamoB (AtPP2A, AtSAND, AtTIP41, AtUBQ, AtAct,
AtEF] w AtGPDH, wnentudukatopsl npuBeneHbl B Tabmuue 2) sl KyJbTyp
apabunoncuca. BeprukaibHas ocb 0003HAa4aeT CpeAHEEe 3HAYEHHE CTAOMIIBHOCTH
OKCIIPECCUU pPacCUUTaHHOTO B TmporpammHOoM Komiuiekce RefFinder. Menpmmii
1oKa3aTenb 03HayaeT 0osee CTaOMIbHYIO SKCIIPECCHIO pe(epEeHCHOr0 reHa HE3aBUCUMO

OT OKPYKArOUIUX YCIOBUM.
2.5. XuMHYeCKHA AaHAJN3 BTOPUYHBIX MeTA00IUTOB KJIETOYHBIX KYJbTYP
2.5.1. PacTBopuTeJiN M pEaKTUBBI

Bce xumuueckme BemiecTBa, wucmnoiibdyemble s BDOXX anamms3oB, Obumn
AHATMTHYECKOM YUCTOTHI. B paboTe OBLIM HMCIOIB30BaHBI CIEIYIONIUE OPTaHUYECKUE
pactBoputenu u peaktuBbl: anetoHuTpus (J.T.Baker, CIIIA), meTunoBeIii crnupT
(PanReac, CIIIA), mypaBsuHas kuciorta (Sigma-Aldrich, CIIIA). beutn mproOpeTeHb
CTaHJapTHhIE 00pa3inpl kamaiekcuHa (Sigma-Aldrich, CIIA), rmrokoOGpaccuiina
(PhytoLab GmbH & Co.KG, I'epmanus), mpanc-pe3Bepatpona (Sigma-Aldrich, CIIIA).
Ceepxunctyto Boay (18,2 Mom/cMm) mosrydanyd Tpu MOMOIINA CUCTEMBI OYHCTKH BOJIBI

ctangapta Milli-Q.



73

2.5.2. lloaroroBka 00pa3uoB AJis1 AHAJIM3A

OOpa3ibl KAJLTyCHOM TKaHM CYIIWIM J0 MOCTOSTHHOIO Beca B YCJIOBUAX BaKyyMma
(Concentrator plus, Eppendorf, ['epmanusi) npu KOMHaTHOM TeMiieparype 0e3 JocTyna
cBera. M3MenbueHHbIN MaTepuan ABYKpaTHO 3kcTparupoBainu B 70% (v/v) METHIIOBOM
cnupre u3 pacuera 2 mu Ha 100 mMr cyxoir maccel. CMech TOMOT€HH3UPOBAIIH,
oOpabateiBanu yiabTpa3BykoM (Elma, ['epmanus) B Teuenne 20 MUHYT U HHKYOUPOBAIH
B TEUYCHHE HOYM NpU KOMHATHOW Temmeparype Oe3 poctyma cBera. [lomydeHHble
skcTpakThl eHTpudyrupoBanmu (Eppendorf, I'epmanus) B Teuenne 10 munyt npu 15000
00/muH. CynepHaTaHT OTIEJSIIN, OYHUIIAIN ¢ TTOMOIIbI0 HeioHoBoM MeMmOpanbl 0,45

MkMm (Millipore, CIIIA) u ncrionp30Bamu Ajs aHATN3A.
2.5.3. AHaJIU3 IKCTPAKTA KJIETOYHOI KYJIbTYPbI apaduaoncuca

BricokoaddhekTuBHY10 KUJKOCTHYIO xpomarorpaduto c Mmacc-
cekTpoMeTpudeckuM u Y D-meTekTupoBaHUEM TPOBOAUIU C  HMCIOJb30BaHUEM
anamutuyeckout cuctemsl 1260 Infinity (Agilent Technologies, CIIIA) ¢ Y® nerexkTopom
Ha MoIHOM MaTpuie 1 Macc-ciektpoMeTpoM Bruker HCT ultra PTM Discovery System
(Bruker Daltonik GmbH, T'epmanust). [[ns pasneneHuss KOMIIOHEHTOB JKCTPAKTOB
MCIIOJIB30BaIM 00palieHo-(pa3oByto xpomaTorpaduto Ha koionke Zorbax C18 (150 x 2,1
MM, 3.5 mxMm, Agilent, CIIIA) mpu Ttemmnepatype 40°C. TlogsmwkHas ¢aza cocrosiia u3
BojiHOTO 0,1% pacTBOpa MypaBbUHOU KUCTOTHI, (A) 1 anletonutpuia, (b). ['panuenTtHoe
DIIIOUPOBAHKUE TPOBOJUIN CO CKOPOCTBIO TIOTOKAa pacTtBoputeneit 0,2 MJI/MUH 1O
cnenyromieit cxeme: 0% b ot 0 no 5 muH, (0% b — 40% b) no 35 mun, (40% b — 50%
b) no 40 muH, (5% b — 100% b) ot 40 no 50 mun, 3atem 100% b g0 60 mun. YO-
CHEKTPHI 3anmuchiBai B auama3zoHe A oT 200 am mo 400 uMm. 111 KOJWYECTBEHHOTO
ompeNeNieHUs] KaMaJlieKCMHAa CUTHal JeTeKkTopa 3amuchiBaau npu A 320 HM. Macc-
CIICKTPOMETPUYECKHNE JIaHHBIE HWCIOJB30BAaIM ISl  ONPEICICHUS  WHAOIBHBIX
TJIFOKO3WHOJIATOB B Xpomartorpadupyemoii cmecu. CUTHaAJI JETEKTOpa 3alvChIBaId B

PCKUME HOHHU3AIWH OJICKTPOPACIHBUICHUEM MW PErucTpanvi OTpULIATCIbHBIX HOHOB.
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Juara3on peructpupyembix 3HaueHnit m/z coctaBuii 100 — 1000, moTok raza ocymuTens
(N?) — 8 n/mun, nasnenue rasa pacmeuntens (N?) — 25 psi, HOTEHIMAl HOHHOTO
ucrtounuka Obu1 4,0 kB, Temneparypa raza ocymmutens — 320°C. Ilpu HeobxoaumocTu,
TaHJEMHYI0 MAacCC-CIIEKTPOMETPUIO TPOBOAMIM B aBTOMATUYECKOM pEXKUME MpHU
HarnpspkeHnn (pparmentaruu 1 B. Onpenenenue comepikaHusi HCKOMBIX KOMITOHEHTOB
MPOBOJUIM METOAOM a0CONIOTHOM TPagyMpPOBKH C HCIOJb30BAHUEM CTAHAAPTHBIX
o0pa3IoB KaMmalleKCMHAa M TJIOKOOpacCHlMHA [JIsl TOCTPOCHUS KaJHMOpPOBOYHBIX

rpadukos.
2.5.4. AHaJIU3 IKCTPAKTA KJIETOYHOM KYJbTYPbl BHUHOIPAaJA

BricokoapdexTuBHyto KUIKOCTHYIO XxpomaTtorpaduro C Macc-
CreKTpoMeTpruueckuM ©u Y D-AeTeKTUPOBAaHUEM OCYUIECTBISUIM C HUCIOJIb30BAHUEM
ananutuyeckout cuctemsl 1260 Infinity (Agilent Technologies, CILIA) ¢ Y® nerexkTopom
Ha IuoIHOM MaTpuie 1 Macc-ciektpomeTpoM Bruker HCT ultra PTM Discovery System
(Bruker Daltonik GmbH, I'epmanusi). Pa3znenenue npoBoawiu Ha KojgoHke Zorbax C18
(150 x 2,1 mm, 3,5 mxm, Agilent, CIIIA) npu Temneparype 40°C. IlonBmwxknas dasza
cocTosuta u3 BogHoro pactsopa 0,1% MypaBbuHOU KucioThl, (A) 1 aueronutpuna, (b).
['pagrieHTHOE AIIIOMpPOBAHUE TPOBOJMUIN CO CKOPOCTBHIO TMOTOKa pactBopureneit 0,2
MJi1/MuH 10 crenyrornieit cxeme: 0% b ot 0 1o 5 mun, (0% b — 50% b) no 40 mun, (50%
b — 100% Bb) ot 40 no 50 mun, 3arem 100% b 1o 60 Mun. Y ®-cieKTphl 3aNUCHIBATIN B
muana3zone A ot 200 M g0 400 HM. /{1 KOJMYECTBEHHOTO ONPEACNICHUS CUTHAI
neTekTopa 3amuchiBaid mpu A 320 HM. Macc-CneKTpOMETPUUECKH  CUTHAI
PETUCTPUPOBAIA B PEXUME HWOHHM3AIMEH JICKTPOPACIBUICHUEM W PETUCTpPAIlUU
OTpHUIIATEIBHBIX HOHOB. [[namna3on peructpupyemsix 3HadeHuit m/z coctasui 100-1000.
TanmeMHyr0 Macc-CIIEKTPOMETPHUIO TPOBOJAMIN B aBTOMATHYECKOM PEXHUME IMPH
HanpsokeHuu (parmentanuu 1 B. Onpenenenue conepikaHus UCKOMBIX KOMIIOHEHTOB
MPOBOJUIN METOJOM a0CONIOTHOW TPAIyHMpPOBKH C HCIIOJIH30BAHUEM CTAaHIAPTHBIX

00pasIoB mpaHc-pe3BepaTpoia Jjisl TOCTPOCHUS KATMOPOBOYHBIX IPaHUKOB.
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2.6. CtaTucTuKa

Bce 3HaueHus BhIpakeHBI KaK CpellHEE 3HAUEHUE =+ CTaHJapTHas OIIMOKa ¢
ucnoip3oBanueM nporpammel Statistica 10.0 (StatSoft Inc., CIIA). Paznuuue P <0,05
CUMTAJIOCH 3HAYMMBIM. /[B€ HE3aBHCUMBIE KaTErOPUU CPABHUBAINCH C UCIIOJIb30BAHUEM
t-xputepust CThIOJIEHTa, B TO BPEMSI KaK CPABHEHHUS MEXAY HECKOJbKHUMH Tpynramu
MpoBOIWINCH ¢ nomoinbio ANOVA ¢ mocineayomuM MpoTOKOJIOM MHOKECTBEHHOTO
CcpaBHEHMA. {11 MEXIPYIIIIOBOIO CPAaBHEHUS UCIIOIb30BAJIM AlIOCTEPUOPHBIN KPUTEPUI

3alIUIIEHHOTO HauMeHee 3Haunumoro paznuuus (PLSD) @umepa.
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I')TABA 3. PE3YJIBTATHBI 1 OBCYKJIEHUE

3.1. buonndopmaruuecknii anaau3 rena AtJAZI1 apadbuaoncuca v reHa

WwJAZ9 Bunorpana

3.1.1. ®uoreHeTHYECKNA AaHAJIN3 AMUHOKHCJIOTHBIX NMOCJIEI0BATEILHOCTEH

JAZ apaGunoncuca u BHHOrpaja.

bbb npoBeneH (puaoreHeTHYecKuii aHanu3 reHoB Tpynnbl JAZ B IByX pacTeHUSIX,
KOTOpBIE WCCICIYIOTCS B TPEACTABICHHOW paboTe: BUHOTpan W apadbuporicuc. Ha
pucynke 8 mokaszaHo (uioreHeTHdeckoe aepeBo. JlaHHBIA aHAIM3 HEOOXOMUM IS
MOMCKa Cpeu U3BECTHBIX IN'eHOB JAZ BUHOIpajaa Oikaiiiiero romosiora reHa JAZI
apabujorncuca. s aHanu3a  ObuH WCITOJIb30BAHBI AMUHOKHUCJIOTHBIE
MOCJIe0BaTeILHOCTH, MoyueHHble ¢ caiitoB NCBI (https://www.ncbi.nlm.nih.gov/) u
TAIR (https://www.arabidopsis.org/). Criucok Bcex HOMEPOB JaH B TaOnuie 1 B riaBe

MaTcpuajibl U MECTOIBI.

DuIoreHeTUYESCKUM aHaJIn3 aMUHOKHUCIIOTHBIX MOCIEI0BATEIbHOCTEH TT0Ka3all, 4YTo
ommkaiimmm romosioroMm AtJAZ1 senstotcs uzodopmel VVIAZ4 u VVvIAZ9 BuHorpana.
OyHKIUU IBEHAIAaTH TeHOB AtJAZ apabumonicuca HanboJiee UCCIIeIOBAHbI, CPEIN HUX
AtJAZI sBasercs HamOoJiee U3YYEHHBIM C TOYKM 3pEHUS  PEryJupOoBaHUs
CHEIUATU3UPOBAHHOTO MeTa0oIM3Ma pacTeHUi. bplIo moKa3aHo, YTO OJIHOBPEMEHHAs
WHAKTHBAIUS JCCITH TeHOB JAZ y apabunornicuca (B ToMm uucie AtJAZ1) npuBoauau K
YBEIMYEHHUIO COJNEPKAHWS  MHIOJIBHBIX  TIJIFOKO3MHOJIATOB,  COINPOBOXKIAOIIEECS
nonasineHuem pocra (Guo et al., 2018), nmpu 3ToM MHAUBUAYATbHOE MHTHOUpPOBAHUE
sKcrpeccun reHa AtJAZI mpuBeno K yBEIMYEHUIO OMOCHHTE3a aHTOLIMAHOB 4Yepes
B3aumojericteuss bHLH — MYB mexny PAP1-TT8 u GL1-GL3 (Song ef al., 2011).
Takum o0pazom, omgHOW W3 meneld JAZ-3aBUCHMON pPENpeccuu SBISETCS OWOCUHTE3
dburoanekcunoB. Cpenu 11 renoB JAZ Bunorpana, VvJAZ9 v VvJAZ4 — Onwxaiiiume
romoJioru AtJAZ1 (PucyHok 8) ¢ TOMOJIOTHEH aMUHOKHCIOTHBIX MOCIIEI0BATEIbHOCTEH

47% wn 43%, cooTBeTCTBEHHO. VVJAZ4 Gonee u3ydeH, ueM VvJAZY; 6bU10 TOKA3aHO YTO
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cBepxakcmpeccust VqJAZ4 noBnusiia Ha MaToreH-uHAYIupoBaHHyo JXK-CUrHAIBHYIO
cucteMy (Zhang et al., 2019). Onrako Ha JaHHBI MOMEHT JaHHBIX O POJIK T€HOB JAZ
BUHOTPaJa B PEryJsIUN BTOPUYHOTO MeTabonu3ma oTcyTcTBYIOT. [lockonbky, VvJAZ9
sBisieTcs 0osiee 0IM3KuM romMosioroM AtJAZ 1, naHHbIN TeH ObLT BRIOpaH 1J1s TaJIbHEe I

pabotsl (Zhang et al., 2012).

97 — VvJAZS
VvJAZ6
VvJAZ3

== VVIAZS

e L VvJAZ7

—————— AtJAZ8
60 wol——  AtJAZT
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' VVIAZ2
100 | AtJAZ11
' AtJAZ12

100 | AtJAZS
AtJAZ6

= VVIAZ4
— VVIAZO

L
100 AtJAZ2

0.20

Pucynok 8 — ®wioreHeTuyeckoe JepeBO, OCHOBAHHOE Ha CpaBHEHUU 23
AMHHOKHCJIOTHBIX TOCJIEA0BATENbHOCTEN Tpynnbl JAZ ABYX pa3Iu4HBIX PaCTCHUU
(BUHOTpajJ M apabUI0TICHUC) METOIOM IPUCOEAMHEHHUS COCEIeH C OyTCTpemn-NOAePKKOM,

konmuectBo peruk 1000. IToctpoenue BeimosiHeHo B mporpamme MEGA (Bepcust 10.0)

3.1.2. AHaJu3 0eJ10K-0eJIKOBBIX B3auMoaencTeuii AtJAZ1

AHanu3 BeINoJHEH B nporpaMmmMHoM Komiuiekce BioGRID (Oughtred ef al., 2021,

https://thebiogrid.org/, v4.4). TlpoBemeH MOWCK B3aWMMOJEHCTBUN TEPBOTO TOPSIKA

U3BeCTHBIX OenkoB ¢ Oenkom AtJAZ1 (Pucynok 9). bwsuio BbIsiBIeHO 48 Oe€nKoB,


https://thebiogrid.org/
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B3aMMOJICUCTBYIOIINX B paMKax MepBoro nopsaka ¢ 6enkom AtJAZ1, BHyTpu cetu ObU1o
Haiineno 119 B3aumopeiictBuil. Takoe O0NbIIOE KOJIWYECTBO B3aUMOACUCTBUN TOBOPUT
0 BaxkHOU ponn AtJAZ1 B cucteme peryyisiliii rOpMOHAJIBHOTO CUTrHaNIMHra. OJHO U3
CaMbIX UHTEPECHBIX B3auMoaeicTBuil — ¢ 6enkom ICE1, KOTOpBIi SBISIETCS KIOUEBBIM
npu xonogoBoM ctpecce (Chinnusamy, 2003). Panee ObuUIO JTOCTOBEPHO TOKA3aHO
Hamuuue ¢usnueckoro B3aumozeincTBus mexnay AtJAZ1 u ICEl, Takxe ObLIO
noaTBepkaeHo AtJAZ 1-ommocpe10BaHHOE CHUKEHUE SKCITPECCUH I'€HOB, PETYJINPYEMBIX
ICE1 u yuactBytoumx B xononoBoi akknumaruu (Hu ef al., 2013). Vcxons U3 1aHHOTO
B3aMMOJICUCTBUS MOXKHO MPEANOIOKUTD, YTO MHTUOUPOBAaHKE dKCIIpeccuu rena AtJAZ1
MOXXET MOBJIHIATH HAa YCTOMYMBOCTH K XOJIOAY. Takke MOYKHO OTMETUTh U JIpyrue
npuMeuartenbablie B3aumozeicTus: EIN3, CO, NINJA, GAI, GL3, dakTopbl rpynisl
MYB. OT1u ¢gaktopsl CBA3bIBAIOT )KACMOHOBBIN CUTHAJIMHT C JPYTUMH TOPMOHAJIbHBIMU
NyTAMU, TAKUMH KaK CUTHAJIbHBIE TyTH a0CIIM30BOM KUCIOTHI, THOOEpeuInHa, STHIICHA.
Heo0xoaumMo yuduThIBaTh, YTO JAHHBIE B3aMMOJICUCTBUSI MPOUCXOASAT HAMPAMYIO, HE
KOCBEHHO, 3TO TOBOPUT O TOM, UTO AtJAZI n npyrue JAZ reHsl UTparoT BaXXHYIO POJIb BO
MHO>KECTBE KJIETOUYHBIX MPOLIECCOB, PETYIUPYS B3aUMOJICHCTBUE CUTHAJIBHON CHCTEMBI

KK ¢ npyrumMu ropmMOHaIbHBIMU CUTHAJIBHBIMU CHCTEMAaMU.
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Pucynok 9 — Ananu3 B3aumojeicTBuii Oenka AtJAZ1 ¢ apyrumu Oenkamu,
BhITOJIHEHHBIN Ha 0a3ze BioGRID v4.4. Cunum BelaeneHBI OENKH, )KEATHIMU TUHUSIMH U
3€JIEHOH JIMHUEN OTMEUYEHbI B3auMoAeicTBusA, AtJAZ1 BbIiesIeH KOPUYHEBBIM U MIOKa3aH
B lLeHTpe. Mnentudukaropsl, Ha3BaHUs U (YHKIHUOHAIbHBIE OMUCAHUSA YYACTHUKOB
B3aUMJICHCTBUS  TPEACTABICHBI B  TaOMWIlE  JOCTYMHOW  TO  CCBUIKE  —

https://thebiogrid.org/23740/summary/arabidopsis-thaliana/jaz1.html.

3.2. [losryyeHne reHeTHYECKUX KOHCTPYKIMIA M TPAHCT€HHBIX KJIETOYHbBIX

KYJbTYP apaduaoncuca U BHHOTpajaa.

[lomyyeHue TpaHCTEHHBIX pacTeHUH, B KOTOPbIX ObUI  HMHTUOMPOBAH
OTIpEeACNEHHBIA TeH A M3yueHuss (PYHKUMHA NaHHOTO TeHa — MpaKTUYecKas 3ajaaya,
KOTOPYIO MOKHO BBIIMOJHUTH Pa3IMYHBIMH crioco0aMu. TakuMu Kak WHCEPIMOHHbIE

MYTaHTbl, UICKYCCTBEHHBI MyTareHe3 Ipu JCUCTBUM XUMHUUYeckoro myrtareHa, PHK-
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untepdepennusi, CRISPR-CAS9. B mnpencraBienHoit paboTe Obu1 BBIOpaH CIIOCO0
UHTHUOMPOBAaHNE SKCIPECCUU T'e€HAa MPU MOMOIIHM METOa, OCHOBAHHOTO Ha MEXaHHU3ME
PHK-unrtepdepenuun. /lanupiii METOA pacpocTpaHeH U aJanTHPOBAH MO Pa3IUnYHbIC
BU/JIbI paCTeHUH. Y CIOBHO MOXKHO pa3OUTh MPOLIECC MOMYyUYEHUs KyIbTYp Ha HECKOJIbKO
craamii: cosnanue in silico uckycctBeHHoit MukpoPHK (mmuPHK) mpu momoru
IPOrpaMMHOr0 KOMILIEKCA; KJIOHUpOBaHuUE in vitro 3agaHHoro ¢parmenta JHK u
NepeHoc (parMeHTa B OMHApPHBIM BEKTOP; TpaHChOpMalusi M CENEKUHUs KICTOYHBIX
KynbTyp. g coszmanust in silico Obl BbIOpaH mHporpaMMmHblid kKomiuiekc P-SAM
(Fahlgren et al., 2015), Tak kKaKk UMEHHO B JJaHHOM KOMIUIEKCE Obljla BO3MO>KHOCTH
npoBepku Ha crienupuyHocts UMUPHK He Tonbko A KynbTypbl apabuaoncuca, HO U
st BuHorpaza.  KioHupoBanue — BbIOpaHHOM — mporpamMMoll  HYKIJICOTHAHOU
MOCJIEA0BATEILHOCTH ObLIO OCYIIECTBICHO O TPOTOK0Iy Schwab et al., 2006, Hanbonee
yIOOHOMY, BBICOKOCHECIIM(PUYHOMY M C MPUMEHEHHEM pPaCHpPOCTPAHEHHBIX METO/IOB
MOJIEKYJIApHON ~ Ouonoruu. Jlnsg Tpancpopmanuu pacTeHud ObUT  KCMOIB30BaH
CTaHJIAPTHBIN METOJ — arpoOakTepuaIbHas TpaHchopMalus, IpU MOMOIIYM OMHAPHOTO
BekTopa pPZP-RCS2 (Hajdukiewicz et al., 1994) u mramma arpobakrepuii EHA105
(Hood et al., 1993), mpoMekyTOUHBIM BEKTOPOM JIJIsl CO3[aHUs SKCIPECCUOHHOM KacCeThl

obu1 pSATG6 (Tzfira et al., 2005).

3.2.1. lTony4yeHne reHeTHYECKNUX KOHCTPYKIMH M TPAHCTEHHBIX KYJIbTYP

KJIETOK apaduaoncuca

Kaccernsiii Bektop, cogepxammii uMuPHK rena AtJAZ1, Ovin co3nan in silico B
nporpamme P-SAM, B pesynbpraTe 4ero Oblia IOJIyd€HA MOCIEI0BATENILHOCT 3pPEJION
PHK (5’-UCGGCUGACGUGAGUUGCCUU-3"); 3aTeM 3Ta NOCAEA0BATEIbHOCTD ObLIa
NOJTy4Y€Ha in Vitro B COOTBETCTBUU C T1aBoil 2.2.1 maTtepuanos u meto0B. Heobxonumo
YTOYHUTb, YTO JIaHHAs MOCIIEI0BATENBHOCTD ClIEHU()UYHA TOJIBKO K BBIOpAaHHOMY I'e€HY U
IpoIlia MPOBEPKY Ha crenu@uuHocTh. ['eHeTnueckyo KoHCTpyKuuio 35S-TIpomorop-

uMuPHKALJAZ1-35S-Tepmunarop (Pucynok 10) mepeHocwian B OWHApPHBIA BEKTOP
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pPZP-RCS2. 3aTteM OuHapHBIN BEKTOp mepeHOCHIN B mtaMMm A. tumefaciens EHA105

METO/I0M 3JIEKTPOIIOPALUH.

RB 35S Prom amiRNA 35S Term Ocs Prom nptll Ocs Term LB

Exon 2 TIFY Bxons  CCT 2| | NM_001332386.1
[ Exon 1 H__TIFY exon2 | CCT_2 | NM_101776.3
[ Exon 1 _—TIFY CCT 2 1] NM_ 202133.1

TapreTHaﬂ noCJaea0BaTeJIbHOCTh
UAGGCAACUCACGUCAGCCGA

UUCCGUUGAGUGCAGUCGGCU
IocnenoBareabHocTh 3pesoii uMuPHK

Pucynok 10 — Onucanue nosny4eHHON TeHETUYECKONM KOHCTPYKIIMU U €€ MULLIEHU.
T-IHK uacte Bektopa pPZP: RB, LB — npaBas u neBas rpanutisl; 35S Prom/Term —
IPOMOTOP/TEPMUHATOP BHUpPYyCa MO3auWKH IBeTHOHM KamycThl 35S; Ocs Prom/Term —
POMOTOP/TEPMUHATOP  OKTOomMHCHHTa3bl; WMUPHK  —  mocinepoBaTtenbHOCTH
uckycctBeHHor MUKpoPHK; nptll — neomuriun pocdotpancdepasa II; amiRNA — ren
uckycrBeHHod MUPHK (umMuPHK); ctpenka ot mMuPHK k skx30Ham ykas3biBaeT calT
MHTUOMPOBaHUs U BhIpaBHUBaHKE nocaeaoBatenbHocTeil 3penoi uMuPHK u MPHK rena
AtJAZ1  (upentudukaTopbl  nocienoBatenpbHocTeid  GenBank:  NM 101776.3,
NM 001332386.1, NM 202133.1). umuPHK nHanenena Ha Bce Tpu cruiaiic-BapuaHTa

MPHK rena AtJAZI B KOHCEHCYCHOM caiiTe.

KonTponbHas kineToyHas KynbTypa apabuaoncuca, ooo3nauenHas kak AtWT (ot
anrn. Wild Type, nukuii Tum), Obta mojyuyeHa paHee U3 JIMCTheB pacTeHus A. thaliana
Col-0 xonnekTuBOM JabopaTopuu ononnxeHepun (Bulgakov ef al., 2012). B HacTosem

UCCJEeOBAaHUM  KJIeTouHylo JimHMio AtWT  TpancopMupoBanu NOCPEICTBOM
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arpo0akTepuanibHON TpaHc(OpMalMK, C HUCMOJIb30BaHUEM OWMHApPHOTO BekTopa pPZP,
coaepxkamum HaueneHHyro Ha red AtJAZI wmvmuPHK. Tlocne cenexunun Ha cpeae c
nobaBineHneM kaHamuuuHa (50 Mr/im) B TedeHHE TpeX MecsleB Obula TOJy4yeHa
CTaOUIBPHO pacTymias KJIETOYHAs JIMHUSA, YCTOWYWBAas K KaHAMHIIMHY, KOTOpas
obo3HaueHa kak jazl/. OO0e KyJabTypbl KIETOK HMEIW CXOJHYIO MOP(HOJIOTHIO C

YKEJITOBATHIM OTTEHKOM M PhIXJIoW KoHcucTeHuen (Pucynoxk 11).

Pucynok 11 — BHemHui BUJ1 KJIIETOUHBIX KYJIbTYP. A — HETPAHCT€HHAS KJIETOYHAS
kynpTypa (AtWT). B — Tpancrernas kymnbTypa (jazl), TpancpopMUpOBaHHAS

MOJyYEHHON KOHCTPYKITUEH.

JI71st moATBEp KACHHS YCIIEITHOTO MepeHoca reHa U dKCrpeccuu reHa nptll ouuin
nonyuyenbl oopasiel JJIHK u k/IHK u3 HopmansHO#M 1 TpaHCHOpMUPOBAHHON KIIETOYHBIX
auaui. J{ns nposepku Toro, uro k/{HK He coneprkana renomuoii JIHK, 6pia npoBenena
[P ¢ npaitmepamu k reny AtActin (Pucynox 12A). I'en-cnenuduyeckuii aHamus
obpasnoB J[HK ¢ wmcmonp3oBanmeM map TpaiiMepoB i SKCIPECCHOHHOW KacCEThI
noKasall, 4YTo nepeHoc rexa onu1 yenemnbM (Pucynok 12b6). g npoBepku skcnpeccuu

nptll 6vu1a nposenena 1P ¢ mapamu npaitmepoB k reny nptll (Pucynok 12B).

Mpe1 nokazanu, uro B npodax kJ[HK orcyrctByer renomuas JIHK. ITomyuenubrit
[IIIP curHan B peakuuu C OpaMMepaMH K JKCIIPECCUOHHOW KacceTe Ha MaTpuIe
renomMHoM JIHK yxa3piBaer Ha ycnemnsiid nepesoc T-JIHK B reHOM KJI€TOYHOH JIMHUU

apabuporicuca npu 3tom, orcyrcrBue [P mpoaykra Ha matpune kIHK yka3piBaeT Ha
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OTCYTCTBHME KOHTAaMUHAIIMM BEKTOPHOW IuIa3MHAOW OuoMarepuaia TpPaHCTCHHOU

KJIETOYHOM KYJIBTYPBI.

A JTHK kJIHK
M AtWT jazl AtWT jazl HK

500HI

JTHK KJIHK

M  AtWT jazl AtWT jazl TIK HK

500umn

B JHK kJIHK
M AtWT jazl AtWT jazl TIK HK

Pucynox 12 — DOnextpodoperndeckoe pazaeneHue mnpoaykroB I[P B 1%
arapo3HoM rene: AtWT — HeTpaHCreHHas, KOHTPOJIbHAs KyJIbTypa apadujoricuca, jazl —
TpaHCTEHHasl KyJbTypa KieTok apabumoncuca. A — IIIP-nmponykt rena AtActl,
oxBarbiBaromiero MHTpoH; b — I[ILP-npoaykr skcnpeccuonHon kaccersl; B — IILIP-
MPOAYKT reHa nptll; M — Mapkep MONEKyIsApHbIX BecOB, 11K - monoxurensHplii KOHTPOIIb
(mma3muga, Hecymas koHcTpykuuio uMuPHK), HK — orpunarensHblii KOHTpPOJb

(peakmonnas cmech 6e3 JTHK).

Jlanee ObLT MCClEIOBaH ypOBEHb WMHTMOMpOBaHUS reHa AtJAZI B TpaHCTeHHOU

KyJIbType MO CPaBHEHUIO C KOHTPOJIbHOW. AHanmu3 ObuT mpoBeaeH metogom III[P-PB;
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OBLI0 [TOKA3aHO, UTO dKcIpeccus reHa AtJAZ1 Huxe 0osee 4eM B IISTh pa3 B TPAHCT€HHOM
JUHUM TIO0 CPaBHEHHUIO C KOHTPOJbHOM KynbTypod (Pucynok 13), uto roBoput 00

YCIIELIHOM ITOJIYYE€HHMH KJIETOYHOU KYJIBTYPHI C 3aJaHHBIMA CBOMCTBAMM.

Okcnpeccusi rena AtJAZ1
7
= a
Z 6
& [
22 s [
=R} =
h = =
=2 Y4
o = 2
=z 2
=SB
w & K]
e o ¥
2 e A
EE7,
© z
=
g 1 c
=
0
AtWT Jazl

Pucynok 13 — PesynbraT aHanm3a skcnpeccuu rena AtJAZ1 merogom IT1[P-PB.
AtWT — xkoHTponpHasi KyjlbTypa apaOuporicuca, jaz! — TpaHCT€HHas KyJIbTypa
apabunoncuca. /JlaHHble npeAcTaBiIeHbl KaK cpeHee 3HaYeHUE + CTaHJapTHas OIIMOKa
cpeanero (SEM). Paznuunbie OyKBBI Haj IJIaHKAaMHU TOTPEUTHOCTEH YKa3bIBalOT Ha

CTATUCTUYECKHU 3HAUYMMBIE pa3nnuusd cpeaux 3Hauenuii (P <0,05, #-tecr).

3.2.2. lTonyyeHne reHeTHYEeCKUX KOHCTPYKIUH M TPAHCTEHHBIX KJIETOYHBIX

JIMHUM BUHOTpPaaa

UckycctBennass ~ mukpo-PHK  (5’-UGGGACUGGGGAGCUUCCCAA-3’),
HalleJIEHHAsl UCKIIIOUUTENIBHO Ha TeH VvJAZY9, Obna pa3paborana in silico B mporpamme
P-SAM B coOTBETCTBHM C PYKOBOACTBOM K Iporpamme. YkazanHas uMuPHK Taxxke
IpolUIa MPOBEPKY Ha CHEUU(PUUYHOCTh U CIOCOOHOCTh MHIMOMPOBATH TOJBKO TI'€H
VWJAZ9. JlaHHyX0 MNOCIEAOBATENBHOCTh KIOHUPOBAIM B KACCETHBIM BEKTOP B

COOTBETCTBUH C I1aBOM 2.2.2 MaTe€pHUaIoB U METO/IOB, B pe3yJIbTaTe 4ero ObuIa MojayyeHa
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cieayromas TeHeThudeckas KOHCTpykuus: mnpomotop 35S-umuPHKIVJAZ9-35S
TepMHHATOp. Bcsl reHeTHueckass KOHCTPYKIUS Oblila mepeHeceHa B OMHApHBIA BEKTOP
pPZP-RCS2. Tlonyuyennsiii Bektop (Pucynok 14) 61 nmepenecen B mrtamm EHA105
A. tumefaciens nJis nocneayooIIei reneTnueckoi Tpancpopmaruu. Taxxe Bektop pPZP-
RCS2 (conepsxaumii Tosbko reH nptll) 6bu1 ieperecen B otaenbubiil mramm EHA105
JUISL CO3aHUsl KYJNbTYPbl KIETOK BUHOIPA/IA IKCIPECCUPYIOIIMX TOJIBKO TeH nptll nns

cpaBHeHUs 3¢ dexTa TpaHcPopMaIK Ha KyJIbTYPY KIETOK.

Promoter ‘Terminator—  Promoter | Terminator

LB o8 — IamiRNA S 95— —pm Ocs :|'> RB | pPZP-RCS2

0 [ 233 CDS 1039 :|'> 1302 |  XM_002277121.3

729-748

TapreTHaﬂ noc.jaea0BaTeJIbHOCTb
AUGGGAAGCUCCCCAGUCCCA

AACCCUUCGAGGGGUCAGGGU
IlocaenoBarenbHoCTh 3pestoii uMuPHK

Pucynok 14 — Onncanue reHeTHYECKOM KOHCTpYKUUH, coaeprkaueil uMuPHK, n
ee muieHb. Ha pucynke nokazana yacte T-/IHK BekTopa pPZP-RCS2: RB, LB — npaBas
u JieBas rpanuilbl; 35S-Promoter/35S-Terminator — 35S mpomoTop/TepMUHATOP BUpYca
Mo3auku 1BeTHOM KamycThl; Ocs Promoter/Terminator — mpoMoTOp/TepMUHATOP
oktonuHcuHTa3bl, UIMUPHK — nocnenoBarensHOCTh HcKyccTBeHHOM MUKpOPHK; nptll —
reH HeomuIimHpocoTpanchepassl I1; amiRNA — ren uckycrsennoit MuPHK (nmuPHK);
crpeika oT uMUPHK ykaspiBaer caiiT MHruOMpoBaHUST U  BbIPaBHUBAHHE
nocieaoBateabHocTel 3penoit uMuPHK u 3penoit MPHK rena VvJAZ9 (maentudukarop

nocienoBarenbHocTH Genbank: XM 002277121.3).

Caxennpl  BuHOrpama  (copt  KaGepue-CoBMHBOH) — BHIpAUBAIA B

KOHTPOJIUPYEMBIX YCIOBHIX B TEUEHHE 6 MECALIEB B OTKPHITOM IPYHTE IIPHU TEMIIEpaType
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24°C u 14 yacax cBetoBoro au4. [Tocie nosBieHus JUCTHEB pa3MEpOM HE MeHEE 4 CM UX
cooupayii JJisl TOJYYEHUs] KYJIbTyp KIETOK. JIs 3TOro JHCThS CTEpUIIU30BAIIH,
pa3pes3anu Ha SKCIUIAaHTBl 5 MM U IOMeIaiu Ha cpexy MS ¢ nobaBieHueM ropMOHOB 6-
oenszmwiamuHonypuna (0,5 mr/in) u 1-HagTunykcycHod kuciaotsl (2 mr/i). [lepBudHbIM
KaJUTYyC PEKYJIbTUBUPOBAIIA M CEIIEKTHPOBAIH JI0 MOIYUYEHUS OJTHOPOIHOM, CTAOMIHHON
U aKTUBHO pacTyllel KjaeToyHou nuHuu, o6o3HaueHHod VVWT (ot anrn. Wild Type,
JUKUN TUI) U HUCMHOJb3yeMON B KayecTBE KOHTPOJiA. [[nsi momydeHus TpaHCTE€HHOM
JVHHH, SKCIIAaHTBl KOKYJIbTUBUpOBaHU ¢ A. tumefaciens EHA105, necymum OnHapHbIT
Bektop pPZP-RCS2 ¢ umuPHK, naunenennoit na VvJAZ9. Ilocne cenekuuu Ha
kaHamurmHe (50 Mr/m) B TeueHue 3-X MecsIeB ObLia TMOJyYeHa KIETOYHAsl JIMHUA,
obo3HaueHHas jaz9. Taxxke Obuia mosydeHna juHuss VVEV (ot anrn. Empty Vector,
MyCTOM BEKTOP), IKCIPECCUPYIONIas TOJIbKO T€H nptll, mocpeACTBOM KOKYJIbTUBUPOAHUS

9KCIIaHTOB ¢ A. tumefaciens EHA105, necymeit Bexktop pPZP-RCS2 6e3 nmuPHK.

[Tocne cenexunn Bce KIETOYHBIE TUHUN UMEIN CXO0KUM BHEIIHUN BUJI, INIOTHYIO
KOHCHUCTEHIIUIO M CBETI0-0ekeBbIi 0TTeHOK (Pucynok 15 A-B). ITL[P-PB ucnonas3oBaiu
JUIS. ONIPEJICJICHUS] YPOBHSI SKCIPECCUU LieneBoro reHa VvJAZ9 B KOHTPOJIBHOU U
TPAHCTEHHBIX KJIETOUYHBIX JIMHUAX. BbBUIO MOKa3aHO, 4TO J3Kcmpeccus reHa VvJAZ9
yMeHbIIaeTcs B 4,5 pa3 B KyJbType jaz9 1O CPaBHEHUIO C KOHTPOJIBHOW KYJIbTYpOU H
TpaHCreHHoW KyiabTypod VVEV  (Pucynok 15/1). Kpome Toro, ycnemnas
TpaHchopMalysl KJIETOYHBIX JMHUKA ObUla MOATBEP)KIEHA OIpPEACICHUEM YpPOBHS
skcrpeccun rena nptll merogom [11[P-PB; 6b11 moka3an BBHICOKHI YPOBEHb KCIIPECCUU
reHa nptll B TPaHCTEHHBIX KyJIbTypaX, B TO BpeMsS KaK YpOBEHb (IyOpEeCICHIIMH B

oOpa3iie KOHTPOJIBLHOM KyJIbType ObLT HHKE Topora oOHapyxenus (Pucynox 15T).
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Pucynok 15 — KoHTposibHas M TpaHCI€HHbIE KIIETOYHBIC JIMHMM BHHOIPAJa
KyapTypHoro. A, b, B — BHemHMN BHJA KJIETOYHBIX KYJIbTYpP: KOHTPOJIBHOU

HeTpaHcreHHoM nmuHuM VVWT u Tpancrensusix, VVEV (TpancdopMupoBaHHOM MyCcThIM
BEKTOpOM) U jaz9 (VvJAZ9-uHrubupoBaHHON KyJIbTYpPhl), COOTCETCTBEHHO. Pe3ynbTaThl
anamusa [IL[P-PB: I' — oTHOCHTENBHBIN YPOBEHB JKCIIpeccuu TeHa nptll, JI — cpaBHEHHE
skcnpeccun reHa VvJAZ9 B kontponbHou (VVWT) u tpancrenubix VVEV wu jaz9
KJIETOYHBIX KyJIbTypax. JlaHHbIE NIPEACTaBICHBI KaK CPEIHEE 3HAYCHUE + CTaHAAapTHAas
omunbOKa cpenHero. Pasnuynble OyKBbI HaJ IJIaHKaMU IMOTPEIIHOCTEM YKa3bpIBalOT Ha

CTaTUCTUYECKU 3HAUMMBbIE pa3audus cpeaaux 3HadueHui (P <0,05, LSD ®wumepa).

umuPHK-onocpenoBannoe nHruOupoBanue sxkcipeccuu reva AtJAZ1 B KyabType
apabujoricuca u ero romojora, VvJAZ9, B xynpType BuUHOTpaaa obecriedmsio 4-5-Tu
KpaTHOE CHMKEHUE JKCIPECCUM LIEJEBBIX NeHOB. TakuM 00pa3oM, Mbl HOJYYWIH JBE
CPaBHMMBIE CHCTEMBl Ha OCHOBE KJIETOYHBIX KYJIbTYP PACTEHHH, pealu3yroIINuX
pasnuyHble MeTaboNIMyecKue My TH, AJIs TajdbHeero ananusa 3 pexra uHruOupoBaHus

AKCIIPECCUU T€HOB ceMeiicTBa J4Z Ha OMOCUHTE3 BTOPUUYHBIX META0O0JIUTOB.
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3.3. Conep:xaHue BTOPUYHBIX MeTA00JIMTOB B KJIETOYHBIX KYJbTypPax

apaduaoncuca 1 BUHOrpajaa

IIyte mepenaun cur"anoB JKK wurpaer BakHyO posib B pEakIMM PacTEHHs Ha
U3MECHEHUS OKPYKAIOIIEW Cpelbl W pas3iIMyHble CTPECCHl, IEPENpOrpaMMUpYs
BTOPUYHBIA METa0OJIM3M U pacmpenessist pecypcbl Uit 3(pQGEeKTHBHOTO OTBETa Ha
CTUMYJbl JJI JaJbHEHIIEN ajanTallMM W BbDKMBAHMS. OTOT 3()QEKTUBHBIM OTBET
3aBUCUT OT CKOOPAWHUPOBAHHBIX IEWCTBUM BCEX YYACTHUKOB mpouecca — ot TO,
CBA3aHHBIX C curHaiapHoM cucrteMod JKK u JIpyrumu ropmoHamu, 10 KOHEYHBIX
YYaCTHUKOB — TI'€HOB OMOCHHTE3a BTOPHUYHBIX META0O0JUTOB. BBUIO mMOKa3zaHO, 4TO
aKTHBaLMs IIyTH >KaCMOHOBOM KHMCJIOTHI IPUBOJIMIA K HHAYKIMM MHOTMX TI'€HOB
OMOCHHTE3a Pa3IMYHBIX COSTUHEHUHN, TAKUX KaK TEPIIEHOUTHBIE MHIOJIbHBIE aJIKAJIOHIbI,

HUKOTHH, apTeMu3uHuH u Apyrue (De Geyter et al., 2012).

3.3.1. buocuHTe3 a30T-, CEPOCOAEPKANUX METAOOJINUTOB B KOHTPOJIbHON U

TPAHCTCHHOM KJIETOYHBIX KyJbTYpax apadujaoncuca

[ToCcKOJIbKY OCHOBHOW MHUIIICHBIO sl OenkoB rpynmbl JAZ sBiasercs MyTh
)acMoHaT-orocpenoBannoro OumocuHTe3a (Pauwels and Goossens, 2011), wbl
MPOAHATIM3UPOBATIU COCTAB BTOPUUYHBIX META0OIUTOB B KOHTPOJIBHOM M TPaHCTC€HHOM
KJIETOYHBIX JIMHUSAX C Tnomolbio MerogoB BDOXX, compstkeHHoir ¢ macc-
criektpoMetrpoM. CojepkaHue HUHAOJBbHBIX Tiitoko3uHonaTtoB (M) m kamanexkcuHa B
TpaHC(HOPMHUPOBAHHOM KJIETOYHON KylbType apabuporicuca (jazl) oTIMYanoCh OT
KOHTPOJIBHON KyNbTypbl. KoHIIEHTpanus WHI0J-3-UIMETUITIIIOKO3UHOIATa, KOTOPBIM
SIBJISIETCS TIPEAIIIECTBEHHUKOM 00Jiee akTUBHBIX MeTOKCU-(opM UI', Oblia cHuxkeHa B 3,3
paza B TPAHCIEHHOW KyJIbTyp€ [0 CpPaBHEHUIO C KOHTposieM. KoHueHTpauus
MeTokcuopM, 1-METOKCHUHIOI-3-UIMETHUIITIIIOKO3MHOIaTa W 4-METOKCUUHIOI-3-
WIMETWITIIOKO3UHOJIATa, HAIlPOTUB, YBEJIMYWIIACH B TPAHCTEHHOM KyabType B 2,8 u 1,2

pasa o CpaBHEHUIO C KOHTPOJIbHOU KYJIbTYpOi cOOTBETCTBEHHO (Pucynok 16).
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Pucynok 16 — BiusHue unruObupoBanus skcnpeccun reHa AtJAZI na KK-
peryaupyeMbiii OMOCHHTE3 MPOU3BOAHBIX TpunTodana. [lokazansl myTh ¥ KOHIICHTPAITUN
(MkM/r CB, cyxoii BeC) MHIOJIbHBIX TJIFOKO3MHOJATOB M KaMaJeKCHHa B KYJbTypax
AtWT (xoHTponbHas) U jazl (TpaHCTeHHas)) B KOHTPOJBHBIX YCI0BUSX. CIUIONTHBIE
JIMHUY TIPEACTABIISIIOT OJHY PEaKITNIO, MyHKTUPHAS JIMHUS — HECKOJIBKO PEaKIui. i1 —
cleioBble KonuecTBa. Pa3nuunbie OyKBbI HAJl IUIAaHKAMU MTOTPEITHOCTEH YKa3bIBAIOT HA

CTATUCTUYECKU 3HAUYMMBIE pa3nuuusd cpeaux 3Hauenuii (P <0,05, #-tecr).

OcHOBHO (UTOAIEKCUH apaduIoncuca, KaMaJeKCHH, B KOHTPOJIBHON KYJIbType
OTCYTCTBOBAJI, €r0 BO3MOJKHAs KOHIIEHTpalus Oblla HUXKE Mpeaesia OOHapy>KEHHs
JIETeKTOpOM XxpomaTorpada; OJHAKO B TPAHCTCHHOM KyJIbType €ro KOHIIEHTpPAaLus
coctaBuna 0,045 mxM/mr cyxoro Beca (Pucynok 16). UnenTudukanuio kamaiekCHHa B
CYXHX DJKCTPaKTaXx KaJIyCOB jaz/ TIPOBOAMIM C UCIOJBb30BAHUEM CpPAaBHEHUS
XpOMaTorpaUuecKuXx H MacC-CIIEKTPOMETPUYECKUX JaHHBIX, TaKUX Kak BpeMs

ynepxuBanus, Y®-npobuwnbr u  narrepHsl  ¢parmMeHTanuu  MS2  HOHOB-
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npeamectBeHHUKOB [M+H]+ mpu m/z 201 crangapTHOro pactBopa KamajeKCHHa

(Pucynok 17A) u 06pa3ioB kinertounbix nunuii (Pucynok 176, B).

MHnekc pocTa TpaHCTEHHOW Y KOHTPOJIBHOU KYJIBTYP CTATUCTUYECKHA 3HAYMMO HE
OTJIMYAJICA, U COCTaBWJI i1 KOHTPOJIBHOM KyJIbTypbl 5,9+0,53, a mig TpaHCreHHOU
5,79+0,42, 3HaueHHWs JaHbl KaK CpeJAHee =+ CTaHJapTHas OIIMOKa CpeaHero.
[IpOoayKTUBHOCTh [JII KOHTPOJBHOW KYJIBTYPbl HEBO3MOXKHO ONPEAECIUTh, TaK KaK
coJilepKaHre KaMaJIeKCMHA COCTaBUJIO HIDKE IMpejesia OOHapyKeHHs mpulopa; s
TPAHCTEHHOU KYJIBTYPhI IPOAYKTUBHOCTh cocTaBmia 27,65+2,32 MKT/JI cpe/ibl, 3HAYEHUS

TaK)K€ JJaHbl KaK cpefHee + CTaHaapTHas OlKUOKa CPEHETO.

Tak kak OMOCHHTE3 KaMaJIEKCHHA SIBJIAETCA MHAYLUOEIbHBIM B OTBET Ha aTaKy
IIaTOT€HA, KOHKPETHEE B OTBET HA aKTUBALMIO TOPMOHAJIBHBIX IIyTE€H, MOXKHO CHEJIATh
BBIBOJI, YTO MHTUOMpOBaHHE IKCIpeccuu reHa AtJAZI npuBeno K aKTHBAIMM KaKOIo-
aub0 CcUTHaJIbHOTO nyTH. Jlnsg nanpHelmie oneHku »ddexkra HMHruOUpoBaHUS
sKcrpeccun reHa AtJAZ1 6pun uccaenoBanbl PaKTOPbl TPAHCKPUIILIUK, OTHOCSIIIIMECS K
ouocunTe3y kamasiekcuna. ['pynmna MYB34/51/122 aBnsercs KI04eBOM sl peryisiiiiuu
BBIIICYKA3aHHOTO IyTH. JTU TPU I'€Ha PEryJNpYIOT OMOCHMHTE3 KamanekcuHa u U B
OTBET Ha Mepeladyy TOPMOHAIBHBIX curHanoB: MYBS1 3aBucHT OT nepeiadn CUTHAIOB
CAJIMIIMIIOBON KHUCJIOTHI M 3TwieHa, MYB34 perymupyercs mnyTsMu aOCIIU30BOM H

»acMoHOBOM kucioT, MYB122 — jxacmoHoBO#M kucioTel u 3TmieHa (Frerigmann and

Gigolashvili, 2014).
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Pucynok 17 — Omnpenenenne kamanekcuHa ¢ nomoiubio BOXX-YO-MC B
HKCTPAKTaX TPAHCTEHHOM KJIETOYHOHN KyNbTyphl jazl. XpomaTorpaduueckuit mpoduib
CTaHJIApTHOTO pacTBOpa KamajekcuHa ¢ KoHreHTparmen 0,01 MxMoas/mit (A), a Takke
KaMaJICKCMHA B KCTPAKTaX TPAHCT€HHOMN KyJbTYyphl jaz! (B) 1 KOHTPOIBHOW KYJIBTYpPBI
AtWT (B). XpomatorpamMmbl OBUIM 3amvcaHbl TpW JjuHE BOJHBI 320 HM, BCe
CHEKTPAJIbHbIE JaHHbIE ObUIM MOJYyYEHBl OT BEPUIMHBI MHTEPECYIOIIUX IHKOB, Y-
CHEKTpHI (cjeBa) ObLIN MOITYYEHBI C UCIIOJIb30BAHUEM JAUOIHO-MATPUYHOTO JETEKTOpa,
CHEKTPbI IOJHOTO CKAHUPOBAHUs (CIIPaBa, BBEPXY) U CIIEKTPBI HOHOB-NPOAYKTOB. HOHBI-
npenuectBeHHUKH [M+H]+ npu m/z 201 (cnpaBa, BHH3Y) ObUIHM MOJYYEHBI B PEKUME

ITOJIOKUTCIBHBIX NOHOB.
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OcHOBHBIE (DAKTOpPHI TPAHCKPUIIIUHU, PETYIUPYIOIIUE TyTh KaMaJeKCHHA,
pa3IuyaluCh MO BKCOPECCHH MEXIYy KOHTPOJbHOM W TPAHCT€HHOW KYJbTYypaMH.
Okcnpeccust reHa MYB34 6piia B 4,7 pasa Bblllle B TPAHCT€HHOM KYJIBTYpE; OIHAKO
skcnpeccusi reHoB MYBS51 u MYBI122 B KOHTpOJIbHOM KyJbType Oblila JOCTOBEPHO
BEIIIE, HO He Oonee, yeM B 2 pa3a (Pucynok 18A). Jlammpie MYB perymupytor
sKcrpeccuio TeHoB (epmeHToB BepxHero mnopsiaka CYP79B2/B3 (Frerigmann et al.,
2015). YpoBHH 3Kcnpeccuu 3TUX (GEPMEHTOB CYIIECTBEHHO HE M3MEHUJIMCH B KIIETKAX
jazl (Pucynok 18A). Hampotus, skcnpeccusi (epMEHTOB JBYX KOHEYHBIX pEaKIuit
CYP71A12, CYP71A13 u CYP71BI15 pe3ko yBenumuuBanach B KJIETKax jazl 1o
CpPaBHEHUIO C KOHTpPOJbHOU KynbTypoud AtWT (B 12, 12 u 8 pa3 COOTBETCTBEHHO)
(Pucynox 18b). Tpanckpunuuonnsie ¢akropel WRKY33 u NAC42 BHOcAT
3HAQUUTENbHBIN BKJIAJ B PETYJALMIO IKCIPECCUU T€HOB (PEPMEHTOB OMOCHHTE3a ABYX
KOHEYHBIX PeaKinii. by 1y4r OCHOBHBIM pErysiTOpOM OTBETa Ha OMOTPO(HBIC MATOTCHBI,
WRKY33 cBsi3zan ¢ nnepenadeil CUTHaJIOB KaK CaTUIIMIIOBON KUCIOTHI, TAK U }KACMOHOBOM
KHCIIOTBI, U OBLJIO TIOKA3aHO, YTO OH SIBJISIETCSI HETATUBHBIM PETYJIATOPOM OenkoB JAZ,
MTOCKOJIBKY MOYKET CBA3bIBaThCS ¢ W-00okcamu (Saga ef al., 2012, Birkenbihl ez al., 2012).
Oxkcnpeccusi reHa WRKY33, koTopbslil perynupyer skcnpeccuto reHoB CYP7IAI2 u
CYP71A413, yBeauuunace B 8 pa3; Okcnpeccusi reHa NAC42, KOTOpBI peryiupyer
skcnpeccuto reHoB CYP71A412, CYP71A413 v CYP71B15, Obina yBenudeHa 0ojiee 4eM B

20 pa3 B kietkax jazl no cpaBHeHuto ¢ AtWT (Pucynok 18b).
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Pucynok 18 — Ananu3 sKcnpeccHd TeHOB KJIIOYEBBIX (PEPMEHTOB OMOCHMHTE3a
KaMaJeKCHMHA M CBA3aHHBIX (akTopoB TpaHckpuniuu. [lo ocu Y Bcex rucrorpamMm
YKa3aHO HOPMaJIM30BAaHHOE KPATHOE M3MEHEHHE OTHOCUTENIbHOW AKCIPECCUU T'€HOB B
KJIETOUHBIX KynbTypax AtWT (koHTpoJsibHas) U jazl (TpaHTceHHas). A — BOCXOJSIIHUMA
nyTh, Tt — Tpuntodan, IAOx — nunnon-3-aneranpaokcum, MYB34/51/122 — ocHOBHBIE
perymupytomue Td ¢epmentoB mepBoi crynmenan, CYP79B2 u CYP79B3; b -
Hucxondamui nytb, [AN — wunpon-3-auneronutpui; NAC42 u WRKY33 — To,
KOHTPOJUPYIOIINE JBE TOCICTHNE CTaANA OMOCHHTE3a, KaTalu3upyembie hepMeHTaMu
CYP71A12,CYP71A13 u CYP71BI15. JlanHble IpeicTaBIEHbI KaK CPEHEE 3HAUCHHE +
CTaHJapTHasg oImuoOKa cpeaHero. Paznuuynbie OykBbI HaJ IUIAHKAMH IOTPEITHOCTEH

YKa3bIBAIOT HA CTATUCTUYECKU 3HAYMMBbIE pa3innuus cpeanux 3Hauenuit (P <0,05, #-recr).
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AHnanu3 cojaepkaHusi (HEHUIMPOTMAHOUIHBIX TMPOW3BOAHBIX ((JIABOHOUAOB U
AHTOIMAHOB) B KJIETOYHBIX KYJbTypax apaOuaoIcuca Mmokasaj UX IMOJHOE OTCYTCTBHE
(mannbIe HE IpUBEeHBI). Panee Obu10 mokazano (Bulgakov et al., 2016), uto oTcyTcTBUE
(EHONMBHBIX COCAMHEHWI B KIETOYHBIX KyJIbTypax apalOujorcuca CBSI3aHO C
OJOKUPOBKOM 3KcTIpeccuu 0cHOBHOTO T, perynupytoiiero peHuImponaHouIHbIN My Th,
MYBI11 (Pandey et al., 2015). Kpome Toro, paHee OBLIO TOKa3aHO, 4YTO
arpobakTepuaiibHasi TpaHchopMaIus KIETOYHOH KyJbTYpPhl IYCTBIM BEKTOPOM HE
OKa3bIBaeT BIUAHUS Ha OmocuHTe3 Kamanekcuda u U™ (Bulgakov ef al., 2016). Takum
o0pa3oM, MOXKHO TIPEAINOJIOKUTh, YTO HHIHOMpoBaHUEe TeHa AtJAZI He crocoOHO
MOBJIUATh, Ha 3a0JIOKMPOBAHHBI B KJIETOUYHBIX KYJIbTypax (EHUIIPONaHOUIHBIN

OMOCHHTETUYCCKHI IIyTh, U B AAHHOM ACIICKTC H€O6XO,Z[I/IMI>I HCCIICA0BaHMA HA PACTCHUU.

[Ipu akTHBaMK OMOCHHTE3a KaMaJIEKCHUHA 32 CUET 5-TH KPaTHOTO HUHTMOUPOBAHUS
sKcripeccun reHa AtJAZI Mbl He OOHapyXWIM 3HAYUTENbHOro 3@dekra Ha pocT
KJIIETOYHON KyJbTYypbl. TakuM o00pa3oM, MOXKHO MpPEANONOXKUTh, 4uT0 AtJAZI He
MIPUHUMAET HEMOCPEICTBEHHOTO YYaCTHS B PETYJISIIIUU POCTA, YTO UMEET HEMAJIOBAXKHOE
3HaueHHe B OMOWHXKEHEpUHu pacTeHui. Panee ObLIO MOKa3aHO, YTO MHTUOMpPOBaHUE
pa3MyHBIX Tpynn TeHOB JAZ BO MHOMKECTBEHHBIX MYTaHTaxX apaOujoricuca B
OOJIBIIIMHCTBE CIy4aeB MPUBOIUIIO K MHrHOMpoBaHuto pocta (Major et al., 2017; Guo et
al., 2018; Major et al., 2020; Liu et al., 2021), onHako MHAUBUAyATbHAS POJIb B TAHHOM
npouecce AtJAZI ne Oblna onpezeneHa. B pe3ynbraTe HHTEpHIpeTalluy JaHHBIX aHAIM3a
skcripeccun 1 BOXKX  BTOpHUHBIX METabONMMTOB, MOXHO MPEANONIOKHUTb, YTO
MHTHOMpOBaHUE OJKCIpeccun TeHa AtJAZI ToBAMUIO HAa COAEp)KAHHE KOHEYHOTO
NpoayKTa — KaMajiekcuHa u M’ myTem akThBauuy 3KCIPECCHM TPAHCKPHUIIIMOHHBIX
(akTOpOB, PEryNUPYIOMIUX JAHHBIA MyTh. MI3MeHUIach sKCIpeccus HE TOJIBKO T'€HOB
rpynnbl MYB, Ho u WRKY33 u NAC42, xotopsie perynupytorcsi ADK-3aBucumoit
CUTHaJbHOM cucTteMor. llolydeHHble [aHHBIE YKa3bIBalOT HA BOBJICYEHHOCTH
pernipeccopoB rpynnsl JAZ B mnpouecchl B3aumopeictBus KK-3aBucumoinr u KK-

HC3aBHCHUMbIX CUTHAJIBHBIX CUCTCM.
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3.3.2. buocunTe3 mpanc-pe3BepaTpoJia B KOHTPOJbHOI U TPAHCTEHHBIX

KJIETOYHBIX KYJbTYpPaxX BUHOIpajaa

B TedeHue mocneqHUX AECATUICTUI ObUT JOCTHTHYT 3HAYHUTENBHBIA MIPOTPECC B
M3y4YCHUU TIepe/ladyi CUTHAJIOB YKACMOHOBOM KUCIIOTHI HA TAKHX MOJICIBHBIX PACTCHUSIX,
kak apadbupaorncuc (Ghorbel et al., 2021). Ognako nanHas TeMa Ui MHOTHX JIPYTHX BHJIOB
pacTeHui, BKITFO4asi BAHOTPaJ, ocTaeTcs ciiabo uzydenHoi. Mzyuenne mexannzmon JKK-
OMOCPEZIOBAaHHON PEryNsiH TPEICTABISIET OCOOBI HMHTEpeC Ml KyJIbTYPHBIX,
IKOHOMHYECKH BAXKHBIX PACTEHHIA, MOCKOJBKY OHa BHOCHT 3HAYHTENBHBIA BKIJIAJ B
YCTOWYMBOCTh K CTPECCOBBIM (akTopaM U peryaupyeT BBIPaOOTKY BTOPUYHBIX

META00JIUTOB.

MBI Hccne10BaNIA COIEPIKAHUE MPAHC-PE3BEPATPOIIA B ITOTYUYECHHBIX KOHTPOJIBHOU
U TpaHCTeHHBIX KyIbTypax (jaz9, VVEV) Bunorpana merogom BOXX (Pucynok 19 A-
B). NarubupoBanue skcrnpeccuu reHa VvJAZ9 npuBeno K yBEIUYEHHUIO COJIEPIKAHUS
mpaHc-pe3BepaTpolia B TpaHCTeHHOHM KynbType jaz9 noutu B 10 pa3 (Pucynok 191') o
CpPaBHEHHUIO C KOHTPOJIbHOM KybTypoil U VVEV kynbTypoii kietok. KonuuectBo mparic-
pe3Beparpolia B TPAHCTEHHOU jaz9 KyIbType COCTABISIO B cpeaHeM 2,13 mr/t cyxoro
BeCa, TOTJa KaK B KOHTPOJBHOM KyJIbType OHO COCTaBIsuIO B cpeaneM 0,2 Mr/T cyxoro
BECa, B TPAHCT'€HHOM BEKTOpPHOW KyinbType VVEV coaepxanue mpawnc-pe3Beparpoia

CTaTUCTUYCCKH 3HAYUMMO HE OTJINYAJIOCh OT HeTpaHCFeHHOﬁ KYJBbTYPbI KJICTOK.

AKTHUBAIUS CUTHAJIBHOTO MYyTH XKACMOHOBOUW KHCJIOTHI MOXKET UMETh HECKOJBKO
ouonormdyeckux mnocnuencteuit (Ruan et al., 2019). Ognako ero ocHOBHBIE 3(PHEKTHI
MPUBOIIT K TIEPEPACTIPEICIICHHIO PACTUTEIBHBIX PECYPCOB B CTOPOHY YBEIWUYCHUS
MIPOU3BOJICTBA BTOPUYHBIX METa00JUTOB 1 3aMmemieHus pocta (Guo et al., 2018; Ali and
Baek 2020). UtoObl onpeaenuTh BIUSHUE HHTMOMPOBAHUSI IKcTIpeccuu TeHa VvJAZ9 na
HaKOIJIEHHE OMOMAaCCHI, M3ydalid POCTOBBIC XAPAKTEPUCTUKU KIETOYHBIX JUHUUA. MBI
MOKa3aJld, 4YTO WHTHMOUPOBAHUE JKCIIpecCUU reHa VvJAZ9 B TpaHCTEHHOW KyJbType

NPUBOJAUT K CHUXEHUIO uHAeKca pocta Ha 26% (Pucynox 19]/1). Hecmotpst Ha
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10JIaBJIEHUE pOocTa, NPOAYKTUBHOCTh (Pucynok 19E) nuHun Tpancrenssix kiuetok (1,375
MT/) OblIa TOYTH B 7 pa3 BhINIE, 4eM Yy KOHTpoJbHOW KymbTypsl (0,202 wmr/m).
[IpOAYKTUBHOCT M HMHAEKC POCTAa KOHTPOJBHOW KJIETOYHOM KYJIBTYPBI U KYJBTYPBI

VVEV cratuctuyeckun 3Ha4MMO HE OTJIINYAIIUCE.

Anaim3  addekta  MHTHOMpOBaHUA  dKcrpeccun  reHa  VvJAZ9  Ha
OMOCHMHTETUYECKUE TIOKAa3aTeNIM B KyJIbType KJIETOK BUHOTpaja MoKasal, YTo MOYTH 5-TH
KpaTHOE CHIXEHHE J3KcIpeccuu reHa VvJAZ9 npuBOIUT K aKTHBAalMM OHWOCHHTE3a
mpanc-pe3sepatpoina B 10 pa3. OnHako, B JaHHOM CiTy4dae Mbl HAOJIFO1alTi HETAaTUBHOE
BJIMSIHHE HA POCTOBBIE XapaKTEPUCTHKU TPAHCTEHHOW KyNbTypbl. Takum oOpa3om, Ha
OCHOBE IOJIyYEHHBIX JAHHBIX, MOKHO C YBEPEHHOCTBIO 3aKJIIOUUTh, UTO ALJAZI n ero
roMosior VvJAZ9 urpaioT BaXXHYIO POJb B PETyJSILIMM BTOPUYHOTO MeTabosim3ma. O
HEraTUBHOM BJIMSIHUM MHTMOUpOBaHUs VvJAZ9 Ha pOCT TpaHCITEHHOM KyJIbTYpPbl MOKHO
CeNaTh HECKOJbKO IPEANONIOKEeHUH. B03MOXKHO, Ha POCTOBBIX XapaKTEPUCTUKAX
TPAHCT€HHBIX KJIIETOK HEraTUBHO CKa3aJI0Ch BBICOKOE COAEPKaHUE mpanc-pe3BepaTpoia,
OJIHAKO, aKTUBALUsl OMOCUHTE3a MpaHC-pPE3BEPATPOIIAa HA OCHOBE APYTUX MOAXOA0B HE
OKa3blBaJla HETATUBHOTO BIIMSIHHS HA POCT KIETOYHBIX KyibTyp (Veremeichik et al.,
2016). Ilpu sTOM, HUHTUOMPOBAaHKE POCTA TPAHCTE€HHOM KYJIBTYypbl BUHOTPaJa ObLIO HE
KPUTUYHOE, U, YUYUTHIBAsI OTCYTCTBUE HETATUBHOI'O BIMSHMS Ha POCT B TPAaHCI€HHOMN
KyJIbType apabHaomncHuca, MOXHO CIelaTh OJHO3HAUHOE 3aKI0YeHHEe 00 OTCYTCTBUU
KPUTHUYECKOI'O HEraTUBHOI'O BIUSHUU MHTMOMPOBAHUS SKCIIPECCUU UCCIIENYEMBIX T€HOB
JAZ Ha POCTOBBIE MOKA3aTENM KYJbTYp INPU 3HAYUTENBHOM AKTHBALWA BTOPHUYHOIO
meTtabonmmu3ma. UYToObl AenaTh BBIBOJABI O POJM JAaHHOM Tpynmbl roMosoroB JAZ B
peryisiuMM  pocta Ha YpOBHE 0OwEed (U3MOJIIOTMH PAcCTeHUH, HEOOXOIUMBbI

JOITOJIHUTCIBHBIC UCCIICAOBAaHUA C HCIIOJIb30BAHUCM paCTeHHﬁ.
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Pucynok 19 — Poct u conepxxanue mparnc-pe3peparposia B KoHTpoiabHo VVWT u
B TpaHcreHHbix VVEV (tpanchopmupoBannas BektopoM pPZP) u jaz9, (VvJAZY9-
MHTMOMpPOBaHHAsA) KYyJIbTypaXx. A — ONpeNeNieHue mpaHCc-pe3BepaTposia ¢ MOMOIIbIO
BOXKX-YO-MC B skctpaktax VVWT U jaz9 KIE€TOUHBIX KYyJIbTYp. XPOMATOTPaMMBbI
3aMMChIBAIIM TIPH JUTHHE BOJIHBI 310 HM; BCe CIIEKTpaIbHBIC TaHHBIE OBLIU MOJIYYCHBI OT
BEPUIMHBI HHTEpECYIOMMX NTUKOB: Y D-cniekTpsl (B) ObLIM MOTyUYeHbI ¢ MCIIOIB30BAHUEM
JIMOJHO-MATPUYHOTO JIETEKTOPA; CIEKTPhI MOTHOTO CKAHUPOBAHUS U CIEKTPhl MOHOB-
MPOYKTOB MOHOB-TIpeIecTBeHHUKOB [M-H] — pu m/z 227 (B) Obuti momy4eHsl ¢
MOMOIIBIO BJIEKTPOCHPEs] B PEKMME OTPUILIATENbHBIX UOHOB. CpaBHEHUE COJAEpKAHUS
(MKT/T cyxoro Beca) mpanc-pe3Beparpona (I'), manekca pocra () 1 IpOIyKTUBHOCTH
(mkr/m) (E) B KOHTpPOJIBHOM M TpPaHCTEHHBIX KIJIETOUHBIX KyJibTypax. JlaHHBIC
Ipe/ICTaBICHbl KaK CpeHee 3HAUCeHHUE + CTaHJapTHas omuoOka cpeaHero. Pasnuynbie
OyKBBI HaJ[ IUIAHKAMHU TOTPEIIHOCTEH YKa3bIBAlOT HA CTATUCTUYECKH 3HAYUMBIC

paznmuums cpeanux 3Hadenuit (P <0,05, LSD ®umepa).
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3.4. Bausinue MeTHJI)KACMOHATA HA KYJbTYPbI apa0uI0INcuca 1 BUHOTpaaa

Ox3orenHas KK, gocrynHas aisi KJIETOK pacTeHUH B (opMe METUIHKACMOHATA,
UCIIOJIb3yeTCs] B OWUOJOTMYECKUX HCCIENOBAHUAX (U3HOJOTUYECKUX MPOLECCOB
pacteHui, kak umutanus JKK-3aBUCUMBIX peakiui KJIETOK, B TOM YHUCIIE JJIs1 aKTUBALlUN
BTOPUYHOTO MeTaboiM3Ma, 3a CUeT IepepachpeleisieHus JOCTYIHBIX PECcypcoB B
CTOPOHY TMPOAYKIIMH BTOPUYHBIX META0OIUTOB ¢ mHTHOUpoBanueM pocta (Ho ef al.,
2020). B Hamem uccrieqoBaHUM MBI CPABHUITH, HA CKOJIBKO CXO0XKH A PEKTHI SK30T€HHOTO
MeXXK u 5-Tu kpaTHOTO MHTUOUPOBAHMS dKCIIpeccuu TeHOB AtJAZ1 v VvJAZ9 B kieTkax

apaGHﬂoncnca U BUHOTI'paaa, COOTBETCTBCHHO.

3.4.1. BiusiHMe MeTHIZKACMOHATA HA KYJbTYpPbI apadugoncuca

bblii HM3ydeHbl POCTOBBIE XAPAKTEPUCTUKU M COACPKAHME KaMaJeKCHHa B
KOHTPOJIbHOM W TPAaHCTEHHOM KyJIbTypax apabujorcuca TMpu  BO3JAEHCTBUU
MEeTWJDKacMOHaTta B KoHHeHTpauusx 5 MKM u 50 mxM. MeXXK B ucnons3zyembix
KOHILICHTPAIUAX HE OKa3aJl 3HAYMTEIBHOTO BIIMSHUS HA POCT KIETOYHBIX KYJBTYp, IPH
TOM Mbl HaOIIOAANU J0303aBUCHUMOE TOBBIIICHUE COJECpKaHUS KaMalleKCHHA KakK B
KOHTPOJIBHOM, TaK W B TPAaHCI€HHOM KJIETOYHBIX JMHUAX. YPOBEHb aAKTUBALIUU
OMOCHHTE3a KaMaJleKCMHA B KOHTPOJIBHOM KyJbType npu BbicOKO no3e MeXKK Obin
nouytd B 4 pa3a HHUXKE, YEM B TPAHCIEHHOW KyJIbTYpE€ B KOHTPOJIBHBIX YCIIOBHSIX.
HoOasnenne 5 MmkM MeXKK He okazano 3HAYMTENBHOTO BIUSHUS Ha COAEp)KaHUE
KaMaJIeKCUHa B KynbType jazl, omHako 50 MxkM MelXKK yBenuuuBanum NpOayKIUIO

KaMaJIeKCUHa B jazl mouTH B 2 pasa, ¢ 23 o 45 mxr/n (Pucynok 20).
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Pucynok 20 — BuusHue metmmxkacmonara (5 u 50 MkM) Ha OpOIYyKIUIO
KamasiekcuHa (MKr/J1 cpenbl) B AtWT (cuHsIs TMHUS, KOHTPOJIbHAS KJIETOYHAS KYJIbTypa)
U jazl (opaHkeBasi JIMHUS, TPACT€HHAsl KJIETOUHAs KyJbTypa). JlaHHble MpeacTaBiIeHb
KaK CpeHee 3HA4YCHHWE + CTaHAapTHas omuOKa cpemHero. Pasmmunbie OyKBBI Hal
IJIaHKaMM TIOTPEIIHOCTEN YKa3bIBAIOT HA CTATUCTUYECKU 3HAYUMBbIE Pa3IudMs CPEIHUX

sHaueHudt (P <0,05, LSD ®umepa).

3.4.2. BiusiHMe MEeTH/IZKACMOHATA HA KYJbTYPbl BHHOIPAaAa

Jlo6aBnenne MeXXK B koHuentpauuu 5 MKM B cpefy CHU3WIO MHAECKC pOCTa
KOHTPOJIBHOM KyJbTyphl BUHOrpaga VvWT Ha 75%, B TO BpeMsl Kak pOCT TPAHCTE€HHOM
KyJbTypbl jaz9 ymenbmmiics Ha 53%. Ilpu yBenmuennn konueHtpauuun Me KK mo 50
MKM, pOCT KOHTPOJBHOW KyJbTypbl OBUT MOJHOCTHIO HWHTHOMpOBaH. B ciydae
TPaHCTeHHOU KyJIbTyphl, nobasienre S0MkM MeXKK unrubupoBano poct Ha 75%,
aHAJIOTMYHO YPOBHIO MHTMOMPOBAHUS POCTAa KOHTPOJIBHOM KyJIbTYpbl HA KOHLEHTPALUU
MeXK 5 mMxM (Pucynok 21A). Takum oGpazom, poct koHTpodbHOH VVWT wu
TPAHCTEHHOU jaz9 KJIETOUYHBIX KYJIbTYp BHHOrpana npu npobdasienun MeXK B
KOHIIeHTparuu 5 MKM coctaBui 25% u 47%, COOTBETCTBEHHO, OT MHJAEKCA POCTa B

KOHTpPOJIbHBIX ycinoBusx (Pucynok 21Bb).
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Pucynok 21 — Cpasaenue pocta VVWT (koHTposibHasi) U jaz9 (TpaHCTeHHast)
KYJbTYp, BbIpanieHHbIX B npucytctBu 5 u 50 MkM MeXK. A — unnekc pocra, b —
COOTHOILIEHUE UHIEKCA POCTA KJIIETOYHBIX KYJIbTYP, BIPAIEHHBIX B IPUCYTCTBUHU 5 MKM
MeXKK k uHaekcy pocta B KOHTPOJIbHBIX yCIIOBUSIX. PaznuyHbie OyKBbI HAJl TUTAHKAMU
MOTPEIIHOCTEN YKA3bIBAIOT HA CTATUCTUUYECKHU 3HAYMMBbIC PA3IMyus CPEIHUX 3HAYCHUM

(P <0,05, LSD ®uepa).

Ipanc-pe3BepaTposl aHAJIU3UPOBAIM TOJIBKO B KYJBTypaX, BBIPAILICHHBIX B
npucytctBur 5 MKkM MeXXK, BBHUy HEXKHU3HECTIOCOOHOCTH KOHTPOJIBHOU KYJIBTYpHI B
npucyrctBur 50 MxkM MeXKK. B KOHTpOIBHOW KYJIbTYpE COICPKAHUE MPAHC-
pe3BepaTpoia HE3HAYUTEIBHO YBEJINYWIOCH, IIPU 3TOU B TPAHCTEHHOU KynbType (jaz9)
ero cojepkanue Bo3pactaio 10 410 MKI/T cyXoi Macchl, 4TO BBIIIE, YEM B KOHTPOJIbHBIX

ycioBusix Ha 37% (Pucynok 22A). OpHako NPOAYKTUBHOCTH KOHTPOJIBHOW JIMHUU
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cHU3MJIach Oosiee, ueM B 2 pa3a, TpaHCTeHHOM JuHuHU jaz9 — B 1,2 pa3a, Mo CpaBHEHUIO C

KOHTPOJIbHBIMU YCJIIOBUSIMH, B BUy UHTHOUpoBanus pocta (Pucynoxk 22b).
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Pucynok 22 — Conepxxanue, MKr/t CB (A) u npoayktuBHOCTh MKI/1 (B) mpanc-
pesBepatposia B VVWT (koHTposbHAs) U jaz9 (TpaHCTeHHAas1) KyJIbTypax, BhIPAIICHHBIX
B npucyrctBun 5 MKM MeXXK. Paznuunbie OykBbI HaJ TUIAHKAMH IOTPEIIHOCTEH
YKa3bIBalOT Ha CTATUCTMYECKHU 3HAYMMBbIEC paznuuus cpennux 3nadeHuit (P <0,05, LSD

®uiepa).

[TonydyenHsle pe3yabTaThl MOTYT MOKa3aThCAd MapaJoOKCAbHBIM, TaK Kak
MHTUOMpPOBAaHUE JKCIIpeccuu pernpeccopoB AtJAZI u VvJAZ9 nomxHO NPUBOIUTH K
YCWICHHIO PEaKIMM Ha METHDKACMOHAT: aKTHUBAIIMM BTOPUYHOTO MeTa0oim3Ma |
UHTHOMpoBaHue pocta. [10MHOCTBIO OOBSCHUTH TaKyl0 PEAKIMIO HA JAHHBIA MOMEHT

HCBO3MOXHO, OJHAaKo HO,ZIO6HI:I€ JaHHBIC ObLIN IMOJYYCHBI paHEC Ha PaACTCHUAX
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apabugorcuca B padote Liu u xomter (2021). B nanHoi#t pabore ObLJIO TOKa3aHO, YTO
uHrHuOupoBanue rpynnsl JAZ TeHoB jazl/jaz2/jaz5/jaz6 PUBOAUIO K CTATUCTUYECKU
3HAaYUMOMY OOJIBIICH JIJIMHE KOPHSA pacTeHHs apabuporicuca npu nobasieHun 5 MKM
METUJDKACMOHATa MO CpPAaBHEHUIO C JUJIMHOM KOpPHEHl KOHTPOJBHBIX PACTEHUHU.
WNurubuposanue xe Ipyrux rpymni reHoB JAZ (¢ uckinouenueM AtJAZ I u3 rpymiibl) 1160
BBI3BIBAJIO MEHBIIIHE MO JIJTMHE MO CPABHEHUIO C KOHTPOJIEM KOPHHU, TUOO HEOTIMUYUMbIE
1o JyirHe. Mbl FHTUOMPOBAIM SKCIIPECCHIO B KJIETOYHBIX KYJIbTYpax BUHOTPa/Aa CaMoOTo
OJIU3KOTO 10 TOMOJIOTHUU I'€Ha, YTO TOBOPUT O BO3ZMOXKHON POJIM KMEHHO FOMOJIOTa reHa
AtJAZ1 — VvJAZ9 B nannom s3ddekre. OnHAKO, HENIb3d HE OTMETUTH JOCTOBEPHBIC
paznuuns Mexay dhdEeKTaMu HCCIIeTyeMbIX TeHOB: HHTMOMPOBAaHUE DKCIPECCUU TEeHA
AtJAZ1 He oka3ajno BIUSHUS Ha POCT TPAHCTEHHOM KYJIbTYphI apabUI0IICHCa, TaK ke, KakK
u 3k30reHHbIN MeXKK Ha pocT KOHTPOJIBHOM KYJIBTYpPBI; B TO K€ BpEMs, MHTHOUpPOBaHUE
sKcrpeccun rera VvJAZ9 okazano cialblif, HO TOCTOBEPHBIA MHTUOMPYIOMIH 3hPexT
Ha POCT TPAHCTEHHOM KyJNbTYphl BUHOIpaja, TakK ke, Kak M 3k3oreHHbd MeXKK
UHTHOMPOBAT POCT KOHTPOJIbHOM KyJIbTypbl. TakuM 00pa3oM, MOKHO CAENaTh BBHIBO/,
4yTo oOXugaemble 3G EKTbl OT MaHUIYJIALUUA ¢ perynaropubiMu  Oenkamu KK
CUTHAJIbHOM CUCTEMBI 3aBUCST OT OOBEKTA UCCIIEAOBAHMS — KOHKPETHOTO BU1a PACTECHUS
WIH OT peain3yeMoro OMOCHHTETHYEeCKOro myTu. [lomyyeHHble JaHHbBIE YKa3bIBAalOT Ha
HEOOXOAMMOCTh  YIiayOJEHHOTO H3y4YeHUsS MOJICKYJSIpHBIX  MexaHu3zMoB  JKK-
OTIOCPEOBAHHBIX PEAKIMI Ha PA3IUYHBIX PACTUTEIBHBIX OOBEKTaX, HE TOJBKO Ha
MOJIETIbHOM pacTeHHH apadujorncuca. B nepegade curnana »acMOHOBOM KUCIOTHI POJIb
reHOB JAZ, BEpOSITHO, HE SIBJISICTCS YHUBEPCAIBLHON WJIM W30BITOYHOM, a KaKJbIH T'eH
HECET OIpeNeJICHHYI0 CIeln(uKy, KOTOPYIO TaKXe HEOOXOAMMO UCCIIE0OBaTh B

JaJbHEHUIIIEM.
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3.5. Bausinue cTpeccoBbIX YCJI0BHIl (COJIb, X0J101) HA POCT U COAEPKAHME

KaMaJICKCHHA B KJI€TOYHBIX JTUMHUAX apaﬁnnoncnca

YBenuuenue conepkanus Tpuntodana npu BO3AEHCTBUM CTPECCOB B BUJE X004,
comu u pAoOapieHust adcum3oBod kuciaotel (Arif et al.,, 2018) paer ocHoBaHue
IpeJrnoiararb, YTO0 CUTHAIBHBIN MyTh a0CHM30BOI KUCIOTHl M a0MOTUYECKOTO cTpecca
MOT'YT OBITh BOBJICUEHBI B OMOCHMHTE3 KaMasiekcuHa. Panee Oblo mokaszaHo, uto KK
MOJIOKUTENBHO PETYJIUPYET CUTHAJIBHBIN MyTh, CBA3aHHBIN C 00IIEH YCTOWYMBOCTHIO K
xonony (Hu et al., 2017). CBsi3b Mexay curHaibHbIM mmyTeM JKK u coneycToiunBoCThIO
Obl1a oOHapyskeHa B padore ¢ jaz3 mytanToM (Geng et al.,2013; Valenzuela et al., 2016).
CrnenoBaTellbHO, Mbl MPEIIOJOXKWIN, YTO TIOJIABJIIEHUE 3KCIPECCUU OJHOTO H3
penpeccopoB nmytu XK, rena AtJAZI, MOXKET TMOBIUIThL HE TOJbKO Ha OMOCHHTE3
KaMaJIeKCUHAa, HO U W3MEHUThH TOJIEPAHTHOCTh TPAHCTEHHBIX KIJIETOK K XOJIOAY W/WIIU
coyid. MBI TpOaHATM3UPOBAIIN BIHSIHUE A0MOTHYECKUX CTPECCOBBIX BO3/IEHCTBHIM, TAKUX
KaK XOJIOJ M COJIb, Ha POCT KIETOYHBIX JIMHUN apabujorncuca W MNPOAYKIUIO

KaMaJICKCHHA.

b n3ydeHsl mapameTpsl poCTa KOHTPOJBHOW KJIETOYHOW KYJBTYpPHl U
TPaHCTEHHOW KYJIBTYPHI jazl Tpu BO3JAECUCTBUHU X0JI0JIa U cojieBoro crpecca (PucyHok
23A). B ycnoBusix xonomoBoro crpecca (16°C B teuenue 14 gHeil) wMHAEKC pocTa
TPAHCTE€HHOW KYJIbTYPbl 3HAUUTEIBHO OTIMYAJICA OT KOHTPOJIBHOM. POCT KOHTPOIBHOU
KyJbTYPBI IPU XOJI0JI0BOM CcTpecce OblT MHTMOUpOoBaH Ha 46%, a TpaHCT€HHOU KYJIbTYPbl
— tonbKko Ha 22%. B ycnoBusix coneBoro crpecca (60 MM NaCl B teuenue 30 mHein)
JIOCTOBEPHOM pa3HULBl B MHIEKCE POCTa MEXAY KOHTPOJIBHOM U KYJIBTYPOU KJIETOK jazl
HE OOHapyxeHO. POCT KOHTpOJbHONW M TPAaHCTEHHON KyJIbTYp ObUT HMHTHOMpPOBAH

npuMepHo Ha 36% (Pucynok 23A).
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Pucynok 23 — PocT u cozepkaHue KamajIeKCUHA B KJIETOYHBIX KyJbTypax AtWT
(koHTpoOJIbHAsI) W jazl (TpaHCTE€HHAasl)) B CTPECCOBBIX ycioBusix. MHIekc pocta (A),
KOHLIeHTpauio kamaiekcuna (b), npoaykTuBHOCTh kamanekcuHa (B) usmepsim amns
KynbTyp AtWT u jazl, BblpallluBa€MbIX B KOHTPOJIBHBIX YCIIOBUSX (CEphI€ CTOJIOIBI),
24°C B TedeHue 3 HeNeldb; B YCIOBHIX XosoAa (cuHue cTojlubl), 24°C B TeueHue 1
Henenu u 16°C B Teuenue 2 Henenb; 60 MM NaCl (opankeBbie CTONOIBI) B TeUeHUE 3
Heienb. JlaHHBIE TpeACTaBICHBI KAk CpPEIHEEe 3HAYCHHWE =+ CTaHJapTHas OIIuOKa
cpeadero. Pasnuunble OykBbl HaJl IUIAHKAMHM [OTPEIIHOCTEM  yKa3bIBalOT Ha
CTATUCTUYECKHU 3HAUMMBIC pa3inudus cpeanux 3Hauenuit (P <0,05, LSD ®umepa). *ci —

O0OHapY>KEHBI TOJIBKO CJIETOBHIC KOJTMYECTBA.

Msbl npoaHanu3HpOBAIM BIUSHUE XOJIOJOBOLO M COJIEBOIO BO3JEWCTBHI Ha
OMOCHHTE3 KaMaJIeKCUHA B TPAHCI€HHOM JIMHUU jaz] TIO CPaBHEHHIO C KOHTPOJIBHOM
munued AtWT (Pucynok 23B). B kynerype AtWT ypoBeHb coaepkaHHsl KaMaJIeKCUHa

IIpru XOJOAOBOM H COJICBOM CTpECCax OB 3HAYMTEIBHO BBIIIE IO CPaBHCHHIO C
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KOHTPOJIbHBIMU ~ yCIOBUSIMH. [Ipu 3TOM, YpOBEHb COJAEp)KaHWsS KaMaJeKCMHA B
KOHTPOJBHON KyJIbTYpE MPH CTPECCOBBIX BO3JEHCTBHUAX OBUTM HE BBINIC, Y€M B JIMHUH
jazl 6e3 kakoro-nu0o abHOTHYECKOro cTpeccoBoro ¢akropa. Mbl MoKazaid, 4TO
XOJIOJIOBOE U COJIEBOE BO3JICHCTBHE OKAa3bIBAIOT NMPUMEPHO OJAMHAKOBOE JICHCTBUE Ha
OMOCHHTE3 KaMaJIeKCHHA B TPAHCTCHHOW KJICTOYHOM JIMHUU — COACPIKaHNE KaMaJICKCUHA

YBEJIMYEHO B TPAHCTE€HHOM KYJIbTYpeE B 3 paza, ¢ 0,05 MxM no 0,15 mxM.

Janee Obl1a H3ydeHa NPOAYKLIHS KaMaJeKCUHa B KIeTOUHbIX JIMHUAX AtWT u jazl
(Pucynox 23B). B xontponbnoit muann AtWT kamanekcuH OblT 0OHApyKEH TOJIBKO MPH
XO0JIOZIOBOM M COJIEBOM cTpeccax. [IpuHMMas BO BHMMaHUE WHIMOMPOBAaHUE pOCTA,
UHAYLUMPOBAHHOE XOJIOZOM, MPOAYKLHUS KaMaJeKCMHA B KOHTPOJIBHOM KyJbType
coctaBimsuia 10 MKr/i, 4YTo COCTaBIS€T NPUMEPHO TPETh OT MPOAYKTUBHOCTH
KaMaJIEeKCUHA B KyJbType jazl (oxoisio 30 MKI/i1) B KOHTPOJIBbHBIX ycioBusX. [lonaBnenue
pocta KynbTypbl AtWT coneBbIM CTpeccoM ObLIO aHATOTMYHO MOAABIEHUIO X0JI0J0BBIM
ctpeccoM. CopepxkaHue M MNPOAYKLHS KaMaJeKCMHA B KOHTPOJBHOW KYyJIbType B
YCIOBUSIX COJIEBOIO CTpecca ObLIO YBEJIMYEHO M JIOCTHIajo YpPOBHS TPaHCI€HHOMN

KYJIBTYPbI B KOHTPOJIBHBIX YCIOBUSX.

X0J0I0BOI CTpEecC YBEIWYMBAI MPOAYKIUIO KaMaJEKCUHA B KYyJbType jazl, u,
YUUTBIBASI YCTOMUYMBOCTD KYJIbTYpPbl TPAHCTEHHBIX KJIETOK K X0JI0JIOBOMY CTPECCY M, KaK
CIENCTBHUIO, HEOONBIIOMY WHTMOMPOBAHMIO PpPOCTa, MPOAYKLIMS  KamaJeKCHHa
yBennumiach Oosiee 4yem B aBa pasa (okoso 70 wmkr/m). OmHako WHTHOMPOBAHHE
sKcnpeccuu reHa AtJAZ1 He U3MEHUIIO TOJIEPAHTHOCTh K COJIEBOMY CTPECCY, TEM CaMbIM
IpU TOJABJICHUH POCTa KyJIbTYp M3HAYAIBHO O0Jiee BHICOKUN YPOBEHb COJEP)KAHUS HE
OTpa3uJyICs Ha MPOAYKTUBHOCTH, TAKUM O00Pa30M MPOAYKIMS KaMaJleKCUHA Y KYJIbTYphI
jazl mpu CONEBOM CTpecce YBEIMYMBAJIach 10 KOHILIEHTpAlUi, HAOII0JAaeMbIX MpH

xonoaoBoM ctpecce (70 mxr/im) (Pucynok 23B).

MBI mokaszaiu, 9To UHTHOUpOBaHKe IKCIpeccun rena AtJAZ 1 MoXeT NpUBOAUTD K
U3MEHEHUIO YCTOMYMBOCTH K XOJIOJIOBOMY CTPECCY, U OJHOBPEMEHHOMY YBEIMYECHHIO

COACPIKAaHNA KaMaJICKCHHA, TEM CaMbIM 3HAYUTCIBHO M3MCHIAA TIPOAYKTUBHOCTDL
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KynbTyp. HecMoTpss Ha TO, 4TO OOBIYHO aKTUBALMs BTOPUYHOIO MeTaboiM3Ma IpH
nobasnennn KK Bemer k cmemieHuio OamaHca MeEXAy pPOCTOM U BTOPHUYHBIM
METa00JU3MOM B CTOPOHY BTOPOIO, LI€JIEBOE MHTMOMPOBAHUE 3KCIIPECCUU OJHOIO U3
penpeccopoB mytH KK cnocoOHO yBeIMUHUTh MPOAYKLHIO U YCTOMYMBOCTH K XOJIOAY

KJIETOYHBIX KYJIBTYD, HE BIIUsAS HA POCTOBBIC XapaKTEPUCTHUKHU.

3.6. MosiexkyasipHblii MexaHu3M JAZ-0onocpe10BaHHOT0 B3aNMO/1eliCTBUS

KK, ABK 1 AOK cursajnbHbIX CHCTEM IIPH X0J1010BOM cTpecce

Mb1 mokazand OJHOBPEMEHHYIO aKTHBAIMI0 OWOCHMHTE3a KaMaJeKCHHA U
YBEJIMYEHHYIO YCTOMUYHMBOCTD K XOJIOAY, BEI3BAaHHYIO MHTHOMPOBAaHUEM IKCIIPECCUU TeHA
AtJAZ1 apabupornicuca. bonee Toro, uHruOUpoBanue 3Kkcrnpeccuu reua ALJAZ1 ynBousno
UHIYLIMPOBAHHBIM XOJOJOBBIM CTPECCOM COJIEpKaHHe KamanekcuHa. J[jis Toro, 4ToObl
MPOSICHUTDh MOJICKYJIIPHBIA MEXaHU3M, Mbl M3YYHJIM DKCIPECCHUIO KIIFOYEBBIX TEHOB,
perynupyembix curHainbHbiMu cuctemMamu KK, ABK u curnanoB ADK, a Takxe reHoB,
CBSI3aHHBIX C MEpefayell CUTHAJOB XOJOJOBOTO CTpecca B KylbTypax kieTok AtWT u

jazl B KOHTPOJIBHBIX YCJIOBHSX U IPU BO3AEHCTBUH X0JIOA0BOrO crpecca (PucyHnok 24).

[Ipexne Bcero Obuia n3ydeHa skcnpeccus rena AtJAZ1 npu Xojl010BOM CTpecce B
CPaBHEHUU C KOHTPOJIBHOU KynbTypoil. Hu3kas TemriepaTypa npuBoInia K yBEJIUICHUIO
skcnpeccun AtJAZI B KOHTPOJIBHOW KYJbTYpE, TOTIA KAK B TPAHCTEHHOW KYJbTypeE
YPOBEHb 3Kcnpeccuu AtJAZ] He U3MEHSJIICA U OCTaBAJICA Ha MPEKHEM YpOBHE, B 6 pa3
HUXKeE, yeM B KylbType AtWT B KOHTPOJIBHBIX YCIOBUSIX U B 23 pa3za HUXKE, UYEM B TUHUU
AtWT Ha xonopxe. Ilog Bo3nmelicTBueM Xonoja 3kcrnpeccusi (GakTOpOB TPAHCKPHUIIIIUU
JAZ1-mumeneit AtIMYC2 n AtJAMI 3HAUUTENBHO CHMXKAJIACh W YBEIWYMBAJIach B
kynerype AtWT, coorBerctBeHHO. B kynbrype jazl ypoBHM skcnpeccuun MYC2,
[JIABHOIO aKTHUBATOpa HWXKEJIEKAIUX T'€HOB-MUIIEHEH ITyTH >KACMOHOBOM KHCIIOTHI,
OBLJIM YBEJIMYEHBI IO CPABHEHUIO C KOHTPOJIbHOM KYJIbTYpPOIl KaK B KOHTPOJIbHBIX, TaK U
B XOJIOOHBIX YCJHOBUAX. OKcrpeccuss reHa AtJAMI, SBIAIOMIETOCS AHTarOHUCTOM

AtMYC2, Obuta paBHAa YpPOBHSM KOHTPOJIBHOW KyJbTYPhl M HE HW3MEHSIACh IO
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BO3JICHCTBUEM XOJIOJIa B JMHUM jazl, B TO BpeMms kak B jauHuu AtWT Ha xonone

skcnpeccus ALJAMI1 ysennuunace B 4 pa3a (Pucynok 24).

[Bzaumoueﬁcnme ADK, KK, ABK curnajibHbIX nyTeil NpH X0JI010BOM cTpecce
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Pucynok 24 — AmHanmu3 SKCIOpPECCMM TE€HOB B KIETOYHBIX KyJbTypax AtWT

(koHTpONBbHAs) U jazl (TpaHCre€HHas) B KOHTPOJIBHBIX YCJIOBHUSIX M IPHU XOJOJOBOM
cTpecce. JleBas maHenb: TEIJIOBBIE KApThl, ModydeHHbIE Ha OCHOBEe IIL[P-PB anamu3a

skcnpeccun reHoB ABK curnamuura (penentopsl, gocdarasbl, KHHA3bl) U OCHOBHBIX
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ctpecc-3aBucumMbix T (rpynnel DREB, HSF, ABF); npaBasi maHejb: aHAJIN3 YKCIPECCUU
T€HOB, CBA3aHHBIX C YCTOMYMBOCTBIO K X0JI0JI0BOMY CTpeccy U nepenaveii curiasioB ABK
(ICEI w HOSI), AOK (RBOHD v ZAT12) u nytn XK (JAZ1, MYC2 v JAM1). KpacHblii
oBan (umu-PHK) ykassiBaer Ha cxeme muiienb PHK-unrubuposanus, ren AtJAZ1. Ha
BEPTHKAIBHOM OCH BCEX THCTOTpaMM 00O3HaYeHa HOPMAIM30BAHHAs OTHOCHUTEIbHAs
skcnpeccusi reHa. OnucaHue BBINIEYKA3aHHBIX T€HOB JaHbl B TEKCTE JHUCCEPTALIUU.
JlanHble TpeAcTaBlIeHbl KaK CpeJHee 3HauyeHHe =+ CTaHJapTHas OHIMOKa CpeIHero.
Pa3nuunbie OykBBI HaJ TJIAaHKAMHM TOTPEITHOCTEW YKa3bIBAIOT HA CTATUCTUYCCKU
3HaAYMMBbIe pa3nudus cpeauux 3Hadenuit (P <0,05, LSD ®dumiepa).

AHanm3 3Kcrpeccu MapkepoB nepeaaun curHaiioB ADK — renoB AtRBOHD u
AtZATI2, noka3zan BO3MOXKHBIE B3aUMOACHCTBUA MeXy AtJAZ] u nepenayeid CUTHAJIOB
A®K. MnI niokazanu, uto skcrpeccust AtRBOHD B kneTkax KyJbTyphl jazl CTaOUILHO
yBeJInYuBaiach 0osee yeM B 3 pa3a Mo CpaBHEHUIO C KOHTPOoJIbHOM. [IpomomkuTensHoe
BO3JCHCTBUE X0JIOJIa HE BIUSIO Ha 3Kcrpeccuto AtRBOHD HM B KOHTPOJILHOW, HU B
TPAHCT€HHBIX KJIETOYHBIX JUHUAX (PucyHok 24). YpoBeHb 3KcCIpeccHyd HETaTHBHOIO
perynstopa CBF-3aBucumoro nytv — AtZAT12, yBennunBaIuCh Kak B KOHTPOJIBHOM, TaK
U B TPAHCTEHHOM KYyJIbTypax MPHU XOJ0J0BOM CTPECCE, HO YPOBEHb €0 IKCIPECCUU ObLI
3HAYUTEIILHO BBIIIE B KOHTPOJIBHOM KYJIBTYPE IO CPAaBHEHUIO C KYJIbTYpol jazl (PucyHok
24).

Ouenuts ponb AtJAZI nipu X0JI0A0BOM CTPECCe HEBO3ZMOXKHO 0€3 aHajIn3a Jpyroro
BOKHEUIIIET0 TOPMOHA pAacTeHHWH — aOCIM30BOM KHUCJIOTHL. bBBIIO MOKa3aHO dTO,
AKCIPECCHUs KII0UEBOro (hakTopa TpaHCKPUIIIUHU MPHU X0J10,10BoM cTpecce At/ICE] Obina
BbIlIE B KyinbType jazl mo cpaBHenutro ¢ AtWT (Pucynoxk 24). Ilon neiictBuem
IOHVMKEHHBIX TeMIIEpaTyp ypoBeHb skcrnpeccuun reHa AtICEI, u OJHOBPEMEHHOE
NEeWCTBUE, W X0JIoJa, W UHruOupoBanusi AtJAZI BBI3BIBAIO aJAUTUBHBIA 3(PQEKT.
Okcnpeccus penpeccopa AtICE], rena AtHOS1, O6pl1a 0IMHAKOBOM B 00€MX KYJIbTypax
U HE U3MEHSJIaCh MPHU BO3JEHCTBUU X0J10a. ['€Hbl, KOAUPYIOIIUE aCCOIMUPOBAHHbBIE C
ABK daxropsr Tpanckpuniuu takue kak, AtABF1, AtABF3 n AtABF4 (no ne AtABF2 n

AtABI5), obun aktuBupoBaHbl (PucyHok 24). OnHako B KOHTPOJBHBIX YCIOBUAX HU
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onqud u3 reHoB CBF/DREB He Obln akTUBHpOBaH B JIMHUAX jazIl, HU TEHOB,
OTBETCTBEHHBIX 3a TEPMOTOJIEpPAHTHOCTh (Takux Kak AtDREB2A w AtDREB2C), Hu
TeHOB, OTBETCTBEHHBIX 3a ycToiunBocTh K xonony (CBF1/ DREB1B, CBF2/DREBIC u
CBF3/DREBIA). B T0o e BpeMs BO3ACHCTBHE XOJIOJOM, B COOTBETCTBUH C
npenpigymumu - pesyapbratamu (Hu er  al, 2013), axTtuBupoBaso TEHBI
xononoycrorunBoctu CBF1/DREBIB, CBF2/DREBIC u CBF3/DREB1A (Pucynok
24).

Mbl  Takke HM3y4YWIM OKCIPECCHI0 TEHOB, KOJHMPYIOUIMX  PELENTOpPbI
PYR/PYL/RCAR a6cnuzoBoro curnanunra, nporernHdocdarassl 2C (PP2C), Takue kak
HAIl, HABI, ABI1 u ABI2 (Pucynok 24). Dxcnpeccusi reHa peuentopa AtPYL
OPAaKTHUYECKU HE M3MEHWJIACh B JUHUSAX jazl. DKcrpeccus reHOB mporeuHpocdaTas
PP2Cs 6buta paznuunoit: AtABIl u AtABI2 akTUBHPOBAIUCH B KJIETOYHBIX KYJbTypax
jazl, B To Bpems kak AtHAII nonasmsiiack (Pucynok 24). Dxcnpeccus rena AtHABI He
n3MeHuack. HeBo3moxkno ¢ynkunonansHo pazmuuuts ABI1/ABI2 u HAII Ha ypoBHe
uxX MoJieKyJsapHbIX B3aumoaencTBuit (Tischer et al., 2017). OnHako cymiecTByer
(byHKIIMOHATBHOE pa3nuuue, 3akirodaromeecs B ToM, 9yto AtHAII yuyactByer B ABK-
HE3aBUCUMOII Mepeadye CUTHAJIOB, CBA3aHHOW ¢ yCTOMYMBOCTHIO K 3acyxe (Bhaskara et
al., 2012). Ilpu 3TOM OBLIO MOKA3aHO YBEIWYEHHUE DKCIPECCHU T'€HOB KUHA3 TPYMIbI
SnRK, nonoxurenbHbiX peryistopoB AtICE], npu Bo3aeicTBUM X0J10/1a B TPAHCT€HHOM

KyJbTYpeE.

Dkcrnpeccusi TeHOB Tpynnbl HSE Oblia pa3nuyHoi B 00enX KyibTypax. | eHbl
AtHSFAI, AtHSFCI wu AtHSFA6b »skcupeccupoBaluCh B TPAHCTEHHOW KyJIbType
aHAJIOTUYHO KOHTPOJBHOM KYJIBTYPE; B YCIOBHUSAX XOJIOJOBOTO CTpecca He HAOII0IaIOCh
3HAYUTEIBHOTO U3MEHEHUS B KOHTPOJIbHOU KyinbType AtW'T, Torna kak B TpaHCIr€HHOMN
KYJbTYpE YPOBEHb SKCIPECCUU 3HAYUTENBHO MOBBIIIANCA. JKCIpeccusi reHoB AtHSFA?2
u AtHSFA3 Obuia CHM)KEHAa B XOJIOJIHBIX YCJOBHUSIX B TPAaHCT'€HHOW KYJbType, HO €€

YPOBEHb OTIMYAJICS B KOHTPOJIBHBIX YCJIOBHUSAX; B KOHTPOJIBHOM KYJIbTypE YpPOBEHBb
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skcnpeccuu rena AtHSFA3 Obll BbIIIE, YEM B TpaHCTEeHHOU JuHUM, a AtHSFA2 - BbIIE

B TpaHCTeHHOU JTUHUM (PucyHOK 24).

NurubupoBanne TeHa 3Kcrpeccuu reHa AtJAZI mo3BOJSAET CHATh MPUPOTHYIO
OJIOKUPOBKY  >KACMOHOBOT'O  CHUTHQJIBHOIO  MYyTH,  KOTOpas  oOecrneyuBaer
nepepacrpeelieHue pPeCypcoB KIETKH B OTCYTCTBHUE CTPECCOBBIX BO3JCHCTBUM.
NurubupoBanue »skcrpeccun reHa AtJAZl MUMHKPUPYET HE TOJIBKO TMATOTCH-
uHayuupoBannyto JKK-3aBucuMmyro akTHUBalMiO BTOPUYHOrO MeTaboiu3Ma, HO U
yCTOMUHUBOCTh K Xxosiony. KK He sBisieTcss HENOCPEACTBEHHBIM PETYJIATOPOM
YCTOMYMBOCTH K XOJIOAY, OJHAKO MIPAET B JAHHOM IPOLIECCE HEMAJOBAXHYIO POJIb,
TECHO B3aUMOJICHCTBYsI nocpeicTBOM Td, B TOM YHUCIIE U penpeccopoB cemencTra JAZ,
C KJIIOUYEBBIMH IIPU  XOJOAOBOM CTpecce€ CUTHaIbHbIMU cucremamu, ADK
(B3aMMOCBSI3aHHYIO C KaJblIMeBOM curHaibHOUM cuctemoi) u ABK (Sinha et al., 2015).
MouekynsipHBIf aHaNKM3 MOKa3ajld, YTO WHIWBUYyAIbHOE HWHTHOMPOBAHUE HKCIPECCUU
reHa AtJAZI TONOXKUTEIBHO BIMSET Ha 3KCIPECCUI0 TI'€HOB, OTBETCTBEHHBIX 32
aKKJIMMalMil0 UMEHHO K Xxojony — kuHaszwl rpynnsl SnRK, DREBI1A, ABI5 (ABK
perymsinus), ICE1 (A®K u ABK perynsuus). Mcxoas u3 NoydeHHbIX JaHHBIX, MOXKHO
clenarh 3aKJIIOUEHHUE, YTO AaKTUBALMS JTHUX TIEHOB MpU UHrHOUpoBaHuu AtJAZI
BO3MOKHA 3a CYET TeCHOro B3aumozencTeus KK CUTrHambHON CUCTEMBI U CUTHAJIBHBIX
cucteM ABK u A®K, npuuem B 6ombiieit crenenu cucteMbl ADOK. JIpyrumu cnoBamu,
MHUIIEHEW IS HENOCPEACTBEHHOM WM omocpenoBaHHoM penpeccuu JAZ BHe KK-
CUTHAJIBHOW CHCTEMBI 3HAYUTEIBHO OOJBIIE, YEM HW3BECTHO HA JIaHHBIA MOMEHT.
Omnpenenenne 0oJjiee TOUYHBIX MOJICKYJISIPHBIX MEXaHU3MOB TPEOYyeT JOTMOTHUTEITHHBIX
UCCIICOBAaHU Ha IEJIOM PACTEHHHM C JONOJHUTEIbHBIMU BapUaHTAMU MOMYJISLIUU
akcripeccun AtJAZI. Ha paHHOM »3Tame, MOXHO 3aKJIIOYWTh, YTO WHTUOMpPOBaHHE
sKcnpeccun reHa AtJAZI (kak ¥ ero roMoJOoroB) HE TOJBKO IO3BOJISET MOIYYUTh
IMPOAYKTUBHYIO KJIETOUYHYIO KYJIbTYpPY, HO U SIBJIIETCS NEPCIEKTUBHBIM HHCTPYMEHTOM

JUIS. MOAYJIALIMKI XOJI0OA0BOM YCTOMYMBOCTH PACTEHUM.
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3AKIIOYEHHUE

[Tonyyenune  QapmalleBTUYECKH  IEHHBIX  METAa0OJUTOB  PACTUTEIHLHOTO
MPOUCXOXKJIEHUS Ha OCHOBE KIJIETOUHBIX KYJIBTYP-CYNEPIPOIYILIEHTOB CTAHOBHUTCS BCE
Oonee aKkTyaldbHBIM W TMEPCIECKTHUBHBIM HaIpPaBICHUEM B O0JIACTH OHOTEXHOJIOTHH
pacTeHui, B CBA3M C YXYIUICHHUEM DSKOJOTUYECKOW OOCTAaHOBKU M OOIIEMUPOBOM
TEHACHIINEN K MAaKCUMaJIbHOMY COXPaHEHHUIO IPUPOIHBIX PECYpCOB B OMOpa3HOOO0pa3us
(Eibl et al., 2018; Arya et al., 2020). Hu3kast mpoIyKTUBHOCTb KJIETOYHBIX KYJIBTYD
SIBJIIETCSI OCHOBHOM Mpo0seMoil B TaHHOM HampaBiieHud. CoBpeMeHHbIE TPeOOBaHUS K
MHCTPYMEHTaM OMOWHXEHEpUU PACTEHUIl MOAPa3yMEBaIOT BBICOKHI aKTHBATOPHBIN
apdekT Ha OHOCHHTE3 UHTEPECYIOIIUX COeIUuHeHuH Oe3 yiiepda pPOCTOBBIM
XapakTepucTHKaM KieTouHblXx KynbTyp (Krasteva et al., 2020). Ilpaktuueckoe
NPUMEHEHHNE TEeHHO-UH)XCHEPHBIX MOJIXOJ0B JJIi ONTHUMH3ALUU MPOIYKTUBHOCTH
KJIETOYHBIX KYJIBTYp KakK PECypcoB [JIsi MHILEBOH, (PapMakoJIOruyeckom u
KOCMETHYECKON MPOMBIINIEHHOCTH OTPAHUYEHO OOLIEMHUPOBBIMH TPEOOBAHUSIMH K
npuMensieMbiM mogxonam (Krasteva et al., 2020). Takum 00pa3omM IOUCK TEHOB,
KOJUPYIOIIKX CYIIPECCUOHHBIE PErYJISITOPHbIE OETIKHU, SIBISETCS Hanboiee akTyalbHbIM U
NEPCIEKTUBHBIM  HANpaBiIeHHWEM B  O0OJacTH  HUCCIENOBAaHUM  OMOTEXHOJOTHH
PACTUTENBHBIX KJIETOYHBIX KYJIbTYP-MPOAYLEHTOB, COOTBETCTBYIOIIMM COBPEMEHHBIM

TCHACHIUAM U Tpe6OBaHI/IHM, a TaKKC BO3MOKHOCTAM I'CHOMHOI'O pCAAKTUPOBAHUA.

B mnpencraBmenHoit paboTe MBI BIEpBBIE IOKA3aldHM, YTO WHTHOMpPOBAHWE
aKkcnpeccuu reHa AtJAZI B KJI€TOUHOU KynbType A. thaliana NpUBOIUT K aKTHUBALIMH
OMOCHHTE3a a30T-, CEePOCOJAEpkAIIMX COCAUHEHUH, HE UHTHOUpYS HAKOILJICHUE
Oomomaccel TpaHcreHHoW KyiabTyphl (Makhazen et al., 2021a). Jlns moarBepkaeHus
nosydyeHHoro 3¢¢exra, OblUIa MpoBeIeHA padoTa MO WHTHOMPOBAHUIO JKCIPECCUU
Ommkaiimero romosiora rena AtJAZ1 — rena VvJAZ9 BuHOTpanga B KJICTOYHOU KyIbType
V. Vinifera. Bnepsbie ObLJIO TTOKa3aHO, YTO TAHHBIHN IMOIX0/T IO3BOJISET TAK)KE YBEITUIUTh
coliepKaHue mpauc-pe3BepaTposia, KOTOPbIA MPOIyIUpYyeTcs B (PEeHUINMPONaHOUIHOM

nyTH OMOCHHTE3a, OTIMYHBIM OT MyTH OuocuHTe3a kamanekcuHa (Makhazen et al.,
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2021b). Boicokass HayyHas 3HaYMMOCTH TMOJYYEHHOTO M MOATBEpXKIAeHHOro 3 dexra
3aKJII0YAeTCsl B BO3MOXHOCTH HCIIOJb30BAaHUS HAYYHBIX JAHHBIX O PEMPECCOPHBIX
MEXaHHM3MaxX, I[EePCIEeKTUBHBIX B Kauye€CTBE TApreTHbIX TE€HOB JJii TE€HOMHOIO
peIaKTUPOBAHUS C LIENbI0 aKTUBAIIMM OMOCHUHTE3a IIEHHBIX PACTUTEIbHBIX COCTMHEHUM.
[IpumeHneHnne Taknx OMOMHXKEHEPHBIX MOAXOJ0B IMO3BOJIUT MOJIYYUTh AIBTEPHATHBHBIC
pecypebl Uil MPAKTUYECKOTO0 MPUMEHEHUSI C y4€TOM COBPEMEHHBIX TPEOOBAHMM K

Ka4ecTBY pecypca.

[ToMuMO MOATBEPKIAECHUS JEHCTBUSI MHTMOMPOBAHMS SKCIPECCUH PEMPECCOPHBIX
TeHOB cemelcTBa JAZ Ha OWOCHHTE3 KaMaJIeKCHMHA, TIIOKO3WHOIATOB W MPAHC-
pe3Beparposia, ObUI TMPOBEAEH KOMIUICKCHBIA aHAM3 MOJIEKYJISIPHOTO MeEXaHU3Ma
nosryaeHHoro 3¢ dexra. Mbl mokazanu, 4T0 WHTHOMPOBAHUE SKCIPECCHH T€HOB JAZ
UMUTUPYET JelcTBue curHaibHOoM cuctembl KK, 4TOo obOecrneynBaeT aKTHUBALIMIO
ouocunTe3a puroanexkcunos (Makhazen et al., 2021a). Tak e, Kak 3TO IPOUCXOJIUT B
pacTeHUH B OTBET HAa CTPECCOBOE BO3/IEHCTBHUE, TTIABHBIM 00pa30oM, aTaKy HEKpPOTPO(HBIX
natoreHoB. OaHako, uckyccrBeHHas aktuBanus KK curnanbHOro myTu mportekaer 0e3
3HAYUTENbHOTO HWHTMOMPOBAaHUA pOCTa, XapakTepHoro s mnpupogHoro KK-
onocpeaoBanHoro oteeta. llomumo JKK-3aBucumoro oTBeTta Ha HEKpOTPO(HBIN
naToreHes3, (PUTOANIEKCUHBI BBIPAOATHIBAIOTCS TaK >K€ B OTBET HAa aOUOTHYECKHE
CTpeccoBbI€ BO3JeHCTBUSA. MBI MOKa3aliv, 4TO UHTUOUPOBaHUE IKcIpeccuu reHa AtJAZI
B KJETOYHBIX KYJbTypax apaOujorncuca YCUJIMBAET AaKTUBATOPHBbIE JEHCTBUS
aOMOTHYECKHUX CTPECCOB (COJIb, XOJIO) HAa OMOCHHTE3 KamasekcuHa. Kpome toro, Obu10
MOKa3aHo, YTO UHrMOupoBaHue reHa AtJAZI obecrnieyuBaeT TOJIEPAHTHOCTh KIETOYHOM
KyJbTYPBhl K XOJIOJIOBOMY CTPECCY, YTO CIOCOOCTBYET YBEIMYEHHIO MPOTYKTUBHOCTHU
KaMaJIeKCHHA 3a CUeT c1a00ro MHIHOMPYIOLIEro JEHCTBUS HU3KUX TeMIIepaTyp Ha poCT
TPAHCTEHHOW KYJIBTYpPhl 1O CPaBHEHHMIO C KOHTPOJIbHOW. OOHapyxeHHbIH 3PQdeKT
SBJIIETCS] IEPCIEKTUBHBIM HAMpPaBICHUEM JJI MCCIEIOBaHUN T€HOB rpynnbl JAZ Kak
MUIICHEH A1 OMOMH)KEHEPHOrO MOJyYEHHUsl XOJIOAOYCTOMYMBBIX pPAcTeHHUN. AHalu3
AKCIPECCUNU MAPKEPHBIX CTPECCOBBIX T'€HOB MOKa3all, YTO MHIMOMPOBAHUE IKCIPECCUU

JAZ TeHOB M3MEHSET KOHCTUTYTHUBHYIO U WHAYLUMOEIbHYIO JKCIPECCHIO KIHOUEBBIX
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I€HOB OTBETA Ha cTpeccoBbie Bo3aencTBus: ICEI, MYC2, ZATI2, rpynnbl reHoB DREB,
HSF, ABF, uto o0ecrnieunBaeT yBEeIWYEHHE MPOIYKTUBHOCTU TPAHCT€HHON KYJIbTYPHI
pY BO3JICUCTBUM XOJIO/A 332 CUET aKTHUBAIMKM BTOPHUYHOTO META0OIM3Ma M CHUIKEHUS

OTPHULATCIIBHOI'O BOBHCﬁCTBHH X0JI0ga Ha poOCT KYJIbTYpbl 4YCPEC3 BBaHMOHCﬁCTBHG

curHanbHbIx myTeit ABK, KK n AOK (Makhazen et al., 2021a).

Takum oOpa3oMmM, UWHTHOMpOBAaHWE OKCOpeccMn TEeHOB JAZ  sBhsieTcs
MEPCIIEKTUBHBIM YHUBEPCAIBHBIM OMOTEXHOJIOTHIECKIM HHCTPYMEHTOM JIJIsl aKTHBAIUH
OnocuHTe3a (DEHWIMTPOMAHOUIHBIX TPOM3BOJHBIX W  a30T-, CEPOCOJEPIKAIINX
COCTMHECHHM, 00MamarommX (papMaKOJIOTHYECKUMU CBOWCTBAMH, C IENBIO MOTYYCHUS
peHTa0eIbHBIX AIbTEPHATUBHBIX HMCTOYHUKOB Ha OCHOBE BBICOKOMPOIYKTHBHBIX

KJIETOYHBIX KYJIBTYP PACTEHUHU.
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BbIBO/IbI

1. Uurubuposanue sxcnpeccun rena AtJAZ1 nocpenctsom PHK-unrepdepennnu B
KJIETOYHOW KyIbType A. thaliana TpUBOIWAT K aKTHBAIMM OWOCHHTE3a a30T-,
CepocoiepKalluX COCAMHEHHUM, He MHTHOUpYs HAKOIUIEHHE OMOMAacChl TPAaHCTEHHOMN
KyJapTypbl. CoJepkaHue METOKCHUTIIIOKO3MHOJIATOB YBEIMYMBAETCSA JO TpeX pa3 Io
CPABHEHUIO C KOHTPOJIbHOW KYJIbTYpOU; COJEp’KaHUE KaMaJeKCHHA JOCTUTaeT 9 MKI/T
CyXOro Beca MpU HEJETEKTUPYEMOM YPOBHE B KOHTPOJIbHOM KYJIBTYpE.

2. NarubupoBanue sxcnpeccun rena VvJAZ9 (bnuxaitero romosora rena AtJAZ1
apabujorcuca) B KJICTOYHOU KyIbType V. vinifera IpuBOIUT YBEIMUCHHUIO COJICPKAHUS
mpanc-pe3BepaTpoja B JIECATh pa3 MO CPaBHEHHUIO C KOHTPOJIBHOW KIIETOYHOM
KYJIbTYPOH; MPU 3TOM NPOAYKTUBHOCTH TPAHCTEHHOW KJIETOYHOW KYJIbTYpbl B 7 pa3s
BBIIIIE TI0 CPAaBHEHUIO C KOHTPOJIbLHOW KJIETOUYHOW KYJBTYPOH, yUUTHIBasi CHUKCHHE
WHJIEKCa POCTa TPAHCTEHHOU KYJbTYPhI KJIETOK.

3. MurubupoBanue skcnpeccuu reHoB AtJAZI u ero romoiora VvJAZ9 B KIE€TOUHBIX
KyJIbTypax apaOumorncuca ¥ BUHOTPaZa, COOTBETCTBEHHO, HWMHTHPYET JCHCTBUE
curHaiapHOM cructemsl KK, uTo obecrnieunBaeT akTUBAIMI0 OMOCHHTE3a (PUTOATCKCUHOB.
Opnako, wuckycctBeHHas aktuBaius KK curHampHoro mytu mpoTekaer 0e3
3HAYMTEILHOTO WHTUOWPOBAHUS POCTA, XAPAKTEPHOTO ISl MPUPOJHOTO >KACMOHAT-
OMOCPEOBAHHOTO OTBETA.

4. NarubupoBanue skcnpeccuu reHa AtJAZI B KIETOYHOU KylbType apabumorncuca
YCWIMBAET AaKTUBATOPHBIE JEUCTBHUSI aOMOTUYECKUX CTPECCOB (COJIb, XOJIOA) HAa
OMOCHHTE3 KamalleKCuHa. B CcTpeccoBbIX YCIOBHSX B TPAHCITEHHOW KyJIbType
YBEJIIMYUBAETCS MPOAYKTUBHOCTh KaMajleKkcuHa 10 68 MKr/i, uto B 3-7 pa3 Oouiblie, yeM
B KOHTPOJIbHOU KYJIbTYpE.

5. UurubupoBanue oskcnpeccun TeHa AtJAZI oOecrnieunBaeT yCTOMYHUBOCTh
KJIETOYHON KYJIBTYpPhl K XOJIOIOBOMY CTpPECCY, 4YTO CIOCOOCTBYET YBEIMYCHHIO
MPOJAYKTUBHOCTH KaMaJeKCHHA 3a CUET CJIa00ro MHTHOMPYIOIIETO JCHCTBUSI HU3KHUX

TEMIEpaTyp Ha POCT TPAHCTE€HHOM KyJIbTyphl IO CPAaBHEHUIO C KOHTPOJBHOM.
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OOnapyxeHHBI  3(pQexT  ABisgeTcss  MEepPCINEeKTUBHBIM  HANpaBJICHUEM U
OMOMHKEHEPHOTr'O MOJYYEHHUSI XOJIOA0YCTONUYHUBBIX PACTEHHM.

6. UurubupoBanue »oskcrpeccun reHa AtJAZI W3MEHAET KOHCTUTYTUBHYIO H
UHIAYIHOETBbHYIO 3KCIPECCUIO0 KIIFOUEBBIX I'€HOB OTBETAa HA CTPECCOBBIE BO3JICUCTBUS:
ICEL, MYC2, ZAT12, rpynnsl renoB DREB, HSF, ABF, uTo o0ecrieduBaeT yBEeINICHHE
MIPOAYKTUBHOCTH TPAHCTEHHOM KYJIbTYpPbI IPH BO3IEUCTBUU XOJI0/a 32 CYET aKTUBALIUH
BTOPUYHOTO MeTaboIM3Ma U CHIXKEHUS OTPUIATENIbHOTO BO3JIEUCTBUS X0JI0a Ha POCT
KyJbTYpHI uepe3 B3aumoaeiicteue curHaiibHbix myteid ABK, )KK n ADK.

7. UarubupoBaHue  JKCIpeccur TeHOB  JAZ  SBISETCS  MEPCICKTUBHBIM
YHHUBEPCAJIbHBIM OHOTEXHOJIOTMYECKUM HHCTPYMEHTOM Ui aKTUBAallMU OHOCHMHTE3a
(GeHUINpPONaHOUAHBIX MPOU3BOAHBIX M  a30T-, CEPOCOJAEPKAIIMX COCTUHEHUH,
oOnafaroux (papMaKoJIOrHYECKUMHU CBOMCTBAMH, C LI€JIbIO MOJYyUYEHUS] PEHTAOETbHBIX
QIBTEPHATUBHBIX MCTOYHUKOB HA OCHOBE BBICOKOIPOIYKTUBHBIX KJIETOYHBIX KYJIBTYp

pacTEeHUN.
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