®enepanbHoe 010IKeTHOE 00pa3oBaTesIbHOE YUpeskAeHHe BhICIIero 00pa3oBaHust
«CankTt-IleTepOyprckuii rocyiapcTBeHHbIH YHHBEPCHTET»

Kadeapa reHeTuKu 1 OMOTEXHOJIOTHU

Ha npaBax pyxonucu

I'anueBa Mapus CemeHOBHa
I'EHBI CLE B PA3BBUTHUU KAPTO®EJIA

Crrermanbaoctb: 03.02.07 ['enernka

Juccepramus
HA COUCKAHUE YYEHOM CTEICHU

KaHaugara OMOJIOTHYECKHX HayK

HayuHblil pykoBOaHTE/Ib:
KaHauAaT OMOJIOrMYeCKUX HayK, IOLEHT

Honyesa Upuna EBrenpeBHa

Cankr-IlerepOypr
2021



OriaasJjieHue

BBEJIEHUE
AKTyanbHOCTb TEMBbI UCCIIEIOBAHUS
CoBpeMEeHHOE COCTOSHUE UCCIICIOBAHUM
Hayunas HOBH3HA THUCCEPTAIMOHHON PabOTHI
MerToab! Hccae10BaHNS U TOCTOBEPHOCTh PE3yIbTaTOB UCCIIEAOBAHUS
OCHOBHBIE TOJIOKEHHS], BRIHOCUMBIE Ha 3aIIUTY
[MpakTuueckas u TeopeTHUECKasi 3HAUUMOCTh PabOTHI
ArmpoGartust paboTsI
CIIMICOK COKPAII[EHUI
1.0B30P JIMTEPATYPEI
1.1. KinyOneoOpa3oBanue y kaprodens
1.1.1. doTonepuoarueckas peryisius KiyoHeoOpa3oBaHus y kapTodens
Pone ¢mopureH-IomoOHBIX OEITKOB B PETYISIIAN KITyOHe0OpazoBaHus y KapTodemst
Pons romeomomen-coneprkamux T B perynsiun kryOHeoOpa3oBaHUs y KapTodens
Pons MukpoPHK B perymsinmun xi1yoHeoOpa3zoBaHus y KapTodes
1.1.2. A3oTHOe nuTaHue
1.2. Ilentunasie puroropmonsl CLE
1.2.1. Ponp nentunoB CLE B pa3BUTHM allMKaJIbHBIX MEPUCTEM
1.2.2. Ponb nentunos CLE B pa3BUTHUH OpOBOJSLIEH CUCTEMBI
1.2.3. Ponb nentunoB CLE B oTBeTe Ha BHEUIHHE (aKTOPHI
2. MATEPUAIJIbI 1 METO/IbI
2.1. PactuTenpHbIi MaTepuall U YCIOBHUS BRIPAIIMBAHUS PACTEHUH

2.2. Ilouck reno CLE y xaptodens, aHanu3 rnociegaoBatenibHoctelt reHoB CLE u (pMI0TeHEeTUYeCKU aHaIH3
nentunos CLE

2.3. Ananm3 gaaabIX cekBeHupoBanus PHK

2.4. Boeigenenne PHK u monmyuenne kJIHK

2.5. Beigenenne JIHK

2.6. ITonmumepasnas nenHas peakuus (I11P)

2.7. TILIP B peanbHOM BpeMEHHU

2.8. KonctpynpoBaHue BEKTOPOB

2.9. Tpancdhopmanus GakTepuit

2.10. Tparcdopmaris pacTeHHN ¢ TIOMOIILIO Agrobacterium rhizogenes n Agrobacterium tumefaciens

2.11. Ananu3 akTUBHOCTH perniopTepHbIX 6enkoB GUS u GFP

O N N o o o u un b

W W NN NN R R R R R R R
o o o N P N UMD N O O

31
32
32
33
33
34
34
35
36
37



2.12. Tuctonornueckuii aHaIu3 TPAaHCTCHHBIX PACTCHUH KapTodens
2.13. JIpoxokeBast OMHOTHOPHIHAS CHCTEMA
3. PE3VJIBTATHI 1 OBCYXXAEHUE
3.1. AHanu3 nocnenoBaTeIbHOCTeN U IKcTpeccuu TeHoB CLE y KapTodens.
3.2. ITouck renoB CLE y9acTBYIONINX B OTBETE HA N3MEHEHHE COJEPKAHMS a30Ta B CpeIe.

3.2.1. Ilouck romoinoros reHoB CLE pe3yXxOBHUIKH, yIaCTBYIOIINX B OTBETE Ha a30T.

3.2.2. Ananu3 skcnpeccun reHoB CLE xaprodenss B 0OTBETe Ha M3MEHEHHUE COJICpIKAHKUE a30Ta B CPE/IE.

3.2.3. Ananu3 akTUBHOCTH PoMOTOpoB reHoB StCLE4 u StCLE10 y xapTodens.
3.2.4. Ilposepka B3aumozeiicteust T® BELS ¢ mpomoTtopHoit obnacTeto rena StCLEA.

3.2.5. V3y4yeHue BIUAHNS U3MEHEHHOTO YpOBHS 3kcnipeccuu reHoB StCLE4 u StCLE () na pa3Butue
Kaprodens.

3.3. ITouck reno CLE kaptodes, y4aCTBYIOIIHUX B OTBETE HAa HEXBATKY BOJIBI.
3.4. llouck reHoB CLE, y4acTBYIOIINX B YTONIIEHUH KITyOHSI.
3.4.1. Ilouck y kaptodeins romonoroB reHoB CLE pe3yXOBUIKH, yIACTBYIOIINX B POCTE YTONIIECHHEM.
3.4.2. Ananu3 skcnipeccun TeHOB CLE B KITyOHE KapTOQels.
3.4.3. Ananu3 akTuBHOCTH IpomoTopa rena StCLES y kaprodest.
3.4.4. N3y4yenue BnusiHUs cBepXxakcrpeccuu rena StCLES Ha pa3BUTHE KapTOders.
4. 3BAKJIIFOYEHUE
5. BBIBO/IbI
6. CIIMCOK LIUTUPYEMOM JINTEPATYPbI
BJIAT'OAAPHOCTU
MMPUJIOXKEHUW A

37
37
39
39
42
42
43
45
48

51
52
54
54
55
57
59
67
70
71
84
85



BBEJAEHUE

Temoli Halrero uccie0BaHus ABISICTCS N3ydeHue poiu reHoB CLE, KOMUPYIOIMHUX MOOUIIbHBIC
CUTHAJIbHbIE NENTUbl, B Pa3BUTUM KapTodessi, B 4aCTHOCTHU - KiyOHeoOpazoBanuu. Ilentuast CLE
(CLAVATA3/EMBRYO SURROUNDING REGION-related) mnpeacraBnsor co6oif MOOUIBHBIC
KOMITOHEHTBI BBICOKO KOHCEPBAaTUBHBIX peryasaTopHbIX moxaynei - cucteM WOX-CLAVATA, xoropsie
y BBICIIMX PAaCTEHUH UIPAOT BaXXHEUIIYIO pOJb B PEryISALMM Pa3HOOOPA3HBIX MPOLECCOB Pa3BUTHS —
SMOpHOreHe3a, akTUBHOCTU MEPHUCTEM, PaCTHTEIbHO-MHKPOOHBIX B3aMMOJEHCTBUH M OTBETOB Ha
bakTophl OKpYKaroIIel cpelipl, a Takxke B pocte yronmeHnueM (Yamaguchi et al., 2016).

N3BeCTHO MHOXKECTBO KYJIBTYPHBIX U TUKOPACTYIIMX BUJIOB KapTrodens. PoguHol KyasTypHOro
kaprodens sBrsiercst KOxxnas Amepuka. OCHOBHBIM 00bEKTOM Hamiei pabotel 0bu1 Solanum tuberosum
L. copra Me3upe. Kpome TOro, B uccienoBaHMsX OBUIM MCIIOJIb30BAHBI €€ TPU TUKUX U TPHU
KYJIBTYPHBIX BUJa KapToders.

KnyboneoOpa3oBanue y Kaprodens CONpSIKEHO C CEephe3HBIMH MOP(OIOTHUECKUMH U
OMOXMMHYECKUMHU M3MEHEHHMSIMH B HaJ- W TOA3EMHOW YacTsax pactenus. KiyOHu kaptodens — 3To
BUJIOM3MEHEHHbIE MOOErH, OCh KOTOPBIX YKOpOUEHAa M CHJIBHO YTOJIIEHA, a UX TKAHU 3arlOJIHEHbI
KpaxMasioM. B Hopme kiyOHM 00pa3yloTcss Ha KOHIIaX IOJ3EMHBIX I00eroB - cTonoHoB. Ha
KJIyOHEOOpa3oBaHUE BIMAET MHOXKECTBO BHEIIHMX (PAKTOPOB, TaKWUX Kak (HOTOMEpHOJl, TeMIieparypa,
a30THO€ NHUTaHHWE, HAJIWYME BOJbI, @ TaKXKe BHYTPEHHUE (aKTOphl, Takue Kak (UTOTOPMOHBI U
yrineBoAbl. [Ipy coBmaseHuM YCIOBHM, OIaronpHsTCTBYIOUIMX OOPa30BaHHUIO KIIYOHS, 3allyCKaeTcs
CUTHAJIbHBIA KacKaJ|, Byl K MHUIMMPOBAHUIO KIyOHEH Ha KOHIIAX CTOJIOHOB; POCT CTOJIOHOB B
JUIMHY TIpeKpallaeTcs W HayMHAeTCsd pOCT YTONIIEHUEM. YTOJIIEHHWE KIyOHs HauMHaeTcs B
cyOanuKaJbHON 30HE CTOJIOHA C aKTUBHBIX JIEJIEHUH KJIETOK KOpBI U cepAleBUHbI. KoHeuHoro pasmepa
KJIYOHHM JOCTUTAIOT Onarofapsi akTHMBHBIM JIEJICHUSAM KJIETOK NEpUMENYUISIPHON 30HBI — Hapy>KHOU
YacTH CepJleBHHbl. B pesynbrare oOpasyercsl 3amacarollidif OpraH, KOTOPBI MOXET IMepexaaTh
HeOJIaronpusTHHIE YCIOBUS 3UMbI U BHOBb ITPOPACTH BECHOM.

Panee ObUT BBISIBIIEH s/l PETYISATOPOB MHULIMALIMHN U Pa3BUTHS KiIyOHA y KapTodens (AkceHoBa
u ap., 2012), rem He MeHee, poiab nentuaoB CLE B ki1yOHeoOpa3oBaHMM paHee HE u3ydanach. B cBsi3u
C 9TUM, LeJbI HAIIEro MCCIeNOBaHUs cTano u3ydeHue reHoB CLE y kaprodens. B paGore Obuin
MOCTABJIEHBI CIEYIOIINE 3aJa4M:

1. BsrisButs y kaprodens rensl CLE, IpoBECTH aHAU3 UX MOCIE0BaTeIbHOCTEN

2. BrouButh cpenu renoB CLE xaptodens perynsaTopbl OTBETa Ha M3MEHEHHUE CONEpKaHHs

a3oTa B cpene

3. BeisButh renbl CLE xapToderns, BOBICYCHHBIC B OTBET HAa HEXBATKY BOJIBI



4. BeiaButh cpenu reHoB CLE kapToderst peryisiTopbl YTOIIICHUS KITyOHs

5. OcymecTBUTh MOUCK PETYIAATOPOB dKcnpeccuu reHoB CLE y kapToderst

AKTyaJII)HOCTb TEMBbI UCCJICAOBAHUSA

MupoBasi TeHAEHLUS Pa3BUTUS CEIILCKOIO XO3sHCTBAa B HACTOsAIIEE BpeMs HalpaBleHA Ha
IIOBBIIICHUE YPOKAWHOCTH KYJIBTYPHBIX PACTEHUN C UCIIOJIB30BAHUEM TEXHOJIOIMM, KOTOPHIE HAPSLYy C
BBICOKOH MNPOIYKTUBHOCTBIO PACTEHUH MOTYT 00€CHeunuTh OE30MacCHOCTh MNHILEBBIX MPOIYKTOB M
9KOJIOTMYECKYI0 0€30MacHOCTb. B CBS3u ¢ 3TUM, BaKHBIN BKJIaJ B YCTOMYMBOE pa3BUTHE CEIILCKOIO
XO34HCTBA MOXKET BHECTH BBIBICHHE M MHCIIOJIb30BAHWE T'€HETHYECKUX MEXaHU3MOB DPa3BUTHUS
SHAYUMBIX IIPU3HAKOB CEIBbCKOXO3SMCTBEHHBIX paCTeHHﬁ.

Hame HUCCIICAOBAHHUEC IIOCBAILICHO BBIIBICHUIO I'CHCTHUYCCKHUX MCEXaHU3MOB q)OpMI/IpOBaHI/IFI
KIyOHS KapTrodenss — BaKHEHIIero KOMIIOHEHTAa IUTAHUS 4YeJOBEKa U CeJIbCKOXO3AHCTBEHHBIX
KUBOTHBIX. B Hactosiiee Bpemsi KapTodenb 3aHMMaeT ISATOE MECTO B MHUpPE Cpeau HCTOYHHKOB
SHCPTHUU B IMIUTAHUHN YCJIOBCKA ITOCJIC MIICHUIILI, KYKYPY3bI, pyucCa U A4YMCHS. B cBsa3u ¢ OTHUM, U3YUCHUC
TEHETHYECKOTO KOHTPOJIS KIIyOHeoOpa3oBaHUs y KapTo(ens sIBISETCS aKTyalbHOH 3a/1adei, penieHue
KOTOPOM MOKET BHECTH BKJIAJ] B MIOBBILICHUE YPOXKAHHOCTH KapTodens 3a cueT HayyHO 000CHOBaHHOM
CEJIEKIINH.

HecMotpss Ha Oonblioe NmpakTHUECKOE 3HAUYEHHWE, MHOTHE acCleKThl KIyOHeoOpa3oBaHUS Y
KapTodens 10 CUX MOp HE BBISICHEHBI. Tak, HEM3BECTHBI PETrYIsATOPhl Pa3BUTHSI KIIyOHS B 3aBUCUMOCTHU
0T (pakTOpOB OKpyXkaroleill cpeabl, TaKMX, KaK a30THOE MUTAaHME M HEXBaTKa BOJBI, TaKXke cladbo
U3y4YeHbl PEryiasToOpbl yTojmeHus kinyOHs. Hame ucciaenoBaHue BHOCUT BKJIAJ B PELICHHE ATHX

BOITPOCOB.

CoBpeMeHHOE COCTOSTHHE MCCJIeTOBAHMM

K Hacrosimemy BpeMEHHU BBISBIICH LEBIN P PErYIATOPOB KIIyOHEOOpa3oBaHus y KapTodes:
¢buToXpomsbl, reHbl-peryiasTopsl uBereHus (Martinez-Garcia et al., 2002), ps1 MOOUIIBHBIX CHUTHAJIOB,
Bkiodast MPHK (Banerjee et al., 2006a, Mahajan et al., 2012, Ghate et al., 2017), mukpoPHK (Martin
et al., 2009, Bhogale et al., 2014), a Takxke ¢duroropmonsl (aykcwsbl, uTOKkHHMHBI (LK) u
rub0epeunnbl) (Xu et al., 1998). MoxHO MpennosoXuTh, 4TO U JIPyTHe PETYAATOPHl Pa3BUTHUS
pacTeHHid MOTyT MpUHUMAaTh ydactue B (opMuUpoBaHMU KIyOHsS y Kaptodens. Tak, cpenu
(UTOrOpMOHOB BBIIEISIETCSA TpyMNNa NenTUIHBIX TopMoHOB CLE, uieHbl KOTOpOW y4acTBYIOT Kak B
NOAJIep’)KaHUM MEPHUCTEM PACTEHUH, TaK M B OTBETE HA Pa3IM4HbIe (PAKTOPBI Cpeabl. ITO CEMEHCTBO

TOPMOHOB ObUIO OOHapy>keHO y OOJIBIIOTO KOJMYECTBAa BUJIOB PACTEHH, BKIIOYash MXHU, IUIAyHBI,



MarOpOTHUKH U ceMeHHbIe pacTeHus (Yamaguchi et al., 2016; Hirakawa, Bowman, 2015). Oxgnako y
KapTodes 3TO CeMENWCTBO paHee HEe ObLJIO OXapaKTEepU30BaHO. TeM He MeHee, MOXKHO MPEINOI0KHUTD,
yro nentuasl CLE y xapTodenst MOryT peryaupoBarh Kak JeJIEHUs KJIETOK B KIIyOHE, TaKk U OTBET Ha
daxTopsl okpyxkaromeit cpensl. JeiicrBurensho, nentuasl CLE MoryTt urpars ponb B GopMUpOBaHUN
3aracaroluX OpraHoB PacTeHHi, YTO ObLIO paHee MOKa3aHO HAMM Ha MpHMepe 3amacaroiinuX KOpHen
(Gancheva et al., 2016; I'anueBa u ap., 2018). BeisaBienune renoB cemeiictea CLE y kaprodens u

U3y4YeHHE UX POJI B KIIyOHE0Opa3oBaHUU ObUIO BIIEPBBIE MPOBEACHO B JAaHHOH padoTe.

HayuHnasi HOBH3HA IMCCEPTALMOHHOM PadOThI

Hame uccrnenoBaHue NOCBSIIEHO W3y4eHHUIO poiu reHoB CLE B pa3BUTUM KapTodens u
oOpazoBanuu ero kiayOHed. BmepBeie ObuTM oOxapakrtepus3oBaHbl TeHbl CLE Kak AWKUX, TaK M
KYJIBTYPHBIX BUJOB KapTodess, IpoaHaJIu3upOBaHbl MOCIEI0BATEIbHOCTH KOAUPYEMbIX UMU OEIIKOB.
Jns xaprodenst Solanum tuberosum L. copra Jle3upe npoBeeH aHAJIN3 HKCIPECCUU T€HOB B Pa3HbIX
OopraHax pacTeHHid, a Takke aHaIn3 (QYHKIUH HEHKOTOPHIX reHoB CLE B pasButuu pactenuit. Cpenn
reHoB CLE kaptogens ObuiM BIIEpBbIE BBIABICHBI: |). yHaCTHUKU OTBETA Ha COZIEP KAHUE a30Ta B CPElIe
- redbl StCLE4 u StCLEI(, 2). y4aCTHUK IepeJadll CUIHajla O HexBaTke BOAbl - reH StCLE23, u 3).
PETYIAATOP IEIEHUH KJIETOK B MPOBOASAIINX Iy4Kax - TeH StCLES.

Takum oOpa3oM, AuccepTalMoHHas paboTa XapaKTepu3yeTcs BBICOKOW CTENEHbIO Hay4HOMH

HOBU3HBI.

MeTOZ[l)I HCCJICAOBAHUA ! JO0CTOBEPHOCTD PE3YJAbTATOB HCCJICAOBAHUA

B pabore wucCnonp30BaHbl pa3IUyHbIE MOJIEKYISIPHO-TEHETHYECKHE METOIbl Ui aHalu3a
AKTMBHOCTH I'€HOB U U3y4YEHUs U3MEHEHHOIO YPOBHS MX DKCIIPECCUM: NOJMMEPa3Has LICTHAas peaKius
(TTLLP), TP B peanbHOM BpeMeHM, KJIOHHPOBaHME I'€HOB, TpaHChopMalus Apoxokel, OakTepuil u
pacTeHui, ApO}OKeBas OJHOTMOpUIHAS CHCTEMa, METOAbl MUKPOCKONUM JUIsl aHaju3a aKTUBHOCTU
pPENOPTEPHBIX OENKOB, a TAK)KE CTAaTUCTUYECKHE METOJbI /ISl IPOBEPKU JOCTOBEPHOCTH PE3YNIHTATOB

HUCCICOO0BaHNs.

OcHOBHBIE IOJIO0KCHHSA, BBIHOCHMbIC HA 3aIIUTY

VY xaprodens BoisiBiaeHo 42 rena CLE. [Ipoananu3upoBaHbl MOCIEA0BaTeIbHOCTH TeHOB CLE y
TpeX JHUKUX M UeThIpeX KYIbTYpHbIX BHAOB Kaprodens. Iloka3zaHo, 4YTO KOHCEHCyCHas
nocienoBarenbHOCTh  noMeHOB  CLE  kaprodens  omimuaercs  OT — MOCIEAOBAaTEIBLHOCTEH

cootBeTcTByromux goMeHoB CLE pesyxoBunku Arabidopsis thaliana v Tomara Solanum lycopersicum,



HO TakkKe JeMOHCTpHpyeT 6 HaumOoyiee KOHCEpPBAaTHUBHBIX aMUHOKUCIOT. Cpenu reHoB CLE 'y
kaptodenss Solanum tuberosum L. copra Jlesupe (StCLE) BBIABICHBI T€, KCHPECCHS KOTOPBIX
accollMMpOBaHa C W3MEHEHUEM cojepxkaHus azora B cpene (StCLE4 u StCLEI(), a Ttakxke

JTOCTYIMHOCTBIO BoabI (StCLE23) u yronmenueM kiyoHs (StCLES).

HpaKTl/I‘IeCKaﬂ U TEOpEeTNIECCKAA JHAYNMOCTD paﬁOTbl

JU7isi BBISIBIICHUS! PETYASTOPHBIX KOMIIOHEHTOB U MEXaHU3MOB MHIYKIIUU KITyOHEOOpa3oBaHUS y
Kaprodenss ObLT MPOBENEH IOUCK TE€HOB-KAHAMJIATOB, KOTOPbIE MOTYT CTaTh MHUINEHSAMHU IS
VAYYIIEHUS OTOM  CEIbCKOXO3SIICTBEHHOM  KYJABTYpbI, a Takke JJig CO3JaHHs  HOBBIX
KIIyOHEe0oOpa3yIoMX COPTOB PACTCHUH, KOTOPhIE paHee KIyOHH He 0Opa30BbIBaJU. BBISABICHBI TeHBHI,
AKCIIPECCHs KOTOPBIX aCCOLMUPOBAHA C U3MEHEHUEM coiepkanus azota B cpene (StCLE4 u StCLE0),
a TaKXke JOCTYMHOCThIO Boabl (StCLE23) u ¢ yronmenueM kiyOHs (StCLES).

Teoperuyeckass 3HAYMMOCTh PE3YIBTATOB Pa0OTHI 3aKIIOYAETCS B MIACHTU(DHUKAIIMKM M aHAIIU3e
nociuenoBaresibHoCTel reHOB cemeiicTBa CLE y KyIbTYpHBIX W JUKOPACTYIINX BHJIOB KapTodens, a
TaKkKe (PYHKIMOHAIBHOW XapaKTEepUCTHKE HEKOTOphIX reHoB CLE y Solanum tuberosum L., 410

MPpEACTaBIISICT UHTCPEC AJI TCHCTUKU PAa3BUTUA paCTeHHﬁ.

Anpobauusi padoThI

Pesynbrarel pa®oThl OBUTM ONMYONMKOBAaHBI B MEXKIYHAPOIHBIX M POCCUHCKUX HAyUHBIX
KypHajax U cOOpHHKax TE3UCOB, a TAKKe OBUIM NMPEICTaBIEHbl Ha POCCUHCKUX M MEXAYHAPOAHBIX
koHbpepeHusax: VII cre3n BaBunoBckoro o0miecTBa reHETUKOB M CEJIEKITMOHEPOB, MOCBsMIEeHHbIN 100-
netuto kadenpsl reneruku CIIOIY (Canxt-IletepOypr, Poccus, 2019); International Plant Growth
Substances Association Conference (Ilapmwxk, @pannus, 2019); IX Cweszn obmectBa (U3HOIOrOB
pacrenuii (Kazanb, Poccus, 2019); International Association for Plant Biotechnology Congress
(Ay6mun, Upmannus, 2018); VI Workshop on Plant Peptides and Receptors (Antekepa, Mcmanus,
2018); AxrtyanpHbIe TpOOIEMBbl KapTodeneBoAcTBa: (yHIAMEHTAIBHBICE W TPHUKIAIHBIE ACMEKTHI
(Tomck, Poccus, 2018).

PaboTa BbINONHATIACH TPU TOAJIEPKKE CIETYIOINX I'PAHTOB!

1. I'paut POOU 18-34-00020 - “Usyuyenue ponu cuctem WOX-CLAVATA B pazsutuu

KITyOHS y KapTodens”.
2. I'pantr PODOU 18-04-01017 - “Cucrempr WOX-CLAVATA B peryiasuud pa3BUTHUS

3aracarolux OpraHoB PacTEeHUM .



3. Ipaatr PODU 20-316-80004 - “M3yueHune reHETHYECKHMX MEXaHHW3MOB OOpa30BaHUS
(h05MbI B KITyOHE KapTodens”.

4. Tpant MuHHCTEpCTBa HAayKd W Bbicuiero obpasoBanusi Poccuiickoit dexepannn B pamMkax
cornamenus Ne 075-15-2020-922 ot 16.11.2020 Ha coznanue u pazsutue Hayunoro nenrpa

MHPOBOTO YPOBHS “ATpOTEXHOJIOTUHU OyayIIero”.



CIIUCOK COKPAILIEHUM

ABK — abcum3oBas kuciiora

AK — amuHOKMCIIOTa

JJ1 — nauHHBIN 1eHb

NYK — uHonmi-ykcycHasi KUCJIoTa

KAM — anukanbHasg MepucTeMa KOpHS

KJI — kopoTkuii eHb

HVYK — HadTunykcycHas Kucinora

[TAM — anukanpHas MepucteMa nobera

[TLIP — nonmepa3Has uenHasi peakuus
[IIIP-PB — I1IIIP B peanbHOM BpeMEHHU

T® — TpaHCKPUTIITUOHHBINA (PaKTOp

K — HUTOKMHUHBI

CLE — CLAVATA3/EMBRYO SURROUNDING REGION-related
NLP — NIN-like protein

NRE — nitrate-responsive element

NRT — nitrate transporter

TAC — tuber activation complex

WOX — WUSCHEL-RELATED HOMEOBOX

Y 1H — Yeast One-Hybrid Assay (apox:keBasi OTHOTHOpUAHAS CHCTEMA)
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1.0b30P JIMTEPATYPbI

1.1. KiryOHeoOpa3oBanue y kaprodesis

KiyOHeoOpa3oBaHue mpeacTaBiiseT co00i MPOIEecc, UMEIONMIUN MECTO Y PACTECHHUH pa3iIMIHbIX
MIOPSITKOB, TaKWX Kak Brassicales (Hactypuus kinyoHeHocHas), Oxalidales (xucnuia kiryOHEHOCHas),
Asterales (tonunamOyp), Caryophyllales (ymmroko), Poales (uyda) m Solanales (xaprodens). Ilpu
ONMaronpUATHBIX YCJIOBHSIX ATH PACTeHHUs OOpaszyroT ClelUaIN3upOBaHHBIC 3aracarolue OpraHbl,
Ha3bIBa€MbIC KITyOHSIMHU.

Jlydme Bcero m3ydeHO pas3BUTHE KIyOHsS y Kaprodens (S. tuberosum). KinyOuu xaprodens
ABISAIOTCA MOIU(DUIMPOBAHHBIMU TOA3EMHBIMU TOOETaMH, OCh KOTOPBIX YKOPOY€HAa U CHJIBHO
YTOJIIIEHa, a TKaHU 3alOJHEHbI KpaxMaioM. B HopMe ki1yOHM 00pa3yroTcsi Mo 3emiieil Ha CTOJIOHAaX.
CronoHbl 00pa3yrOTCs U3 MOYEK CTEOMS M MPEACTABISAIOT CO00M MmoOern, HO, B OTIMYNE OT OOBIYHBIX
no0eroB, CTOJIOHBI PACTyT IUAreOTPONMUYECKH, MMEIOT MEJKWE JIUCThbA, a MX KOHYHMKH 3arHyTHl B
KpIOYOK. B ma3yxax JHCThEB CTOJIOHOB HAXOISATCS CIISIIIME TMOYKH, KOTOPbIE Yy KIYOHSI Ha3bIBAIOTCS
mia3kaMu. JlMHA U KOJIMYECTBO CTOJIOHOB, a TAK)K€ MX BETBICHHE BapbUPYIOT Y Pa3HBIX T€HOTHIIOB
KapTodens ¥ B 3aBUCUMOCTH OT YCIIOBHH mpouspactanus. [locne mHIyKmu KiryOHEeoOpa3oBaHus POCT
CTOJIOHOB B JUIMHY NPEKpAIAeTCs, W MPOMCXOTUT CyOanuKaabHOE YTOJIIEHHE KOHYMKA CTOJIOHA,
MOCKOJIbKY HAYMHAIOT JENUTHCS KIETKH KOPHI M CEPILIEBUHEI. B 3TO e Bpems B CTOJIOHE HAYMHAETCS
HakorieHne kpaxmana. Kak Tonpko KiyOHU IOCTUTaT pasmepa ~0,8 ¢M, HAYMHAIOTCS WHTECHCHUBHBIC
KJICTOYHBIE JETICHHUS B TIEPUMETYIUISIPHON 30HE, KOTOPbIE MPOJOIDKAIOTCS 10 TeX TOp, MOKa KIYOHU He
JOCTUTHYT KOHeuHoro pasmepa (Xu et al. 1998). B wurore mepumemymispHas 30Ha COCTaBIsET
OOJIBIIYI0 YaCTh 3pPEJIOro KIYOHS U COCTOUT M3 3alacarolluX MapeHXUMHBIX KJIETOK U MPOBOISIINX
TkaHed. KnyOHM kaprodens 3amacaroT OONbIIOE KOTUYECTBO Kpaxmala, COAepKaT Majio Kupa U
CTOJIBKO e OelKa, CKOJIbKO M Yy 3JIaKOoB, HO ¢ Oosiee cOalaHCHPOBAHHBIM COCTaBOM HE3aMEHUMBIX
amuHokucioT (AK). [Tomumo 3Toro, B KIyOHSIX cOAepKHUTCs Ooibiioe KonuuecTBo BuTamuHa C. B
CBSI3W C BBICOKOW MHUIIEBOW IIEHHOCTBIO, a TAaK)Ke C JIETKOCTHIO B BBIPANIMBaHWH, KapTo(henb crai
YETBEPTON 110 3HAYUMOCTH CEIbCKOXO3SMCTBEHHOM KYIBTYpPOH, ypO’Kalli KOTOPOH IO BCEMY MHUpPY
nocturaet B cpegHeM 300 MUJUIMOHOB TOHH B TO/I.

B menom, anaromust KIryOHSI COOTBETCTBYET aHATOMHUH CTEOJIS: KITyOCHb BKJIFOYAET B ce0sI KOPY,
BHEIIHIOO (rosMy, KamOuii, Kcujaemy, BHYTPEHHIOI (UIodMy, 3amacaroulyl0 M[MapeHXUMy U
cepaueBuHy. B ommume oT cTeOnsA, KIyOEHb CONEPXKHUT TMEpUAEpMY, OOJbIIOE KOJIUYECTBO
MApPEHXUMHBIX KJIETOK U Majloe KOJTUYECTBO MEXaHMUECKHX TKaHEH — MapeHXUMHBIE KJIETKU KCUIIEMBI
HE OJIPEBECHEBAIOT, JTyOsIHbIE BOJIOKHA Takke oTCyTCcTBYIOT (EdppemoBs, 1958). Takum oOpazom, MOKHO

BBIICTIUTH TSTh 30H 3pPEJOro KIyOHS: mepuiaepma, Kopa, MpOBOISIIMNA LUIMHIAD, MEpUMENYUIIpHas
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3oHa u cepanesuHa (Hayward, 1938). B yrommenun kinyOHs y kapTodens kamOWii HE TPUHUMAET
3HaYMMOI0 Y4acTusi: B KJIyOHe He (QOpMHpYeTCs HENpepbhIBHOE KOJIbIIO KaMOWs, a €CTb TOJBKO
NPEPBIBUCTHIE YIACTKH, (popMupyromume HeG0IbII0e KOTMIECTBO MPOBOASIINX HIEMEHTOB.

HauGonpmmii BKiIag B yTONIIEHUE KIIYOHS BHOCST JIEICHUS KJIETOK HMEPUMETYIIISIPHON 30HBI
(Cutter, 1992). [lepumenymispHas 30Ha IPEACTABISICT COOOM BHEIIHIOIO YacTh CEPIIEBUHBI, KOTOPAs
COCTOUT M3 HECKOJIBKUX CII0EeB 00Jiee MEJNKUX, TOJICTOCTEHHBIX U MJIOTHO PACIOI0KEHHBIX KIETOK, 4YeM
KJIETKH OCTaJbHOM cepAaueBuHbl. KieTku nepuMeny/uIsipHOM 30HBI JIOITO COXPAHSAIOT CBOIO
KHU3HEEATSIFHOCTh M BBIMOIHSIOT (DYHKIIMIO 3allacaHusl MUTATEIbHBIX BEIIECTB: 3Ta 30HA BbIpakeHa
B CTEOISIX psijia MHOTOJETHUX PACTeHUH, B OCOOCHHOCTH B JPEBECHBIX cTBoNax. OmHAaKo, mepBOi
TKaHbIO, HAUMWHAIOLICH MeNeHHUs U OCYIISCTBIAIOIIAs YTONIIEHUE CTOJIOHA, SBISETCS CEpALEBUHA.
Knetku cepaueBuHbl comep)kaT MEHbIIee KOIMYECTBO Kpaxmalla, 4YeM OKpYXKalollhe ee KIETKU
NepUMENYJUIIPHON 30HBI, M Ha UX (DOHE CepleBHHA BRIIISAAAT Oonee mpo3paunoit (Hayward, 1938).
Jlanee HaYMHAIOTCS AKTHBHBIE JEJCHUSA KIETOK B KOpe, NMEPUMEAY/UIIPHONH 30HE W TPOBOJISIIEM
mwmnape (Hayward, 1938), B pesynbrare uero obOpasyercst 3penblii KiayOoeHb. UTOOBI ycIHenrHo
3amacarb aCCUMMJISITBI, UAYIINE U3 JHCTHEB, B 00Pa3yIOIIEICs TONIIE KIETOK KIYyOHS (hOpMUPYIOTCS
JOTIONTHUTENbHBIE TSKH (h1odMbl. C pa3BuUTHEM (IOAMBI TAKXKE CBSI3aHO JAPYroe COOBITHE B JKU3HU
KIIyOHs KapTodens — nmpopactanue. beuto 0OHapyXeHO, YTO B MEPHUOJ MOKOs (109Ma MOYEK KITYOHs
CUMIUTACTUYECKU M30JIMPOBAaHA OT (PIIOOMBI OCTAIBHON YacTH KIyOHS U UX COCAMHEHHE MPOUCXOTUT
npu npopactanuu KiayoHs (Viola et al., 2007).

CBer, Temmeparypa W THUTAaTeIbHBIC BEIICCTBA SBISAIOTCS TJIABHBIMU JIMMHTHPYIOITUMHA
(dakTopaMu, BIUSIOMIMX HA POCT PACTEHHA, B TOM 4Hcie U KapTodens. Y kapTodens KOPOTKUH TeHb
(KI), Hu3kue TeMmriepaTypsl U HHU3KO€ COJEp)KaHHE a30Ta CTUMYIHUPYIOT KiyOHeoOpa3zoBaHHE, B TO
BpeMs Kak JIMHHBIN AeHb (JI/l), BbICOKHE TeMmmepaTyphl, a TakKe BHECEHHE a30THBIX YI0OpeHUi
NOAaBISAIOT oOpa3oBaHWe KiyOHeH. Himke MBI paccMOTpHM BIMSIHHE HEKOTOPHIX (aKTOpOB Ha

KIIyOHeoOpa3oBaHue y KapToders.

1.1.1. @oTonepuoanueckas peryjsauus KiyoHeoOpa3zoBanus y kaprodesis

Cpenu BBIIIENIEPEUNCIICHHBIX YCIOBUN HanOoee N3ydeHHBIM SBISICTCS JUTUHA JHS (MJTH, €CITU
TOYHEEe, JUIMHA HOYM) M3-3a HAMOOJIbLIETO BIMSHUS Ha KiyOHeoOpasoBanuwe. K/ wungymupyer
KJIyOHeoOpa3oBaHHe, XOTS HMEEeT MECTO 3HAYUTENbHBIH pa3dpoc B CTENEHM €ro BIUSHUS Ha
MHUIAAIIIO KITyOHEH s pa3HbIX BUIOB KapTodens. PanHume copra KyasTypHOTO Kaproders He
YyBCTBUTEIBHBI K (poToneprony. OaHako AUKWAE BUABI, Takue Kak Solanum demissum Lindl., He moryT

oOpazoBeiBath Ki1yoHU nipu [1J1 (16 yacoB) (Ewing, Struik, 1992).
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Posb piiopureH-nono0HbIX 0€JIKOB B peryJsiuuu KiayoHeoOpa3oBaHus y KapTodes

Ha xaptoderne 6bu10 npoBeieHO 00JbIIOE KOJMUECTBO MCCIEI0BAaHUN, TOCBAIIEHHBIX MOUCKY
perynaropoB kiyoHeoOpa3oBanusi B oTBeT Ha KJ/I. Tak, cTtano M3BECTHO, YTO HEKOTOPBIE PETYISTOPHI
(doToreproauIecKoro KOHTPOJIS LIBETCHUS PETYIUPYIOT U (oToneproau3M kiryoneoopasosanus (Puc.
1). DOkxcnepuMeHTHl 1O MpUBUBKaM Ta0aka Ha Kaprodenab IOKa3ald, YTO IIBETEHHE MU
KJIyOHe0Opa30BaHUE PEryIUPYIOTCS CXOAHBIMU CUTHAJIaMHU, KOTOPbIE BOZHUKAIOT B JINCThSIX B OTBET Ha
OnaronpuaTHyl0 JUIMHY IHS. B dacTtHocTH, (ropHreH, KOTOPBIA SBISETCS MOOWIBHBIM CHUTHAJIOM
[[BETECHUS, TAKXKE (PYHKIIMOHUPYET KaK MHIYKTOp KiyOHeoOpazoBanus, Tyoepuren (Yaitnaxsn, 1984).

OcCHOBHBIE T€HBI, OTBETCTBEHHBIEC 32 (POTONEPUOTUUECKYIO PETYIALUIO0 PA3BUTUS (B OCHOBHOM
— 32 KOHTpPOJIb IIBETEHUS B 3aBUCHUMOCTH OT JJIMHBI JHS), ObUIM BBISABJICHBI IIPU aHAJIN3€ MYTAHTOB
pesyxoBunku Tans Arabidopsis thaliana L. ¢ HapylmieHHEM CpPOKOB 3al[BETaHHs, a 3aTeM
UJICHTU(PHUIMPOBAHBI M Y JPYTHX BUIOB IMOKPHITOCEMEHHBIX. LIEHTpaTbHBIM PETyIsaTOpOM Pa3BUTHUS B
3aBucuMocTu OT (ororepuona spisiercs reH CONSTANS (CO), xoropsiit kogupyer T® ¢ momeHoM
«uuHKOBble manblpl». I'en CO skcrnpeccupyeTcsi B MPOBOAALIMX TKaHAX JIMCTa, U YPOBEHb €ro
9KCIPECCUM 3aBUCUT OT IMPKAJHBIX YacOB, M3MEHSAACh B TEUEHHE CYTOK: B Hadaje IHS YpPOBEHb
skcripeccun CO MUHUMAJIEH, 3aTeéM OH HapacTaeT M JIOCTHraeT MaKCMMyMa K Beuepy, MOCIie Yero
CHOBa CHIKaercsa. Jkcnpeccust reHa CO B TeueHue AHs peryaupyercsa ¢ ydactuem Oenka FLAVIN-
BINDING KELCH REPEAT F-BOX1 (FKF1), yuacTByromiero B peleniuyu CHHEero CBeTa, U JepHOrO
o6enka GIGANTEA (GI). benku FKF1 u GI ¢opMupyror KOMILIEKC, ONOCPEAYOIIUN
yOUKBUTHHUPOBAHHE U Aerpajainuio penpeccopa tpaHnckpunuuu reHa CO — 6enka CYCLING DOF
FACTOR 1 (CDF1) u, xak cienctaue, noBbieHne ypoBHs skcnpeccun rena CO k Beuepy (Putterill et
al., 1995). DOkcnpeccust reHoB FKFI u GI perynupyercss LUPKaJHbIMU PUTMaMH, HaKOIUIEHHE HX
npoaykToB Habmomaercss B BeuepHee Bpems. Jlomen LOV (Light, Oxygen, or Voltage) 6enka FKF1
croco0eH TOIoMaTh CHHUHN CBET, W MPEAIOIaraeTcs, YTO aKTHUBAIMS TOTO JIOMEHA MO/ JeHCTBUEM
CHHErO0 cBeTa cruMmynupyer obOpa3oBanue komrmuiekca FKF1-GI wu ero cBs3siBanume c
TpaHCKpUMIMOHHBIM penpeccopom CDF1 (Imaizumi et al., 2005).

T® CO A. thaliana nanpsmyro akTUBUpPYeT dkcripeccuto rena FLOWERING LOCUS T (FT),
Komupyromero  Oenok  pasmepom  okoio 20 kJla, orTHocsmuiics Kk  cemeiictey PEBP
(phosphatidylethanolamine-binding protein) u Bemonssrommii pynkuuu duopurena (Kardailsky et al.
1999, Kobayashi et al. 1999). dnopuren siBisieTcss yHUBEPCAIbHBIM MOOUIBHBIM CUTHAJIOM, KOTOPBIi
oOpa3yeTcs B JHCThIX B OTBET Ha u3MeHeHue (Qoromepuoma (YaitmaxsH, 1984). benmoxk FT y
pe3yxoBuaKkH W ero romonor y puca, Heading date 3a (Hd3a), Obutm mameHTH(HUIMpOBAaHBI Kak

dnopurensl (Corbesier et al. 2007, Tamaki et al. 2007). benku FT/Hd3a 06pa3yroTcst B TUCTBAX MOCTe
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UHAYUUPYIOIIET0 ACHCTBHUS W3MEHEHHUs JJIUHBI JHS, IOCIE Yero IMepeMellaloTcs B anuKalbHYIO
mepuctemy nobera (ITAM), rune aktuBupyroT nporpammy npererus: (Corbesier et al. 2007, Jaeger u
Wigge 2007, Mathieu et al. 2007, Tamaki et al. 2007). Kak tomsko FT momamaer B IIAM, on
B3aumoyeiictyer ¢ T® cemericta bZIP FD (FLOWERING LOCUS D), npuuem nmocpeaHuKaMu MxX
B3aUMOJICHCTBHS  SBIISIOTCS O€JIKM-amanTopbl cemeiictBa 14-3-3, KoTOopble B JaHHOM CiIy4ae
BBITIOJIHSIOT poJib perentopoB ¢uiopurena (Taoka et al. 2011). @mopuren puca Hd3a B3aumoneiicTeyer
¢ Oenmkamu 14-3-3 B nuTomasMe W, IOCIE TPAHCIOPTUPOBKH B sapo, komiuieke Hd3a/14-3-3
B3aumoyeiicteyer ¢ T® OsFDI1, o6pasys ¢dnopuren-akruBupyronmii komruieke (Florigen Activating
Complex, FAC), kotopslii aktuBHpyeT 3Kcnpeccuto reHa API (APETALAI), KiII04eBOTO peryiasTopa
paszBuTus 1BeTka (Taoka et al. 2011).

VY kaptodens ects uetbipe FT-mogobubix Oenka: SELF-PRUNING 3D (StSP3D), StSP6A,
StSP5G u StSP5G-like. PHK-untepdepenuus rena StSP3D He Biusiia Ha KITyOHE0Opa3oBaHUE HU MIPH
K, s npu [IJI, HO 3anmepkuBaina mBerenune kaprodens (Navarro et al. 2011), - Takum obpazom,
StSP3D sBnsiercs daopureHoM Kaptodesi, peryasTopoM €ro [BETCHHUS.

B cBoto ouepens, StSPOA dyuknumonupyer kak tydepuren (Navarro et al. 2011). I'en StSP6A4
IKCIIPECCUPYETCSl B JINCThSIX TPU MHIYKTHBHOM sl kiryoHeoOpasoBanus KJ[ (Navarro et al. 2011).
KnybneoOpasoBanue 3aaepxuBaercs npu PHK-untepdpepenuuun StSP64 u unaynupyercs mnpu
cBepxakcnpeccun StSP6A (Navarro et al. 2011). Tak e, kak u y puca, StSP6A u StFDL1a/b (FD-like)
B3aMMOACUCTBYIOT ¢ St14-3-3s in vitro u in vivo (B KOHYHKE CTOJIOHA), IIpH 3ToM St14-3-3 sBusercs
HeoOxomuMbIM 151 StSPOA-3aBHCHMON MHIYKIIMU KITyOHEoOpa3oBaHus. B3auMonencTBys, 31 OeKu
o0pa3yloT KOMIUIEKC, Ha3BaHHBIA tuber activation complex (TAC) (Teo et al., 2017). Caenyer
OTMETUTB, 4TO dKcpeccus reHa StSP6A4 nonasisaercs T CO: npu cHmxeHnn ypoBHs 3kcnpeccun CO
kaprodens oOpasyer kiayonu u npu /I, npu 3tom skcnipeccus StSP6A Bo3pacTaer, 4To TOBOPUT O
HaJU4YUU HETaTMBHOM perymsauuu skcrpeccun  StSP6A co croponst CO. B To ke Bpewms,
cBepxakcnpeccus CO mpUBOAUT K 3ajiepikke KiyOHeoOpa3oBanus npu uHayktuBHOM KJI (Teo et al.,
2017).

bouto mokaszano, yTo penentop KpacHoro csera, phyB, Boieuen B (oTomepuoanYecKuii
KOHTPOJIb Pa3BUTHUsI KIYyOHEH W, TakK ke, KaKk M B PETYISIIUN IIBETEHHsI, BHICTYMAET KaK PEIpeccop
orBera. Pactenus ¢ PHK-unrtepdepenuueit rena PHYB crnocoOHbI 00pa30oBbIBaTh KIYOHH Kak MHpu
JUTMHHOM, HEUYKTUBHOM, JTHE, Tak U Ha MHAYKTUBHOM KJI (Jackson et al., 1998). [1pu s3Tom npuBuBKa
TAKOrO PAacTeHMs Ha JAUKUUA THN TakKe MPUBOAMIA K KiIyOHeoOpasoBanuto mpu I/, yto o3HavaeT
HaJu4ue TMepeaaBacMoro CMrHaja, KoTopeid perynupyercs phyB (Jackson et al., 1998). Oxazanocs,

gyto T® StCOL1/2 (CONSTANS-like), mpu JI/] ctabunusupyercs phyB u akTUBHUpYeT 3KCHPECCHIO
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reHoB StSP5G u StSP5G-like, Taxxke komupyronux GiaopureH-nmogaooHsie 6enku kaprodens (Abelenda
et al., 2016). Caiinencunr reHoB StSP5G unu StCOL npUBOIUT K aKTUBAIIMH dKCIIPECCHH TeHa StSPOA.
Bbruto npeanonoxeno, uro StSP5G unrnbupyer kiryoneooOpazoanue npu /1 6maromapst mogaBiIeHUIO
skcnpeccun StSP6A (Abelenda et al., 2016).

Takum oOpa3om, y kaprodens mnpousonuio paszneincHue (yHkumid FT-momoOHBIX OenkoB:
StSP3D BemmonHseT GYHKIUIO (IIOPUTeHa, HO €ro Peryisaius ¢ MOMOIIbI (oTomepuoaa moka yTo
wioxo u3ydeHa; StSPOA smusercs tybepurenom u ooOpaszyercs npu KJI, StSP5G u StSP5G-like
SBJISIFOTCSI aHTUTYOepUTeHAMH, TaK KaK MOAABIISIOT Kcnpeccuio StSP6A npu /1.

OnomaniauBanue KapTo(ens MPUBENO K MOSBICHUIO COPTOB C PA3JIMYHBIMHU PEAKIUSIMH Ha
JUIMHY JOHs, Oojiee TOro, y HEKOTOPBIX COPTOB (OPMUPOBAHUE KIyOHEH HEUYBCTBUTEIBHO K
doronepuony. Okazanock, 4To MosBICHUE TaKuX GopM KapTodens CBA3aHO ¢ MOABICHUEM A€PEKTHBIX
amneneit rena StCDF1 (Kloosterman et al., 2013). Beero y kaprodens oOHapy>KEHO YeThIpe aiiesin
rena StCDFI1: StCDFI.1 (nopmanbHas amnens), StCDFI1.2 (nedektHas, B KOTOPOW MPOU3OIILIA
BCTaBKa MPEANONIOKHUTEIbHO TpaHcno3oHa), StCDF1.3 w StCDF1.4 (nedextHble, BCTaBKu 7
HYKJIEOTHZIOB). B cBsizu ¢ HanmuumeMm BctaBok y ajuieneit StCDFI.2-1.4 mpousouien CABUT PaMKH
CUMTHIBAHMSI, B PE3YJbTaTEe Yero OENOK JUIMICA TpeThero C-KOHIIEBOTO JIOMEHA B CBOCH CTPYKTYype.
DTOT JOMEH OTBEYAeT 3a B3aUMOJIEUCTBHE C APYrMMH Oeikamu, a TouHee ¢ Komruiekcom StFKF1-
StGIl, xoropslii B Hopme mpu cBs3biBaHuM ¢ StCDF1 3amyckan ero yOMKBUTHHUpPOBaHHE U
nporeacoMHyto aerpaganuio. Ilpu orcyrerBum C-konueBoro aomena xommiekc FKF1-GI ne moxer
ceazarbess ¢ StCDFI1, StCDF1 He ormpaBnsercss Ha aerpajganuto, a penpeccupyer StCOLI/2,
pe3ylbTaToM 4Yero sBisieTcs oOpa3oBaHue Oenka StSPOA BHE 3aBHCHMOCTH OT JUIMHBI JTHSA
(Kloosterman et al., 2013). Jledbextnsie amnenu StCDFI He ObliM OOHapyXeHbl y KapToders,
UMEIOILEro aHIMHCKoe MPOUCXOXKACHNE (KOPOTKOJHEBHBIN KapTodensb), Ho nosBisitores ¢ 1810 roga B
EBpone - 3TOT mepuoa CBs3aH C MEPBBIMH HHTPONYKIHMSIMH B EBpomy 4Ymimiickux aOOpHTeHHBIX
coptoB. OHAKO ATH ayuTeH He ObLTH 0OHAPYKEHBI B YHIIMICKIX BHaX TOTO BPEMEHH, B CBS3H C UYeM
MOXHO TPEANOJIOKHUT, YTO MyTallul BO3HUKIHU de novo B EBporie u Obutn “3aUKCUpPOBaHbI”, TaK KaK
UMENU  CeNIeKLIMOHHOE MpeuMyliecTBo. OTCYTCTBHE aJalTUBHBIX BCTaBOK B reH StCDFI 'y
eBporeiickoro kaprogens 1650-1750 ronqoB 03Ha4aeT, 4TO CyIIECTBYIOT U JIpYTHe aJanTHBHbIEC TE€HBI,
KOTOpBIE TTOKa 4To He oOHapykeHs! (Gutaker et al., 2019).

Poab romeonomen-cogepxkamux T® B peryiassuun kJiyOHeoOpa3oBaHus y KapTodeJst

[Tomumo StSPO6A, MOOMIBHBIM CHUTHAJIOM, KOTOpBIHA, MepeMemasch Mo (aos3Me B CTOJOH,
aKTUBUPYET pa3jMyHble TEHBI, YYaCTBYIONIME B KIyOHEOOpa3oBaHUHM Y KapToQens, SBISIETCS

TpaHcKpunT Tena StBELS, romeo0oKc-coaepikaiero rena cemeiictaa three-amino-acid-loop-extension
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(TALE). K]JI, xoTOpBIii SBISETCS CTHMYISITOPOM KIyYOHEOOpa3oBaHUS, BBI3BIBAET DKCIIPECCHIO T€HA
StBEL5S B JUCTBSIX M TMEpPEMEIICHUE €ro TPAaHCKPUITOB B KOHYMK CTOJIOHA, YCHJIMBAs
kiyOHeoOpa3oBanue (Banerjee et al., 2006). B momonHeHune K JKcmpeccud BO (prodMe JHCTHEB,
yepelikax U KopHsx, StBELS taxxke skcrpeccupyercs B crosioHax npu K[ u JIJ1. Ceepxakcnpeccus
reHa StBELS accouuupoBaHa ¢ yBeJIUYCHHUEM OMOMAacChl KOpHS, pocTa U ypoxas kiryoneit (Banerjee et
al., 2006; Lin et al., 2013).

bouto noxazano, yro npu caineHcuHre CO NPOUCXOIUT YBEIMYEHUE YPOBHS JKCIPECCUU
StBELS, a npu cBepxakcnpeccun CO ypoBenb 3kcnipeccuu StBELS nanaet (Abelenda et al., 2011).
CnenoBarensHo, T® CO wneraruBHo peryaupyer kak StSP6A, tak u StBELS5, Takum oOpazom
UHTHOUPYs KIIyOHeoOpa3oBaHUeE.

UzBectHO, uTO y pactenuii T® cemeiictBa BEL ¢u3ndecku B3auMoJeiCTBYIOT C TOMEOJOMEH-
copepxxkammmu T® Knotted1-like (KNOX) mist KOHTpOJsl pa3iMyHBIX aCHEKTOB POCTa M Pa3BUTHUS
pactenwmii (Miiller et al., 2001; Smith and Hake, 2003; Rutjens et al., 2009; Hamant and Pautot, 2010).
StBELS Takxke B3aumogeiictByer ¢ Td cemerictBa KNOX kaptodens, - POTATO HOMEOBOX 1
(POTH1). beuio mokaszano, uto MPHK POTHI Ttaxxe MOOWIbHA U TEpeMEIIaeTcs U3 JIMCThEB B
crononsl o Qguosme (Mahajan et al., 2012), a cBepXdKCHpeccHsi 3TOTO I'eHa BEAET K paHHEMY
oOpa3oBaHMIo KiIyOHEH B ycnoBusx in vitro (Rosin et al., 2003). Taxxke y kaprodenst ObUIH BBISBICHBI
PHK-cs3piBaromue 6enku (RNA-binding proteins (RBPs)), nHazsanusie StPTB1 u StPTB6, kotopsie
o0ecrnieunBaroT JBMKEHHE Mo (rosme, a Takxke ctadbunbHocTh MPHK StBELS u POTHI (Mahajan et
al., 2012; Cho et al., 2015).

bout BeisiBeH psa mumieHed rereponuMepa StBELS/POTHI1 npu kiyOHeoOpazoBanuu. B
cybanukanbHoil 30He cronoHa StBELS/POTHI1 cBs3biBaetcs ¢ npomoropom rena GA20 OXIDASE 1
(GA200x1), perynupyroiero o0pa3oBaHie aKTUBHBIX (JOPM THOOEPEITUHOB, Yepe3 TaHIEMHBI MOTHB
TGAC u unrubupyer ero tpanckpumnuuio (Chen et al., 2004). 910 TpUBOAUT K CHUKEHHUIO YPOBHS
rub0epeuiMHa B CTOJIOHE, YTO SBIISETCS MPEANnochuikod mHunuanuu kiyons. Tawke BELS moxer
NPUHUMATh YYacTHE B PETYIALUU SKCIPECCUU T€HOB OMOCHHTE3a MHAOMMIYKCYCHOH kucaoTsl (MYK)
(YUCCAla) nm UK (IPT) (Lin et al., 2013), koTOpble Takke SBISIOTCS AKTUBHBIMH Y4aCTHUKaMHU
pa3BuTHs KIyOHs y kapTodens. [loMumo 3TOoro, B peryinsToOpHbIX ydacTkax reHoB StSP6A u StCDF1
(cM. BhimIe) Takxke oOHapyxeHbl MOTHBBI TGAC nns cBsaseiBanus T® BEL, u Ob110 mokaszaHo, 4To
StBELS MOXeT MO3UTHBHO PEryIHpOBaTh 3KcIpeccuio 3Tux reHoB (Sharma et al. 2016; Kondhare et
al., 2019).

Poss mukpoPHK B perynsinnu kiyoHeoOpa3oBaHus y KapTogeJis

K gucny perynsaropoB kiryoHeoOpa3oBanus Takxke oTHocsaTcss MUKpoPHK: miR156, miR172 u
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SES. MukpoPHK cBsi3eiBatoTcst co cBoeli muiienpto - MPHK kakoro-nmbo perymsaropHoro reHa - mo
MPUHIIAITY KOMIUIEMEHTapHOCTH M MOTYT PENpPecCUpOBaTh TPAHCIALUIO U MHAYILIUPOBATh JETpagalliio
TpaHcKpunta-mumeHu. Takum o6pazom, MukpoPHK BoBiedeHbI B peryisuio O0OJIbIIOro KOJIUYeCcTBa
CUTHAJIbHBIX IyTEH, B TOM YHUCJIE U B Pa3BUTUE KITyOHEH.

Tak, miR156 nakamnmuBaercs B croimoHax mnpu K[, m ee cBepXdKcmpeccuss NPHUBOIUT K
oOpazoBaHMi0 KIyOHEW B Haa3eMHOW dYacTu pacteHust kaprodens (Bhogale et al.,, 2014). Ilpu
CBEpXdKcupeccun miR[56 B Ta3ylIHBIX [OYKaX IPOUCXOAUT CHM)KEHUE 3KCIIPECCUU T'€HOB,
BOBJICUEHHBIX B curHamuHr YK, GpaccMHOCTEpOMIOB M CTPUTOJIAKTOHOB M IOBBIIIAETCS YPOBEHBb
AKCIPECCUM TEHOB, YYaCTBYIOIIMX B TpaHcrnopre win curHaiauHre LK, 4To Bemer K MOAaBIEHUIO
anyMKaJIbHOTO JTOMUHUPOBAaHUS M POCTY CTOJIOHOB B Ma3yXxax JHCTheB. B To xe Bpems miR156
nojanisier oOpa3zoBaHue KIIyOHEH Moj 3emiiel, HeraTUBHO BJMsS Ha dkcnpeccuro miR172, StBELS,
StSP6A v no3utuBHO — Ha dkcnpeccuto StCO u StSP5G (Kumar et al., 2020).

B cBoto ouepens, miR172 Ttoxke perymupyer skcmpeccuto StBEL5, HO SBISETCS €ro
NO3UTUBHBIM peryistopoM (Martin et al., 2009). Tak, npu cBepxskcrpeccun miRI172 xaprodenb
00pa30BbIBaN KIyOHU W Ipu HeHMHIyKTHBHOM /I, HO HemocpencTBeHHbIe MUIlIeHH 3TON MuUKpoPHK
BCE €I1I€ HE BBISIBIICHBI.

I'en suppressing expression of SP6A (SES) xonupyet npeamectseHHUK MUKpoPHK, Mumiensto
koTopoit sBnsierca reH StSP6A (Lehretz et al., 2019). Ota MukpoPHK wurpaer ocHoBHyto ponb B
TEMIIepaTypo3aBUCUMOM KOHTpoje KiIyOHeoOpazoBaHusa. CHUrHAJIOM O KOHIE JieTa, Hapsay co
CHI)KEHUEM JUIMHBI JTHS, TaKXKe SBJISETCS MOHMKEHUE TeMIIeparypbl, 0COOEHHO B HOUHOM nepuof. Tak,
MHAYKIIMU KIIyOHEel crnocoOcTByeT Temneparypa Houbto Hibke 20°C u auem Huxke 30°C (Ewing, 1995).
Oka3zanoce, yto noBbimeHue Temmeparypsl (29°C gHem u 27°C HOYBIO) BBI3BIBAIOT CHUXKEHHE
JKcTpeccuu reHa StSP6A, Konupyromero no3uTHBHbIN perynarop kiyOHeoOpazoBaHUs (CM. BBILIE), B

TO BpeMs Kak skcrpeccust SES Bo3pacTaer.

Takum o00pa3oM, Ha JaHHBII MOMEHT BBISBICHBI JBa IJIABHBIX MYTH, PErYIUPYIOIIUX
¢dopmupoBanue kiyoHs — dyepe3d kommuiekc StBELS/StKNOX (Hannapel et al, 2017) u uepe3
komruiekc TAC, cocrosiuit m3 StSPO6A, StFDL1 u St14-3-3 (Teo et al., 2017) (Puc. 1). Kpome Toro,

TPAHCKPHUIITHI T€HOB, JCHCTBYIOIINX B 3TUX MYTSAX, SBISIOTCA MAIIEeHAMH MUKpOPHK.



Puc. 1. Perynstopsl kimyOHeoOpazoBanusi y kaprodens. PhyB, pemnentop kpacHoro caera,
crabmmsupyer Td CO, KOTOPBIM aKTUBUPYET dKCIpeccuto TeHa StSP5G, sBISIOMUNACS HETaTUBHBIM
perynaropoM skcnpeccun SP6A4. Peuenrop cunero csera, FKF, cBsaswiBasice ¢ GI, ornpasnser TO
CDF1 Ha gerpamanuio, uyto BefmeT kK oOpaszoBanuio CO u mofaBieHHIo dKcrpeccuu reHa SP6A. B
Clly4ae OTCYTCTBHSI HETaTHBHBIX PETYISTOPOB 3Kcmpeccun SP6A, a Takxke Omarogaps MO3UTHUBHOMY
BiausiHuio T® BELS, nmpoucxonut tpanckpunius rena SP64, n 6enok SP6A no ¢nosme nocrynaer B
ctosionsl. B ctononax SPOA B3aumoneiictyer ¢ Genkamu 14-3-3 u T® FDL, o6pa3ys kommuiekc TAC
(Tuberigene Activating Complex), KOTOpBI pErylIupyeT O3KCIPECCHI0O T'€HOB, BOBJCUEHHBIX B
obpasoBanmne kinyOHs. BELS tpanckpubupyercs B nucthax u B Buje PHK ¢ momompio 6enkos PTB1,6
no ¢osMe MomajgaeT B CTOJNIOHBI, I7ie TpaHcaupyercs u, B3aumopeiicteys ¢ Td POTH, peryaupyer

9KCIIPECCHUIO I'CHOB, OTBCTCTBCHHBIX 3a O6p2130BaHI/Ie KJ'IY6H}I, B TOM umcie SP6A.

1.1.2. A30THOe MUTAHUE

Eme onHuM BakHBIM (haKTOPOM, BIUSIONIUM Ha KIyOHeoOpa3oBaHue Yy KapTodens, sBIsSeTCS
a30THOE mHTaHue. Tak, ymajdeHWe a30T-COoIep)KalUX BEIIECTB M3 pacTBOpa JUIsi THAPOIIOHUKU
CTUMYJUPOBAJIO 00pa3oBaHWE KIyOHEW, a TOCHemyromee M00aBICHHE WX B PacTBOP BBI3BHIBAIIO
MOBTOPHBIN pocT ctoioHOB (Ewing, 1995). A3oT-3aBHcHMas peryisius KIyOHeoOpa3oBaHUS MOTIJIa

BO3HHUKHYTH H3-3a CCTCCTBCHHBIX KoJieOaHui COACPIKAHUA a30Ta B IIOYBEC, - K OCCHU €ro KOJIUYCCTBO
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CHU)KAETCs, YTO MOXKET OBbITh CUTHAJIOM JIJIsl KapTodelsis 00pa3oBbeIBaTh KIyOHH. B TO ke Bpems, npu
MIOCTOSTHHOM POCTE pacTeHUil B cpene ¢ Ooyiee BBICOKMM coAepkaHueM azoTa (4 MM, B KauecTBe
MICTOYHHKA a30Ta Hcronb3oBamd NOz~ u NHy") 1o cpaBHeHmio ¢ ManmbiM comepxkanneM azora (0,2
MM) B yCIOBHUSIX a3pONOHUKU ObLIO OOHAPY)KEHO 3HAUYMTEIbHOE yBEJIMYEHHE OMOMacchl pacTeHUi
KapTodenst ¥ OCHOBHBIX POCTOBBIX IOKa3aTeliel (BbICOTa pacTEHUM, JJMHA JIMCTA, HNIMPUHA JIUCTA,
CyXoil Bec MOOETOB M CyXOMl BeC KOpHEH), a Takke YpOKalHOCTHM CBEXHX KIyOHEeH, o0Iero
coneprxkanus xiaopoduia u azora (Tiwari et al., 2020).

Poct u mpoayKTHBHOCTH OONBIIMHCTBA PACTEHUN, B TOM 4YHCIE U KapTodens, omnpeaemnseT
3¢ (}eKTUBHOCTh BCAChIBAaHUSA a30Ta KOPHSAMHU. A30T B MOYBE MOXET OBITh B BUAE HUTparoB, AK,
0EJIKOB M IPYTUX a30T-COACPKAIIMX BEIIeCTB. B X0poIo aspupoBaHHBIX IOYBAX MPOUCXOJUT OBICTpast
HUTpUUKAIMSA, W TIOITOMY OCHOBHBIM HMCTOYHMKOM a30Ta Uil PACTCHHUU SIBISAIOTCS HUTPATHI
(Crawford and Forde, 2002). HuTpatsl 1erko pacTBOPSIOTCS U IOATOMY MOTYT OBICTPO MepeMeIaThes,
B pe3yJbTare Yero MxX KOHIIEHTpAIMs B Pa3HBIX ydyacTKaxX Mo4YBbI MoxeT pa3HuThes B 100 pa3 (Lark et
al., 2004), w pacTeHHs MOJDKHBI TIPUCIIOCAOIMBATBCS K TAKUM YCIOBUSAM JUISI ONTHMH3AIHAA
MOTJIOUICHUSI HUTPATOB. DTO JJOCTUTACTCS IyTeM MOJU(PHUKAINN apXUTEKTYPHI KOPHS, PEeryJIupOBaHUEM
HOIVIOUICHUS] M TPAHCIOPTa HUTPATOB, a TakKe onTUMu3anuei ux merabonusma (Krapp et al., 2014).
DTH TpOIECcCH 3aMmycKalTes Kak curHanaMmu u3 nobera (Ruffel et al., 2011), Tak 1 HemocpeaCTBEHHBIM
HUTPATHBIM CUTHAJIMHTOM B KopHsx (Miller et al., 2007).

VY BBICHIMX pAcCTeHHH CYIIECTBYeT JIB€ CHCTEMBbI TMOIJIONICHUS HUTpara W3 IOYBHI:
TpaHCIOpTHast cuctemMa ¢ Hu3koM aduaHOCTBHIO (low-affinity transport system (LATS)), xotopas
OTBEYAeT 3a MOMIIOIEHNEe HUTpATa MPHU €ro BHICOKOW KoHILeHTpanuu (6osnee 1 MM), u TpaHcmopTHas
cucreMa ¢ Bbicokoi aduuHOCTBIO (high-affinity transport system (HATS)), xotopas orewaer 3a
MOTJIONIEHNE HUTpaTa MpHU KOHIEHTparusx Mexay | MkM u 1 MM. beuto mokaszaHo, uto Oenkw,
KOJIMPYEMbIE YEeTHIPbMSI TEHHBIMH CeMeicTBaMH, (QYHKIIMOHUPYIOT KaKk HUTPATHBIC TPAHCIIOPTEPHI y
pesyxoBunku: NPF (nitrate transporter 1/peptide transporter family (NRT1/PTR), 53 rena), NRT2 (7
reaoB), CLC (chloride channels, 7 renoB) m SLACI/SLAH (slow anion channel-associated 1
homologues, 5 renoB). Bmecte st 4 cemeiictBa conepkar 73 reHa, HO TOJbKO 35 neTanbHO
OXapaKTepU30BaHbl, U Cpeid HUX 24 KOAUPYIOT HUTpaTHble TpaHcnopTepsl (Krapp et al., 2014).

Bbenok NRT1.1 sBrsieTcst mepBbIM U3 OOHAPY)KEHHBIX HUTPATHBIX TPAHCIIOPTEPOB pacTeHUi, —
OH ObUT uaeHTUuUIMpoBaH B 1993 rony u otHOcuTCS K Oonbiomy cemeiicTBy OenkoB NPF (Tsay et al.,
1993). JIumes past 16 u3 53 NPF 6b110 noka3aHo QpyHKIMOHHpPOBaHHE KaK TPAaHCIOPTEPOB HUTPATA.
HuTparHsie TpaHcmopTepsl 3TOr0 ceMeiicTBa UMEIOT HU3KYI0 apUHHOCTh K HUTPATY 3a UCKIIOUEHHUEM

NRT1.1 (NPF6.3), xoropsiii BoBneueH u B HATS, u B LATS. Ilomumo HutTpara, 6enxu NPF moryt
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tpancnoptupoBarh AK, nernrumpl, niroko3unonatel, UYK u abcnuzonyto kucnory (ABK) (Krapp et al.,
2014). Tak, NRT1.1 perynupyeT BeTBIEeHHUE KOPHEH, TpaHCTIOPTHPYS M HUTpaT, u aykcuH (Krouk et al.,
2010). ITpu vuskux copepxkanusx aurpara (0,25-0,5 mM) NRT1.1 nmproOperaeT BBICOKOE CPOACTBO K
HEMY U TIPU 3TOM TPAHCHOPTUPYET ayKCHH M3 MPUMOPANEB OOKOBBIX KOPHEH, YeM TOPMO3HUT UX POCT.
B pesynbrare, KOpHU HE BETBATCS, MPOUCXOAUT AKTHBHBIA POCT TJIABHOTO KOPHS B IOMCKax
00oTralieHHbIX HUTPATOM yYacTKOB MOUBHI. M, HA060pOT, pH BHICOKOM cojiep:kaHuu azoTa B cpene (1-
10 MM HuTpaTa) TpaHCIOPT ayKCHHA MPEKPAIIAETCsl, YTO MPUBOAUT K €r0 HAKOIIJIEHUIO B IPUMOAUAX
OOKOBBIX KOpHEH M JaibHEWIeMy akTUBHOMY BeTBieHUIO kopHell (Gojon et al 2011; Krouk et al.,
2010). Tpancmoptep mutpara NRT1.1 paGortaeT HE TOJBKO B MPUMOPIUAX KOPHEH, HO TaKXkKe B
OPUMOPIUSAX JIMCTHEB M I[BETKOB, a TaK)K€ YYacTBYeT B MOMIOIIEHWH HUTpara pPHU30IEPMON U
TpaHCIoOpTe Yepe3 Kopy u suaoaepmy kopHs (Guo et al., 2001).

Bce unensr cemeiictBa NRT2 y pe3yXOBHIKH SIBISIOTCS BBICOKOA(WHHBIMH HUTPATHBIMH
TpaHCIOPTEpaMH, W JJIi HUX He ObUIM OOHApYXEHBI MHBIE CyOCTpaThl, KpoMe HHUTpara. MyTtamusi 1o
reny NRT2.1, npuBOOUT K BETBICHUIO KOpHEH Npu HHU3KOW KoHUeHTpauuu Hutpara (0,1 mMM).
CxonHblil (PeHOTHI UMEET APYroi MyTaHT, 1o reny NARZ2. 1. Oxa3anock, yto HeOonbime 6e1xku NAR2
(Okamoto et al., 2006; Orsel et al., 2006) HeoOXOTUMBI JIJIsi CBSI3BIBAHUS C TuTa3MaieMMoit Bcex NRT2
kpome NRT2.7. ¥V pesyxoBuaku ecth ABa reHa NAR2, Ho Tonbko NAR2.1 sBisieTcss KpUTUYHBIM IS
(YHKIIMOHUPOBaHMS JBYXKOMIIOHEHTHOM BbICOKOa(UHHON cucTembl moromeHuss Hutpara (Orsel
et al., 2006), s paboTbl KOTOPOH (HOPMHUPYETCs] KOMIUIEKC, COCTOSAIIMNA U3 IBYX cyOobenuuui NRT2.1
u 1nByx cyobenunun, NAR2.1 (Yong etal.,, 2010). DOkcnpeccuss NRT2.1 wHaynupyercs HU3KUMHU
KOHIIGHTPAIMSMH HUTpATa, CBETOM M caxapamu u penpeccupyercs AK u NHy". Takum oGpasom,
MOIVIOUIEHNE HUTpaTa KOPHAMM PEryIMpyeTcsl KaK a30THBIM, TaK U YIJIEPOIHBIM CTaTycOM pacTeHUM
(Wirth et al., 2007).

VYV kaprodenst CBEpXdKCIpeccus TIeHa HUTPATHOrO TpaHCmopTepa, Ha3zBaHHoro StNPFI.11,
BbI3bIBaJla TIOBBIIIEHHE COJEpKaHUS Oenka, a Takke XJopoduiuia B JIHMCTHSIX, HO YpPOXKAMHOCTH
kiayoHeit He u3Mmensuiach (Klaassen et al., 2020). Takke ¢ MOMOIIbIO TPAaHCKPUIITOMHOTO aHAJIM3a
OoOHapyXeHbl TeHbl KapTodens, KOAUPYIOUIMEe HUTpATHbIE TPAHCIOPTEPbl U HM3MEHSIOLINE YPOBEHb
CBOEH AKCIIPECCHH B YCIOBUSAX HU3KOTO CONEP)KaHUS a30Ta B Cpelie, OIHAKO (DyHKIMU 3TUX T€HOB Ha
JIaHHBIN MOMEHT He n3ydeHsl (Tiwari et al., 2020).

Mactep-perynsiTopaMu HUTpaTHOTO curHanmuHra siBisttoTcst NIN-momo6ubie Oenku (NIN-like
proteins, NLP) (Konoshi and Yanagisawa, 2013). Otu T® cemeiicteBa RWP-RK (HazBanHoro mo
KOHCEpBaTUBHOMY MOTHUBY Arg-Trp-Pro-X-Arg-Lys B cBoeM cocTaBe) SBISIOTCS TOMOJOraMHu OeKoB

NIN (nodule inception) Lotus japonicus, KOTOpble BOBJICUCHBI B paHHHE ATalbl a30T-PEryITHPYyEeMOTO
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cuMOmno3a Mexay pu3obusiMu U 0000BbIMU pacTeHHsMH (Schauser et al., 1999). NLP coxepxar
HUTpaT-4yBCTBUTEILHBIN JIoMeH (nitrate signal-responsive domain) Ha N-konue, JIHK-cBs3piBaronuii
nmomen turma RWP-RK B cepemmne, m Phox m Beml (PBl) momen na C-xonme. Hwutpar-
YyBCTBHUTEJBHBIA JOMEH OTBeuaeT 3a peuenuuto Hutpara; JHK-cesasbBarommii nomen RWP-RK
MIPUCOCIUHSICTCS K HUTPAT-PETYJINPYyEeMbIM ITMC-dIIeMeHTaM (nitrate-responsive cis-elements, NRE) -
MOCJIEZIOBATEIbHOCTSIM, OOHAPYKEHHBIM B PETYISTOPHBIX 001AaCTAX pa3IMYHBIX T€HOB, JKCIpPECCHUs
KoTopbIX perynupyercs HuTparoMm (Konishi u Yanagisawa 2013). PB1 nomen HeoOxomum i 6e10K-
OenkoBbIX B3aumozeiictBuil NLP npyr ¢ npyrom, a Takxke ydactByeT Bo B3aumonenctsuu NLP ¢ TD
TCP20 (teosinte branchedl/cycloidea/proliferating cell factor1-20), KOTOpBIii TOXE SIBISIETCS
AKTUBHBIM Y4acTHUKOM oTBeTa Ha HUTpaT (Guan et al., 2017; Konishi, Yanagisawa, 2019).

NLP7, ogun u3 9 unenoB cemerictBa NLP y pe3yxoBHIKH, BOBJIEUEH B OTBET HA TOJIOJAHUE IO
a30Ty — MYTaHT IO 3TOMY TI€HY JEMOHCTPUPYET KOHCTUTYTHBHBIA (DEHOTHUII, XapaKTEpHBIM s
pacTeHMi, BBIPALEHHBIX MPU HEAOCTATOYHOM Aa30THOM IHWTAaHUU (pa3Mep JIMCThEB YMEHBIIEH,
HabmronaeTcs 3afaepkka B pocte u 1setenun) (Castaings et al., 2009). beinok NLP7 naxoqutcs B siapax
MHOTHX TKaHEeH, BOBJICYECHHBIX B TPAHCIIOPT a30Ta (B KOPHEBBIX BOJOCKAX, PACTYIINX OOKOBBIX KOPHSIX
U npoBojsitieit cucteme). OgHaKo rojiolaHue Mo a30Ty MPUBOAUT K mepemeniennto NLP7 u3 sapa B
UTO30J1b. BHECEHHE a30Ta MOCie rojJoJaHusl yXKe Yepe3 CUMTAHHbIE MUHYTHI MPUBOIUT K 0OpaTHON
tpancnoptuposke NLP7 B sapo. IIpu ucnonb3oBanuu jentoMuimHa B, mHruburtopa skcropra U3
A1pa, MPOUCXOUII0O HHIHOMpoBaHue TpaHcnopra NLP7 B muro3o0mb npu pocre Ha cpene, 6eqHol 1o
a30Ty. DTO O3Ha4aeT, yTo a30T MHruoupyer skcrnopt NLP7 u3 sapa, yto mpuBOAUT K OBICTPOMY
HakoIUIeHHI0 Oenka B oTBeT Ha curHan (Marchive et al.,, 2013). Ilpoucxomut 310 Onmaromaps
dochopunuposanuto ceprHa 205 Ha N-konie NLP7 ¢ moMoIpio KajabIUii-3aBUCUMBIX TPOTEUHKHUHA3
CPK10/30/32 (Ca2+-sensor protein kinases, CPK), koTopble ynpaBisitOT MEpBHYHBIM OTBETOM Ha
nutpar (Liu et al. 2017). C nomompto Mmetoma ChIP-chip (chromatin immunoprecipitation-chip) 6110
noka3aHo, uto NLP7 cBsa3biBaeTcs ¢ peryasTopHbiMu obnactsimu 851 rena B orBeT Ha HuUTpar. Cpenu
HUX ObUTM Te€HBI, BOBJICYCHHBIE B META0OIU3M a30Ta U YIIIepoa, a TaK)Ke MeTab0IM3M TOPMOHOB U UX
tpancnopt (Marchive et al., 2013). Ilpu wusyuyeHHMM aBTOpETYISLMU KIyOSHHKOOOpPA30BaHMUS
(autoregulation of nodulation, AON) y Lotus japonicus 6wvu10 o0HapyxeHo, uto NLP, Ha3BaHHBII
NITRATE UNRESPONSIVE SYMBIOSIS 1 (NRSYMI), axtuBupyer AON Onaronmaps
HEMOCPEICTBEHHOU peryisiuuu skcnpeccun reHoB CLE-RS2, kopupyrouux nentugHabie ropMmonsl CLE
(Nishida et al, 2018).

VY kaproderns, ogHako, He ObLTH U3ydeHbl 0enku NLP, a Takyke X BO3MOXKHBIE MUIIICHH, - B TOM

ymcine, nentuasl CLE, koTopble MOTYT pUHUMATh y4acTHe He TOJBKO B OTBET Ha COAECpKaHHE a30Ta B
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cpele, HO U B IPYTHX IMpOoIeccax pocTa U pa3BUTHSL.

1.2. Illentuanabie puroropmonsl CLE

Ocoboe mecTo cpean (PUTOrOPMOHOB 3aHUMAIOT PErYIATOPHbBIE MENTHAbI WM TENTHIHBIE
(UTOrOPMOHBI, KOTOpBIE SBIIAIOTCA KIACCOM MajblX CHUTHAJBHBIX MOJIEKYI M 00€CIeunBaOT
MEKKIIETOUHOE COOOIICHHE.

['eHbl, KOAMpYIOIIME MENTHIHBIE (UTOTOPMOHBI, COAEP)KAT CUTHAJBHBIN JTOMEH, OIWH WU
HECKOJIBKO KOHCEPBAaTUBHBIX (DYHKI[MOHAIBHBIX TOMEHOB M BapuadeIbHbII JOMEH MexIy HUMH. EcTh
HECKOJIBKO KJIACCOB IENTHJHBIX TOPMOHOB: Haumbosiee pacnpocTpaHeHsl Manbsle (5-20 AK)
HNOCTTPaHCIAIMOHHO Moauduuupyemsle nentuasl (IITMII), orpomMHyto poib B CO3pEeBaHUU KOTOPBIX
UTPAIOT MOCTTPAHCIALMOHHBIE MOAU(PHUKAIUN U MPOTEOIUTHUUECKUM MPOLECCUHT, U 0ojiee KpyIHbIE
(mpumepHo 50 AK) nucrtenH-6orarble NENTUABI, Yy KOTOPHIX IPOLIECC CO3PEBAHMS CONPSDKEH C
oOpa3zoBanueM qucynbduaabix MocTukoB (I'anuesa u np., 2019).

Haubonee w3ydeHHOU Tpymmod MEeNTUIHBIX (UTOTOPMOHOB SBISICTCS CEMEHCTBO TETTHIOB
CLE, otHocsmeecs k kiaccy [ITMIL. Ynensl 3Toro cemeiicTBa BOBJIEUEHBI BO MHOTME IMPOLECCHI
pasBUTHS PAaCTeHUH, perynupys >MOpUOreHe3, MOAJEep)KaHHe MepHcTeM IolOera M KOpHS, JIEJIEeHUs
KJIETOK KaMOus, TudepeHIPOBKY MPOBOAALINX JIEMEHTOB, OTBET Ha YCIOBUS OKPYKalOIIeH Cpesl,
B3auMoJIelicTBHE ¢ rpubamu u OakTepusmu u T.1. (Yamaguchi et al., 2016).

[Tentuasr CLE BbIsiBIEHBI Y Bcex pacTeHui, HaunHas co MmxoB (Whitewoods et al., 2018). Tak,
y Physcomitrella Gviny BbisiBeHb!l 7 TeHOB CLE, MyTalliu B HEKOTOPBIX U3 HUX BEIHM K HapylIIEHUSM
pocta ramerodopa, CBSI3aHHBIX C perysiuuen JeleHud KJIeToK npu mepexoge or 2D-pocty
(BeTBsilMecs HUTEBHJHBIE NPOTOHEMBI) K 3D-pocTy (onmucTBeHHBIE moOeru (ramerogopsl))
(Whitewoods et al., 2018), - To ecTb yxxe y mxoB nentuasl CLE urpanu kiitodeByto poiib B pa3BUTHH.

Ha nanHBIiT MOMEHT y MOZIETTHHOTO 00BEKTa TeHETUKH pacTeHus A. thaliana BeisBieHO 32 reHa
CLE (AtCLE), xomupyrommx 27 nentunoB (Cock u McCormick, 2001). BonpIIMHCTBO 3THX T€HOB
HKCTIPECCUPYIOTCS B PA3JIMUHBIX TKaHIX, M KaX/1as TKaHb PaCTEHUs HKCIPECCUPYET XOTs Obl OIMH T'eH
CLE (Jun et al, 2010).

Jns Bcex mnentunoB CLE xapakrepHa TpaHCHSIUs B BHJE Oelka-IpealIeCTBEHHHKA,
COCTOSIIETO U3 CUTHANBbHOTO JoMeHa Ha N-koHue, CLE nomena Ha C- koHIle ¥ Bapra0OelbHOTrO TI0MEHa
Mexay HUMH. OCHOBHOM (YHKIIMOHAIBbHOM dYacThio mpeamectBeHHuka spisercs CLE nomen,
KOTOpbI umeeT pazmep Bcero 12-13 AK: npu co3peBanuu nentunoB CLE oH Boimenmsercs u3 Oenka-
NpPEAILIECTBEHHUKA, IpeTeprneBaeT MoAu(UKanuu (FHMIPOKUCHIMPOBAHHE M apaOUHO3MIMPOBAHUE

OCTAaTKOB TPOJIMHA) M BBIOpAchIBaeTcs B aroIuIacT, - TakuM oOpaszom, 3pensiii nentun CLE
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npenacrasiser coooit moaudunupoBanubeiii CLE nomen (Yamaguchi et al., 2016).

[Tentunet CLE sBRsitOTCS JWTaHaaM  JUIsl  PEIENTOPHBIX KHHA3 C JICHIIMH-OOTaTbIMu
nosropamu, TakuMu kak CLAVATA1 (CLV1), xoTopble pacnoiokeHbl Ha MeMOpaHax KIIETOK.
Peuentopsr nentugoB CLE 0OBIYHO COCTOAT M3 BHEKJIETOUHOTO JIOMEHA, KOTOPBIA OCYIIECTBISET
cea3piBanue nentuna CLE Ha KoHcepBaTMBHBIE OCTaTKW JIEWIIMHA, TPAHCMEMOpPAHHOTO JOMEHa,
3agKOPUBAIOIIETO 3TH PEUENTOpPhl Ha IUIa3MAaTHYECKONH MeMOpaHe, M BHYTPUKIETOYHOIO JIOMEHA,
MIPEJICTABIISIFOIIETO COOOM CEePHH-TPEOHUHOBYIO KHHA3y. DTH PELENTOpbl MOTYT (DYHKIIMOHHPOBATH
TOJILKO B BHJIE KAK MUHHUMYM JHMEpa, a MHOTAA OOpa3ylOT KOMIUIEKCHI M3 OOJBINEro KOJIUYeCTBa
peuentopoB (Kak romo- Tak W rerepomyiabtumepsl). [Ipu cesspiBanun nentuga CLE mpoucxomut
nepekpectHoe (ochopunupoBaHue KHHA3HBIX JOMEHOB PELENTOpPOB, YTO BeNeT K JalbHEHIei
nepegaye CUrHalla, M3y4eHHOH Bce elle mioxo. OQHaKo U3BECTHO, YTO OJHON U3 OCHOBHBIX MHUIICHEH
CUTHaJIbHOTO TyTH, aktuBupyemoro CLVI1-mogoOHbIMU pelentopamu, SBISETCS — PETYIIAIHsS
skcupeccun reHoB WUSCHEL-RELATED HOMEOBOX (WOX), konupytouux Td ¢ romeooMeHoM,

KOTOpBIE B CBOIO OYEpeb PErYIUPYIOT OTPOMHOE KondecTBO reHoB (Yamaguchi et al., 2016).

1.2.1. Poab nentugos CLE B pa3BUTHH aNIMKAJbHBIX MEPHCTEM

Hctopus usydenuss nentunoB CLE Havyanmach ¢ MoimydeHHs TpeX MYTAaHTOB, HMMEOLIUX
yBennueHHyo IIAM B ¢opme OynaBbl M Ha3BaHHBIX clavatal-3. BrocneacTBuu 0Ka3ajaoch, UTO
MyTallu¥ BO3HUKJIM B T€HaX, KOAUPYIOIUX CUIIbHO omnyatomuecs oenku — CLVI u CLV2 xoaupyrot
peuenTtopHble kuHa3bl, a CLV3 - Genok mpumepHo B 100 AK. CLV3 cran nepBbiM 0OHapyXEHHBIM
yieHoM cemeiictBa CLE nentuaos. I'en, konupyrommii CLV 3, skcnipeccupyeTcsi TOIbKO B MEPUCTEME
no6era unu 1Betka (Fletcher et al, 1999). Cospeatot n8e popmsbl nenruaa CLV3 - nepBast coctout u3
12 AK c¢ rugpoxcunpoiruaom B 4 u 7 mosunuax (Kondo et al, 2006), Bropas ¢opma CLV3
apabunosmupyetrcs u coctouT u3 13 AK, ¢ rucrununom B 13 mosunuu (Ohyama et al, 2009). O6e
dopmbl omuHakoBo akTuBHBI (Kim et al, 2017), u o6e CcBs3BIBalOTCA C BHEKJIETOYHBIM JOMEHOM
penentopa CLV1 (Ogawa et al, 2008). Hanuumue mponuHa B 9 monokeHWu W ructuavHa B 11
nosniokeann 'y CLV3 xoppenupyer co cTaOMIbHOCTBIO TIETITH/A in Vitro M, CKOpee BCEeTo, BAXKHO IS
BbInoiHeHus pynkuuit nentuaa (Hirakawa et al, 2017; Song et al, 2013).

OcnoBHoi Qynkuuen nentuna CLV3 sapnsercs orpanuueHue skcnpeccun rena WUSCHEL
(WUS), womupytomiero Td c romeomomeHom. WUS, omun u3 15 renoB WOX pe3yxOBHIKH,
aKcIIpeccupyercs B opranusyromiem 1eatpe [IAM (Mayer et al, 1998), tne penpeccupyet mporieccht
muddepennmpoBku kieTok (Yadav et al, 2013) u perynupyer nepegady CUTHaJIOB APYTUX TOPMOHOB,

BKJIIOYasl HENOCPENCTBEHHOE penpeccupoBanue reHoB ARABIDOPSIS RESPONSE REGULATOR
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(ARR) A Tuma, KoTOpble KOIUPYIOT HeraruBHBIC perynsaropsl orBera Ha LK (Leibfried et al, 2005).
Taxxke, 6enmok WUS mepemerniaercst mo Iuia3MoiecMaM M CBS3bIBacTCs ¢ mpomotopoM reHa CLV3,
NO3UTUBHO BiUsAsA Ha ero skcnpeccuto (Daum et al, 2014). Ynens cemeiictsa HAIRY MERISTEM
(HAM), otnocsinuecs k T® ¢ GRAS nomenamu, BaumozeictBytor ¢ WUS B opranusyroiiem HeHTpe
U JIEHCTBYIOT KaK KO(aKToOphl B peryisaiuu romeocraza [IAM (Zhou et al, 2015). miRNA171 camxkaer
skcnpeccuto HAM Bo BHemHux cnosix ITAM u, B CBOW0O ouepelb, MO3UTUBHO PETYIUPYETCS
cneuuuyabivu Uit snuaepmuca T ARABIDOPSIS THALIANA MERISTEM LAYER 1 u
PROTODERMAL FACTOR 2, takum oOpa3zoMm co3faBasi KOHLEHTpalMOHHbIA rpagueHT HAM B
[TAM (Han et al, 2020). AktuBHOCcTh HAM B opranusymomeMm IeHTpe He mo3Boisier WUS
perynupoBarb 3kcnpeccuto CLV3 Bo BHyTpeHHux cnosx [TAM, no3sonsis WUS aktuBupoBars CLV3
TOJILKO B KJIeTKaX, rae 6enku HAM otcyrctBytoT (Zhou et al, 2018). Takum o6pazom, cucrema CLV3-
WUS npencrasnsger co0oil IMHAMHUYECKYI0 CHCTEMY C HETaTMBHOW OOpaTHOM CBs3bl0, KOTOpast
perylnHupyeT MpOoIEeCcChl AefieHnid kieTok B [IAM.

Peuenuuio CLV3 B I[IAM ocymectBisier koMiuieke penentopoB. OcHoBHol peuentop CLV1
dbopmupyet romogumep, KoTophlii cs3piBaeT CLV3 Bo BHyTpeHHUX KieTkax mepucteMbl (Ogawa et al,
2008). ITomumo Hero, rereponumep CLV2 u CORYNE (CRN) raxxe ywyactByer B penenuun CLV3
(Bleckmann et al, 2010; Zhu et al, 2010). IIpu orcyrctBuu CLV1 penentopHsie kuHazsl BAMI1-3
(BARELY ANY MERISTEM) u RECEPTOR-LIKE PROTEIN KINASE 2 (RPK2) taxxe moryt
cesa3biBaTh CLV3 (DeYoung et al, 2006, 2008, Shimizu et al, 2015). Kopeuentopamu CLV1, RPK2,
CLV2/CRN soictynator LRR-RK CLAVATA3 INSENSITIVE RECEPTOR KINASES (CIKs) (Hu et
al, 2018).

[Tomumo CLV3, B ITAM y pe3syxoBuaku sxcnpeccupyrorest reasl CLE16, CLE17 w CLE27 (Jun
et al, 2010), onHako Mpy HOPMAJIBHBIX YCIOBUSIX MX DKCIPECCHs HE BIUSAET HAa aKTUBHOCTh [IAM, uTo
o3HauaeT MO0 HUX U30BITOYHOCTH, JINOO BOBIEUYEHHOCTh B perymauuio I[TAM mnpu Kakux-to
omnpeneneHHbIX ycnoBusax (Gregory et al, 2018).

B pasButum xopneil nentunael CLE Takke NpHHHMMAIOT HENOCPEINCTBEHHOE ydactue. bonee
Toro, Bce nentusl CLE Obutn pas3zeneHsl Ha 1BE TPYIIBI B 3aBUCUMOCTH OT BIUSHUS Ha POCT KOPHS:
T€ TENTHU]Ibl, KOTOPbIE BHI3BIBAIOT MPEXKIECBPEMEHHYIO TEPMUHALIMIO AlMKAJIbHOW MEpPHCTEMbI KOPHS
(KAM) u B pesynbrare NpuUBOAAT K YKOPOUEHHUIO KOpHS, OTHECEHbI K Tpymnmne A, a Te, KOTOpble He
BIIMAIOT Ha pa3BUTHE KOpHs, - k rpynne B (Whitford et al, 2008).

[Mentun CLE40 sBrnsercsa 6muskum romoiorom CLV3 u BoBieYeH B KOHTPOINb JEICHHS U
nuddepeHnpoBKH  CTBOJOBBIX KieTok komymeswiel (Hobe et al.,, 2003; Stahl et al.,, 2009).
Penenropamu mentuga CLE40 sBisrorcs CLVI u ARABIDOPSIS CRINKLY4 (ACR4), xoropsie
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dbopMHUpYIOT TOMO- U rerepoaumepHbie koMiiekenl (Stahl et al., 2009, 2013; Richards et al., 2015).
[Ipennonaraercsi, yro CLE40 mnonasiser skcnpeccuto WOXS5 s peryaupoBaHUsl MONYJISLIMA
ctBoNoBBIX KieTok B KAM (Richards et al., 2015), oqHako 3TOT peryisTOPHBIA MyTh H3y4eH HAMHOTO
Xyxe, ueM B [TAM.

ITentung CLE14 ToXe peryaupyeT HEKOTOPbI€ acHeKThl pa3BUTHsS KOpHs. [Ipu HOpMallbHBIX
ycnoBusx CLEI4 skcnpeccupyeTcsi B NUJACPMHUCE KOPHSI, BKJIKOYAs KOPHEBOM YEXJMK M KOPHEBBIE
Bomocku (Meng wu Feldman, 2010). Oo6paborka mnentugom CLE14 BbI3bpIBana pa3BUTHE
JIOTIOJTHUTEIBHBIX KOPHEBBIX BOJIOCKOB OJjaromapsi CHWXKEHHUIO 3kcrpeccuu reHa GLABRA2 (GL2),
KOTOPBIN KOAMPYET HETaTUBHBIA PETyIsATOp oO0pa3oBaHMs KOpHEBBIX BojockoB (Hayashi et al, 2018).
[Tomumo storo, sxcnpeccust CLE14 naayuupyercst B Kope, 3H1o1epMe u crene nepsuuHod KAM npu
HU3KOM conepxkanuu ¢ocdaros (Gutierrez-Alanis et al, 2017). Peuentopamu CLE14 BeicTymaroT
CLV2/CRN u PEP1 RECEPTOR 2 (PEPR2), a mumensimu siBnsitorcst rensl SHORT ROOT (SHR),
SCARECROW (SCR) u WOX5 - ux skcmpeccusi cHuxaercss mnpu obOpaborke nentuaom CLEI14
(Gutierrez-Alanis et al, 2017).

1.2.2. Poab nentugos CLE B pa3BuTHH NPOBOASAIIEH CHCTEMbI

[ToMUMO KOHTpOJNS AaKTUBHOCTU amUKalbHbIX MepucteMm, nentuasl CLE BoBiedeHsl B
PEryisiliuIo pocTa YTOJIIEHUEM, KOTOPOE OCYILIECTBIISIETCS INIaBHBIM 00pa3oM 3a CUET JEJIEHUN KIIETOK
JarepallbHON MEpPUCTEMbl — KaMOMsl, KJIETKH KOTOPOTO MpHY MEPUKIUHANBHBIX JEJIEHUSX Jal0T Hadyajo
KJIETKaM-TIPEAECTBEHHUIAM (DII03MBI U KCUJIEMBI.

VY pe3yXOBUIKHU PEryasTOpaMu aKTUBHOCTH KamOus siistorcest redbl CLE4] u CLE44, xoTopble
AKCIIPECCUPYIOTCS B KieTKax (iodMbl u koaupyroT nentui, HazBaHHbli TRACHEARY ELEMENT
DIFFERENTIATION FACTOR (TDIF) (Ito et al, 2006). Ilentun TDIF BeIXOAMT B amomacT u
B3anmogeiicteyer ¢ penentopom TDIF RECEPTOR (TDR)/PHLOEM INTERCALATED WITH
XYLEM (PXY) na noepxHoctu kietok kamOwus (Etchells u Turner, 2010; Fisher u Turner, 2007;
Hirakawa et al, 2008). Kopeuenropom TDR/PXY Brictymaer 6e1ok SOMATIC EMBRYOGENESIS
RECEPTOR KINASE 1 (SERK1) (Zhang et al., 2016).

MumeHpr0 AEMCTBUS HEM3YYEHHOI'O CHUTHAJIBHOTO NyTH, MHAyHHpyemoro nentugamu TDIF,
apisiercs reH WOX4, oTBeTCTBeHHBIN 3a nponudepanunio kamOuansueix kietok (Etchells et al, 2013).
[Tomumo »storo, mpu peuenuuu nentuaoB CLE41/44 penentopom TDR/PXY mnpoucxoaut
BeicBOOOKAeHNEe Oenka BRASSINOSTEROID INSENSITIVE 2 (BIN2) cemeiictBa Glycogen
Synthase Kinase 3 (GSK3), kotopsiii penpeccupyer T® BRI1-EMS-SUPPRESSOR 1 (BES1) u

NPUBOIUT K MHTHOMPOBaHUIO NU(P(HEPEHIMPOBKU KIETOK KaMOusi B kieTku kcuiiembl (Kondo and
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Fukuda, 2015). Takxxxe HegaBHO ObuTOo OOHapykeHo, uTo NmyTh TDIF-TDR uHruOupyer akTHBHOCTH
oenka cemerictBa GSK3 BIN2-LIKE 1 (BIL1), koTOphIii HEraTUBHO pETyIUpyeT Mposindepanro
KJIETOK MpokamOus uepe3 perymsinuio orsera Ha LIK u YK (Han et al, 2018). BIL1 docdopunupyer
NYK-perynupyemsbiit T® MONOPTEROS (MP), 4to npuBOIUT K OrpaHUYEHUIO €r0 B3aUMOJICUCTBUS
¢ TtpanckpunimoHHeiM penpeccopom BODENLOS (Schlereth et al, 2010). 1o nmpuBogut k MP-
3aBHCHMOM aKTHBAIIMM SKCIPECCUU T'€HOB, KOAUPYIOUIMX HeratuBHble perynastopsl LIK curnamunra,
ARR7 m ARRIS5, KOTOpbBIE CHMXKAIOT AKTHBHOCTh KamOus. MurmbupoBanme axtuBHOcTH BIL1 ¢
nomontsio TDIF-TDR cuuxaer apdexr MP Ha skcmpeccuto ARR U, Clie0BaTelbHO, MPUBOAUT K
aKTUBaIUu JeneHus kietok kamowus (Schlereth et al, 2010).

[Tomumo perymsuuun WOX4, TDIF-TDR Ttakxke NO3UTUBHO PETYIUPYIOT SKCIPECCUI0 T'eHa
WOXI14 (Etchells et al, 2013). T® WOXI14 wunnyuupyer skcnpeccuto reHa TARGET OF
MONOPTEROS 6 (TMOG6), xonupyrouero aykcuH-perynupyemblii T® cemeiictreBa DOMAIN OF
UNKNOWN FUNCTION (DOF). B cBoto ouepens, WOX14 u TMOG6 BAUSIOT Ha SKCIIPECCUIO TeHA
LATERAL ORGAN BOUNDARIES DOMAIN 4 (LBD4), xonupytomero T® u BOBIEUEHHOTO B
pa3BUTHE IPOBOIAIIMX TKaHel (Smit et al, 2020).

Kpome TOro, ObIO mMOKa3aHO YydacTHe HEKOTOphIX apyrux mnentuaoB CLE B pa3sutum
keuiemsl. Tak, rensl CLE9 u CLE( 3kcripecCUpyrOTCsl B KJIeTKaX-IpeaIIeCTBeHHUIIAaX Keuiaemsl (Jun
et al, 2010; Qian et al, 2019). Ilentuasr CLE9/10, cBsi3biBasick ¢ penentopamu BAM, nogaBnsior
NEPUKIMHAIBHBIE JETCHUS KIETOK-NPEIIIeCTBEHHHI] KCUiaeMbl. Takye 3TH MeNnTH]Ibl BOBJIECYEHBbI B
¢dbopmupoBaHue U QPyHKIMOHHPOBAHHE KJIETOK YCThUIl. PerientopamMu B 3TON PEryssiuu BHICTYHAIOT
peuentopHas kuaaza HAESA-LIKE 1 (HSL1) u xopenentop SERK1 (Qian et al, 2019). Cs3biBanue
JWraHjia M perenropa OpUBOIUT K QochopunmupoBanuto u necrabunmzanun T SPEECHLESS
(SPCH), KOTOpbIif MOJOXKHUTENBHO BIMSET Ha JEJICHHUA KIETOK, KOTOpble B JasibHeiiem
muddepeHIMpYOTCs Kak 3aMblkatoiiye kiaeTku yctbull (Qian et al, 2019) - Takum o6pazom, CLE9/10
BBICTYIIAIOT HETaTUBHBIMHU PETYIATOPAMHU JI€IEHUM 3TUX KIeToK. I[Tomumo storo, CLE9 ctumynupyer
3akpbiTHE ycTbHI] uepe3 ABK-3aBucumsiii myth, aktuBupyd kuHazy OPEN STOMATA 1 (OST1) u
annonHbIi kaHan SLOW ANION CHANNEL-ASSOCIATED 1 (SLAC1). Takxe, 3aKpbITHE YCTHUII C
nomoieio CLE9/10 acconmupoBaHo ¢ MOBBIIMICHHEM YPOBHEH MEPEKUCH BOJOPO/Ia M OKCHJIA a30Ta, a
TaKke ¢ aKTUBHOCTHIO mpoTemHknHaz MPK3 u MPKG6, kotopeie npeamonoxuTenbHO paboTaroT B
ABK-ne3aBucumom nytu (Zhang et al, 2019).

Kpome Toro, cpenu mnentunoB CLE Arabidopsis Oblnv BBISBIEHBI PEryIsATOPbl Pa3BUTHUA
¢nosmbl - CLE25 u CLE45. CLE45 sBnseTcsi HETaTUBHBIM PETYISTOPOM, KOTOPBIH HHTHOHpYET

nuddepeHnrpoBky (aodmbl Onaromapsi B3ammozeicTBuio ¢ penentopamu BAM3 u CLV2/CRN
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(Depuydt et al. 2013; Hazak et al. 2017). CLE25 mo3utuBHO perymupyer auddepeHIIupOBKY
CUTOBUIHBIX 3MeMeHTOB (CD) — myramms B rene CLE25 mpuBomuia K 3alepkke (HOpMHUPOBAHUS
KJIETOK (DI0AMBI, BBI3BIBasi TOPMOXKEHHE (DIIOAMHOTO TPAHCIIOPTA, B PE3YABTATE Yero (POTOACCHMMUIIATHI
HE TPAHCIOPTUPOBAINCH, a HAKAIUIMBAJIUCH B JIMCTHSIX, YTO IPHUBOAMIO K YKOPOUEHHUIO KOpHEH u
CHIDKeHHUI0 Ouomaccel pactenus. Penenrtopamu CLE25 B mpomecce pa3Butus (hj03Mbl BBICTYIAIOT
CLE-RESISTANT RECEPTOR KINASE (CLERK) u CLV2/CRN (Ren et al., 2019). B nenom,
CUTHAJIBbHBINA Kackan, 3amyckaeMbrii CLE2S uepes penentopusiii kommieke CLERK-CLV2, HeoOxoaum
Uit yHUIManu (odMbl, a Toraa kak cBsspiBanue CLE45 c¢ penenTtopHbsiM Komriuiekcom BAM3-
CLV2/CRN nerarusHo BiusieT Ha auddepenunposky ¢mosmser. [Tpu stom CLE-3aBUCHMBIIT KOHTPOITB
pa3BUTHA (IIO3MBI B3aUMOJCHCTBYET C APYTUMH MyTAMHU perynsauuu auddepenuuporku CI: tak, TD
BREVIS RADIX wurpaer HeraTuBHyIO pojib KOHTpoje akTHBHOCTU komiuiekca BAM3-CLV2/CRN, B
to BpeMs kak T® OCTOPUS mno3utuBHO Biusier Ha komiuiekc CLERK-CLV2 (Ren et al., 2019).
bananc mexny nyrsamu, 3anmyckaembiMu CLE25 u CLE45, MoxeT KOOpAWHUPOBATh MHUIUALUIO U
muddepennnposky CO.

C KOHTpONEM AaKTHBHOCTH KaMOHsS M Pa3BUTUEM IMPOBOASIICH CHCTEMBI PACTEHHSI TECHO
CBSI3aHBI MIPOLIECCH BTOPUYHOIO POCTA WIIM POCTA YTONILEHUEM, KOTOPbIE UTPAIOT LIEHTPAJIIbHYIO POJIb
B (JOpMHPOBaHHUH 3amacarolliX OpPraHOB, TAKKUX, KaK KOPHEIJIOAbl U HEKOTOpPbIE BU/bI KiIyOHel. Panee
HamM ObL1a M3ydyeHa ponb reHoB CLE B pa3BUTHM 3amacarolliero KopHs y peauca (Raphanus sativus)
(Gancheva et al., 2016; I'anueBa u np., 2018). bbuto moka3aHo, YTO KCHPECCUs] HEKOTOPBIX I'€HOB
CLE, B yactHoctH, RsCLE41 n RsCLE]9, noBbIaeTcsi IpU pa3BUTHH 3alacarollero KOpHs, IPH ATOM
skcnpeccus RsCLE4] Obuta loKanu30BaHa B KaMOuanbHOU 30HE U uiosme, a skcnpeccus RsCLET9 —
BO BTOpu4HOl Kcmiieme. Cepxakcnpeccuss RsCLE4] umn oOpabotka pactenuii nentuaom CLE41
OpUBOJWIA K AaKTUBAllMM KaMOMsl, HapyLIEHHIO YHOPSIOYEHHOCTH  CTENbl, I1O0JABJIECHUIO
T GepeHIIMPOBKU  OIPEBECHEBAIOIINX 3JE€MEHTOB KCHJIEMbl M aHOMAJIbHOMY pa3pacTaHUIO
MpOBOASAIINX Ty4dkoB crtebms. Hamportus, cBepxaskcmpeccuss RsCLE19 unmu o06paboTka pacTeHUi
nentuaoM CLE19 BbI3biBaza NOBBIIIEHHE KOJIMYECTBA OIPEBECHEBAIOLINX JJIEMEHTOB KCHJIEMBI.
[Ipeanonaraercsi, uro reHsl RSCLE4] wu RsCLEI9 mnpuHUMalOT ydacTHe B (OPMHPOBAHUU

3alacarouiero KOpHA KCHJIEMHOI'O TUIld, XapaKTCPHOTO JJIA pEauca.

1.2.3. Poab nentugoB CLE B orBeTe Ha BHelIHHE GaKTOPbI
[TomumoO ydacTHsi B KOHTPOJE AaKTUBHOCTH MEPHUCTEM, TMCTO- M OpPraHOTE€HE3€ PpAaCTEHUH,
nentuasl CLE urpatoT BaKHEWIIYI0 pPOJib B KOOPJAWHAIIMU PAa3BUTHS PACTCHUN B 3aBUCUMOCTU OT

(bakTOpOB OKpYKAIOLIEH Cpe/Ibl
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HenaBno Owuto oOHapyxkeno, uyrto mnentua CLE25 sBasercs eme W CUTHAJIOM,
BbIpa0aThIBAIOIIMMCS NpU  Je(UIUTE BOJbI, MAYUIMM OT KOPHEH K JIMCTbSIM U BBI3bIBAIOILUM
3aKpbIBaHUE YCThUIL IyTeM perynupoBanus HakoruieHust ABK (Takahashi et al., 2018). YV myranTa no
reny CLE25 obuta cHmxeHa skcnpeccusi reHa NINE CIS-EPOXYCAROTENOID DIOXYGENASE 3
(NCED3), xoTOpBIii KOIMpYyeT KiItoueBoi ¢GepMeHT cuHTe3a ABK B JUCTBAX B YCIOBHSX HEXBATKH
Bozbl. Penentopamu nentuga CLE2S5 B nUCTBSX BBICTYNAIOT NMPOTEMHKUMHA3bl BAM: ux akTUBHOCTh
HeoOXoauMa Jjisi 3amycka curHana o nedunure Bomel mentugom CLE25. Takum oOpasom, mapa
CLE25-BAM ¢yHKIIMOHUPYET KaK MOIYJb JUIsl TIepe/iadud CUTHAIA U3 KOPHEH B MOOET MpHU PETyIsaiuu
oTBera Ha HexBaTKy BojbI (Takahashi et al., 2018).

Taxke ObUIO MOKA3aHO, YTO 3KCIPECCUs HEKOTOPbIX IeHoB CLE perynupyercs ¢ HOMOIIbIO
azora. Tak, y pesyxoBuiku npu 30 MuHyTax 0OpaOOTKM HMTpATOM IOCJIE TOJIOJAHMUS IO a30Ty
BO3pacTail ypoBeHb 3kcnpeccun CLE2, B To BpeMms kak 3kcnpeccuss CLEI, CLE4 v CLE7 nocne 3
yacoB HeXBaTKU a3oTa cHmxkanack (de Bang et al., 2017). Ilentunst CLE1 - CLE7 y pe3yxoBuaku
Y4YacTBYIOT B peryisiuiuu oOpa3oBaHMs OOKOBBIX KOpHeEH: Tak, cBepxskcnpeccus CLE3 uHruoupyer
pa3BuTHe OOKOBBIX KOpHEH (Araya et al, 2014).

Opnako syume Bcero uszydeHo yuactue nentugoB CLE »Tolf rpymnmbel B peryiasuuu
KJIyOeHbKOOOpa3oBaHus y 0000BBIX paCTEHUI B 3aBUCHMOCTHU OT COJIEP’KaHMS a30Ta B cpefe. Tak Kak
IPY HAJIMYMU a30Ta pacTeHUs He 00pa3yloT KIyOeHbKH, TO BO3HHUK BOIIPOC, KaK K€ PErylIupyercs 3TOT
npouecc. Oka3anoch, YTO B MPUCYTCTBUHU a30Ta HAUMHAETCS DKCIPECCUsl ONPEIeNIeHHbIX TeHOB CLE,
nanee nentuabl CLE TpaHCOpTHUPYIOTCS B JIMCThA MO KCUJIEME, TJ€ B3aUMOEHCTBYIOT CO CBOMMU
peuentopamMu, 4YTO 3alyCKaeT CUTHAN, WAYIIUH OOpaTHO B KOpPEHb M OJIOKHpYIOUIUN oOpa3zoBaHUE
kiyoenspkoB (Okamoto et al., 2016).

V naaBeHna ObUI0 MOKA3aHO, YTO aKTUBALMS HUTpaT-peryiaupyemsix CLE, B yactHoctu LjCLE-
RS2, ocymectBiaseTrcs ¢ y4yacTHeM TpaHckpunuuoHHoro ¢aktopa NRSYM1 (NITRATE
UNRESPONSIVE SYMBIOSIS 1), otHocsmerocsi k cemeiictBy NLP. Myrant nrsyml crocoben
00pa30BbIBaTh KIYOEHBKHU MPU BBICOKMX KOHIeHTpanuax Hutpara (Nishida et al., 2018). B pesynbrare
HUTPATHOM OOpabOTKM M MHOKYISIUHU YpOBEHb dSKcmpeccud NRSYMI He MeHseTcs, YTO MOXeT
CBUJICTENILCTBOBATh O HAJWYMM TOCTTPAHCIALMOHHBIX Momaudukauuid, koropple NRSYMI

npeTeprneBaer B pe3ynbrare 00padotku pactenust Hutparom (Nishida et al., 2018).
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CLV3
o® Passuiue yCTbuL
MonaepxaHue /CLEQI 10
MAM 3akpbiTne ycTbuy, l
LIUTOKWUHMH / [ncdbepeHLmMpoBKa
\ KCUNeMbl
TDIF
Mponudepaunsi < o
kambus [ |
=

MopaeneHve AnbdepeHumpoBka (proambl
obpasoBaHus \ ) T

KNyGEHBKOB /\/ "T°CLE25 CLE45
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| I MNMopasneHue obpasoBaHus
CLE-RS ,. OOKOBbIX KOpHEN
O .CLE3
dopmupoBaHune o <>&— Hutpar
Kny6eHbKoB
Hutpar ®dopmMumpoBaHME KOPHEBbIX BOMOCKOB
*«®*  <«———CLE14
Moppepxanue
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CLE40

Puc.2. Hexotopsie ¢ynkuuu nentumoB CLE B passutum pacrenuit. Ilentuasr CLV3 u CLE40
yuactByloT B nojgaepxkanuu [IAM u KAM, coorBerctBenHo. CLE14 BoneueH B QopmupoBaHuE
KOPHEBBIX BOJIOCKOB. Y 0OO00OBBIX, B MPUCYTCTBUU a30Ta U IpU 00pa3oBaHUM a30TPUKCUPYIOIIHX
KIIyOeHBKOB 3KcIpeccupytorcs reusl CLE-RS, mocie 4ero nenTH bl MOCTYHAlo0T 10 KCUIIEME B JIUCThS,
rae MHAYIupyoT obpazoBanue LIK, xoTopblii momaBnseT nanbHeiiiee oOpazoBaHue KiIyOeHbKOB. B
Cily4dae OTCYTCTBUS HHTpata, oopasyercs nentua CLE3, KoTOpsIi TOKaabHO MOAABISIET 00pa3oBaHUE
OokoBbIX KopHeW. Ilpm HexBarke Bombl HaumHaeTcsi dkcmpeccuss rena CLE25, mentuny CLE25
IIOCTYIAET 110 KCUJIEME B JIMCThSI M BBI3BIBAET 3aKpbITHE ycTbul. Taxxke, nentua CLE2S BoBneueH B
muddepeHIMpoBKY (aosMbl, B cyabOe koropoir mnpuHumaer eme onuH nentuny CLE, CLE4S.

3aKkpbITHE YCTHUII, a TAaKXKe UX oOpa3zoBaHue, KOHTpoaupyroT nentuasl CLE9/10.

Takum o6pazom, nentuasl CLE perynupyloT pa3BUTHE pa3IHUYHBIX TKAaHEH pacTeHM, a TaKxke

Yy4acTBYIOT B Ilepejlaue CUTHAJIOB OKpyxatouiei cpenbl (Puc. 2). OnHako, HECMOTps HAa MX BaXXHOCTb
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JUIsL pacTeHHM M WX akTHBHOe uccienoanue, nentuabl CLE Bce emie He M3y4yeHBl y LIETIOro psaa
pacTeHuil.

VY oObekTa Haimiero ucciiefoBanus - kaprodens S. tuberosum - Goad c coaBropamu (2016)
uaeHTuGUIMpoBaTn 24  reHa, OPEANONIOKUTENbHO  Komupyroumx — nentuasl CLE,  HO
MOCJIEZIOBATEIbBHOCTH 3TUX TE€HOB HE ObUIM OXapaKTepU30BaHbl, U HUX (QYHKUUH B DPa3BUTHH HE
n3ydanuch. s kaprodens xapakTepHo oOpa3oBaHHe KIyOHEH - mporecc, B kotopoMm rnentuasl CLE
MOTYT NpPUHUMATh aKTHBHOE y4yacTUe - OJHAKO, paHee MX (yHKIMS B 3TOM Ipolecce He Obuia
uccnenoBana. O0pa3zoBaHue KIIyOHEW COMPSIKEHO C MPOIECCAMU BTOPHYHOTO YTOJIIEHHUS MTOJ3EMHOTO
MOTU(PUIIUPOBAHHOTO Tobera (CTOJOHA), 3TOT MPOIECC KOHTPOIMPYETCS IENBIM PSIOM CPEIOBBIX
¢dbakTOpoB, B TOM YHCIIe — JOCTYIHOCTHIO a30THOTO MHUTAaHWS (CM. BbIlIe). B cBA3M C 3THM, Hale
UCCIIEJIOBAaHUE HampaBieHO Ha BbisiBiIeHue mnentugoB CLE, peryaupyrommx HMHULUAIUIO
KIIyOHeoOpa30BaHUS B 3aBUCHMOCTH OT CPEHOBBIX (DaKTOPOB (JAOCTYMHOCTh A30THOTO MUTAHUSA W

BOJIbI), @ TAKXKE YTOJIICHUE KIYyOHsT KapTodes.



30

2. MATEPHUAJIBI U METO/JbI

2.1. PacTure/ibHBII MaTepHaJl M YCJI0BHS BbIPAIMBAHUS PACTEHU I

B uccnenoBanuu ObUT UCTIONB30BaH KapTodens Solanum tuberosum L. copta Jle3upe, 100€3HO
IIPENOCTABICHHBI BCEpOCCHMCKMM MHCTUTYTOM T€HETHMYECKUX pecypcoB pacreHuii umenu H. U.
Bagunosa. KinyOHu n1aHHOTO cOpTa ynmoTpeOsstoTcs B MUY, YPOXKAHHOCTh KITyOHEH BBICOKAs, KOXKypa
KITyOHE# KpacHas, a MSIKOTh — cBeTI0-kenTast. CopT cpeHecHenblii, ¢ IepruoioM co3peBaHus okoio 90
naeil. Copr [lesupe yacto HCHONB3yeTCd B HCCIENOBaHMSIX KapTodens, Tak Kak €ro JIerko
tpanchopmuponars (Van Eck 2017).

B ycnoBusx in vitro pacteHus kaprodens BbIpamuBanm Ha cpene Mypacure-Ckyra (MS)
(Murashige and Skoog, 1962) ¢ 10 r/a caxapossl (Tabmuna 1) npu temneparype 23°C u ¢ornepuome
16 yacoB aeHn/ 8 yacoB HOYb. JJig MHAYKIMU KITyOHE0Opa3oBaHUS IBYXY3JIOBbIE YEPEHKHU KapTodemns
BbICa)kHBalu Ha cpeny Mypacure-Ckyra (MS) ¢ 80 r/1 caxapo3sbl U collep:Kail B TEMHOTE.

Jlns u3ydeHus BIUSHUS a30Ta Ha dKcnpeccuto reHoB CLE B yCIOBUSIX in Vitro WCIOIB30BaIH
MoauduuupoBaHHylo cpexy Mypacure-Ckyra, onucannyi B crarbe Ohkubo et al., 2017, rme B
Ka4eCTBE MCTOYHMKa a3zoTa ucrnosnb3oBamr 10MM KNO; m NH4Cl; B cpeme 6e3 a3oTa BMECTO HHUX
ucnonszoBa 10 MM KCl, koHIEHTpali BCE€X OCTaJIbHBIX JJIEMEHTOB OBLTH CHIDKEHBI BIBOE
(Tabmuma 1). Takumu ke cpemamu, HO 03 caxapo3bl M arapa MOJUBAId PACTEHUS, BHICAKCHHBIC B
BEPMUKYIIUT, B OKCIIEPUMEHTE I10 OLIEHKE BIMSHUS CO/IEpKaHUs a30Ta Ha KIlyOHeoOpa3oBaHHUE.

B skcniepuMeHTe Mo U3yUYEHUIO BIUSIHUS HEXBATKH BOJIbI HAa SKCIIpeccuuto reHoB CLE B KOPHAX
pacteHus kapToders, BEIpAICHHBIE B YCIOBUSAX i1 Vifro, aKKypaTHO U3BIIEKATIH U3 CPEMbl, TPOMbBIBAIH
JUCTUJUIMPOBAHHOW BOAOW M HA CYTKM OCTAaBJSJIA B JUCTUJUIMPOBAHHOM Boje. Jlajiee yacTh pacTeHHit

M3BJIEKaJIN U3 BOAbI Ha 4 yaca (Tocie 4 4acoB y HUX HAYMHAJIM MPOSBIATHCS MPU3HAKY YBSIAHUS).

Tabmuua 1. Kommonentst cpeast MS (pH 5,6).

KoMnoHeHTBI Cpena MS Monudurm- Monudurm-
(1 poBaHHas cpena | poBaHHas cpena
b |
MS c azorom (1 1) | MS 6e3 azora (1 1)
Makpoconu KNO; 19r Ir -
NH4NO3 1,65 r - -

NH4Cl - 0,8r -
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KCl - - 0,75
CaCl, 0,332 r 0,166 T 0,166 T
MgSO4x7H,0 0,37r 0,185r 0,185r
KH,PO4 0,17r 0,085 0,085
Mukpocosu H;BO; 6,2 Mr 3,1 Mr 3,1 mr
MnSO4x4H,0 22,3 Mr 11,15 mr 11,15 mr
ZnSO4x7H,0O 8,6 Mr 4,3 Mr 4,3 mr
CuS0O4x5H,0 0,025 mr 0,0125 mr 0,0125 mr
CoClx6H,0 0,025 mr 0,0125 mr 0,0125 mr
KJ 0,83 mr 0,415 mr 0,415 mr
Na,MoO4x2H20 0,25 mr 0,125 mr 0,125 mr
Fe-xemar FeSO4x7H20 27,8 Mmr 13,9 mr 13,9 mr
Na2EDTAx2H,0 37,8 mr 18,9 mr 18,9 mr
Buramunbl HuxoruHoBas 0,5 mr 0,25 mr 0,25 mr
KHCIIOTa
[Iuponokcun 0,5 mr 0,25 mr 0,25 mr
Tunamun 0,5 mr 0,25 Mr 0,25 Mr
Hpyroe Me30HMHO3HUT 0,1r 0,05 0,05r
Caxapo3a 10T Sr Sr
Arap &r &r &r

2.2. Ilouck renoB CLE y kaprogessi, aHaJu3 mnociaegoBarejlbHocreii renoB CLE wu
¢punorenernuecknii anaans nentuaoB CLE

ITouck renoB CLE mpou3BOmWJICS B TEHOMHBIX COOpKax pa3HBIX BHAOB KapTodes:



32

KYJIBTYpHBIX BUIOB S. tuberosum group Phureja (GCA 009849755.1), S. curtilobum Juz. et Buk.
(GCA 009849645.1), S. juzepczukii Juz. et Buk. (GCA 009849685.1), S. ajanhuiri Juz. et Buk.
(GCA _009849805.1), u nukux BunoB S. bukasovii Juz. et Rybin. (GCA_009849815.1), S. verrucosum
Schitdl. (GCA 900185145.1), S. commersonii Dunal. (GCA 001239805.1) ¢ wucnonb30BaHuEeM
aJTOPUTMOB BLASTP, BLASTN u TBLASTN 0a3 JTAHHBIX SpudDB
(http://solanaceae.plantbiology.msu.edu/) u NCBI (https://blast.ncbi.nlm.nih.gov/Blast.cgi) mo

HykieotuaHbiM 1 AK mocnenoBarensHOCTsIM reHOB U OenkoB CLE A. thaliana u S. lycopersicum.
QdunoreHeTHYECKHE  JIepeBbs  ObUIM  IMOCTPOCHBI ~HAa  OCHOBaHMM  BbIpaBHUBaHHI  AK
nocnenosarensHocTell OenkoB CLE pesyxoBuaku, TomMara W KapTodens C TMOMOLIbIO aJIrOpHTMa

Muscle u3 mporpammsel MEGA7 (https://www.megasoftware.net/) (Kumar et al., 2016) meromom

onmumxkaifiero cocema (Saitou u Nei, 1987) co crammapTHeiMH HacTpoiikamu U Oyrcrperom 1000
(Felsenstein, 1985). Jlns Busyamzanuu 12 AK nomenoB CLE Obuia ucnonszoBana nporpamvma MEME

(http://meme-suite.org/). Ananu3 nocienoparensHocTeit JJHK ocymecTBisiin ¢ momMompio nporpamm

ApE (https://jorgensen.biology.utah.edu/wayned/ape/), Vector NTI 10 (Thermo Scientific), SnapGENE

(https://www.snapgene.com/), UGENE (http://ugene.net/ru/) 1 MEGA7. Pactionoxxenue renos StCLE

Ha XpoMmocomax KapTogens ObUIO BHU3yaIU3UpPOBAHO C MOMOIIbIO IporpamMMbel  Maplnspect

(http://www.softsea.com/download/MapInspect.html).

2.3. Anasim3 naHHbIxX cekBennposanusa PHK
JIJ1s OLIeHKM HAKOIUIEHUs TPAHCKPHUNTOB reHoB StCLE B pa3HbIX OopraHax pacTeHHM kapTodeins

MCIIONIB30BAHCH AaHHbIe cekBeHupoBanust PHK kaprodens S. tuberosum group Phureja, momydeHHbIE
u3 npoekra NCBI PRIEB2430. Kontpons kauectBa puaoB ocymectisian B nporpamme FASTQC (v.
0.11.5) (http://www.bioinformatics.babraham.ac.uk/projects/fastqc/). Hns dunsrpanuu pugoB ot
MOCJIEI0OBATEIbHOCTE MUTOXOHPUATBHOM, TuiacTuaHONM U pubocomansHol JIHK m Texnmueckux
MOCJIeIOBATEIbHOCTEW HCTONB30Bad mporpammy bbduk w3 mabopa mporpamm bbtools (v. 37.23)
(https://jgi.doe.gov/data-and-tools/bbtools/). 3nauenus TPM (transcripts per million) mns reHOB
StCLEs nnis pa3nuyHbIX TKaHel ObLIM MOCYMTaHbI ¢ oMolnbto anroputMa kallisto (Bray et al., 2016).
B xkadectBe pedepeHca ucnosib3oBasiach cOOpKa TpaHCKpunToma kaprtodens S. tuberosum group
Phureja DM _1-3 516 _R44 v6.1 u3 6a3e1 ganasix SpudDB (http://solanaceae.plantbiology.msu.edu).
Jlnst mocTpoeHus TEMIOBOM KapThl SKCIPECCUH TEHOB KapTodens ucnoib3oBain GyHKIH0 heatmap.2

n3 nakera R.

2.4. Boinesienue PHK u nonyyenune k/IHK

s Beimenenns totanbHOM PHK w3 TkaHe#t kaprodens pacTUTEIbHBIM MaTepuall pacTUpaIn


http://solanaceae.plantbiology.msu.edu/
https://blast.ncbi.nlm.nih.gov/Blast.cgi
https://www.megasoftware.net/
http://meme-suite.org/
https://jorgensen.biology.utah.edu/wayned/ape/
https://www.snapgene.com/
http://ugene.net/ru/
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MIECTHKOM B CTYIIKE B JKHJIKOM a30Te, IMOCIe Yero npoBoauian skcTpankimio PHK ¢ moMomkto pearenra
Trizol (Invitrogen), ouncTKy XsopodgopMoM H TepepeocaxkaeHue uzornpomnanoaoMm. Ocamoxk PHK
TPYOKJbl MPOMBIBAIM XONOAHBIM 80% STWIOBBIM CIMPTOM M BBICYIIMBAJIM B JaMHHApE Ha JIbIY.
JAHKa3nyto o6padorky PHK mpoBoanmm ¢ momomsio Habopa RapidOut DNA Removal Kit (Thermo
Scientific) mo mporokony mpomsBomutens. Konmentpamuio PHK w3mepsiim Ha crnekrpodoromerpe
Nanodrop (Thermo Scientific) m B COOTBETCTBMHM C IIOKa3aHUSAMH MPUOOpPA PaCCUYUTHIBAIH
HeoOxoqumoe konmmuectBo PHK mist moctaHoBKkM 0OpaTHON TpaHCKPUNIMHM (B KaXKIOW MpooOe
ucnonb3oBamu 300 ur PHK). /lng mocraHoBKM OOpaTHON TPaHCKPHUIIIUHM HCIIONB30BAM OOpPAaTHYIO

tpanckpunrasy RevertAid Reverse Transcriptase (Thermo Scientific) mo mpoTokomy IpOU3BOAUTEINS.

2.5. Boigesenne JJTHK

JHK wu3 pactenuit kaprodenst [y qaibHeHel aMInuKaniy ¢ IeiIbio KIIOHHPOBAHUS TEHOB
BBIJICTISUTH ¢ TIOMOIIIBIO ieTunTpuMetruiaammonnii opomuna (LITAB) (Murray, Thompson, 1980).

JU11 TeHOTUNUPOBAHMS TPAHCTEHHBIX PACTEHUN MPUMEHSUIM YHPOILEHHBI METON BBIACICHUS
JHK: B MukpornpoOupke pacTupaiu pacTUTEIbHbIN MaTepual nectukom, gooasism 500 mxn Oydepa
nis skerpakuu (200mM Tris-HCL (pH 7.5), 250mM NaCl, 25mM EDTA (pH 8.0), 0.5% SDS),
CMEIINBAJIU [IepeBOpayuBaHueM 5 MUHYT U neHTpudyruposanu npu 12000 o6/mun 5 munyT. 300 MK
CylepHaTaHTa OTOMpaid B HOBYIO MHUKponpoOupky, nobasmsiin 300 Mk M30mponaHona u
MHKYOMpOBaJIM NpU KOMHATHOHN Temmeparype 10 MUHYT ¢ mocienyromum neHTpudyruposanuem 10
MuHyT Ha 12000 o6/muH. Ocanox JAHK npomeiBamu 70% 53TaHOIOM M BBICYIIMBAJIN MOJ TOKOM

BO3/lyXa B JJaMUHApE, 3aTeM pacTBOPsIN B 30 MKJI BOJIBI.

2.6. IlosimmepasHas nenHas peakuus (IIL[P)

[Tpaiimepsl U1t amruiMukanu reHoB KapTodens Obuld MonoOpaHbl C HCIOJIB30BaHUEM
nporpammel Vector NTI (Invitrogen). [locnenoBarenbHOCTH IpaliMepOB MPUBEACHBI B IPUIIOKEHUAX 3
u 4. Peakuum IILP 118 reHOTMNUpPOBaHUS pPacTEHU M IPOBEPKH HAIM4YUS BCTaBKU B BEKTOP
npoBoauan ¢ Taq-momumepasoit (EBporen) mo uHCTpyKuuu mnpowusBoautens. s aMmrummduxanun
TeHOB, NMpEeAHAa3HAYCHHBIX JII KOHCTPYHMPOBAHHUS BEKTOPOB, BMECTO Taq-ToJaMMepasbl UCIOIb30BaIH
BBICOKOTOUHYIO moiumepa3dy Phusion High-Fidelity DNA polymerase (Thermo Scientific) c
MCII0JIb30BaHUEM IIPOTOKOJIA TPOU3BOAUTETIS.

Jns Buzyanuzanuu pesyasratoB [P ucnonszoBanu snextpodope3 B 1% araposnom rene. B
renb gob6asnsanu 0,1% wuHTepKamupyrommii kpacutenb - Opomuctsli 3tuguil unu SYBR Safe

(Invitrogen) s Buzyanuzanuu JIHK. B kaxxnyto nmyaky Hanocunu 4-20 mxi [TL[P-cmecn u 3 mxm 4X
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Oydepa mis Hanecenus npod (EBporen). [lns ompenenenust pasmepa IILP-dparmMeHTOB B TNepByrO
nyHKy HaHocwi Mapkep maiauH JIHK 100+ wu 1kb (EBporen). LleneBoii ¢hparMeHT BBIIESIN U3 TEIs

C TIOMOIIIBI0 Habopa peakTuBoB U KoJoHOK Cleanup Mini (EBporen) mo mpuiiaraeMomy mpOTOKOITY.

2.7. 1P B peajibHOM BpeMeHH

KonnyecTBeHHYIO OLICHKY YPOBHEH IKCIPECCUU I'€HOB MPOU3BOAUIIN ¢ ToMolbio meTona 1P
B peasibHOM BpemeHu (I1L[P-PB), koTOpsIif 103BOMSET OLIEHUTh OTHOCUTEIBHBINH YPOBEHb SKCIPECCUU
U3y4yaeMoro TeHa [0 OTHOIICHUIO K YPOBHIO SKCIpEecCHH pedepeHCHOro reHa. B kauecte
pedepeHcHOro reHa ObuUT BHIOpAaH reH YOMKBUTHHA, KOTOPBIA XapaKTepu3yeTcs CTaOMIBHBIM YPOBHEM
JKCIIpeccHH B pa3HbIX TKaHsax pacteHuil (Czechowski et al., 2005). B paGote Obl1 ncmonb30BaH HAOOP
pearentoB g muposeaenust [I[[P-PB B mpucyrctBum kpacutens Eva Green (Cunron). bouin
UCIOJIB30BaHbl cieayronue yenosust [TIP: 1 uuki - 10 cex npu 94°C; 45 nukiios - 15 cex npu 94°C,
30 cex npu 52°C u 30 cek npu 72°C, 3areM mosranHoe nossimenue remmeparypsl ot 72°C no 95°C ¢
marom 5 cex no 0,5°C. TocnenoBarensHOCTH NpaiiMepoB NPUBEAEHB B NPUIOKEHHH 3. Peakuuu
[TL[P-PB npoBoaunu Ha amrndukarope CFX96 (BioRad); nannble mo pacdery mOpOTOBBIX IHKJIOB
(Ct) 6butn momydensl ¢ momometo nporpammbl CFX-Manager (BioRad), Bxozsimield B cTanmapTHOE
porpaMMHoOe obecreyeHue npuoopa.

OneHKy OKCIpecCHd TEeHOB [UIsl KaXJod mpoObl MPOBOAMIU B TPEX aHATUTHUECKHX
MOBTOPHOCTSIX, JIaHHBIE MO KOTOPBIM 3areM ycpenHsuin. OOpaboTKy pe3ylbTaroB MPOBOAMIU C
momompio Meroma 2T (Livak and Schmittigen, 2001). JlaHHble KONHYECTBEHHON OLECHKH
HKCIPECCUN T€HOB MPEJCTAaBISIIM B OTHOCUTENBHBIX €IMHULIAX, PACCUUTAHHBIX NPU CPABHEHUU C
YPOBHSIMU 3KCTIpECCHUU pedepeHCHOro reHa yOWMKBUTHHA. Kakaplii SKCIIEpUMEHT MPOBOAMIN KaK
MUHUMYM B TpeX OHOJOrMYeCKHX MOBTOPHOCTSX, B KaXJOH NOBTOpPHOCTH 3-4 pacTeHus.
Craructuueckyro 0O0pabOTKy NOJYyYEHHBIX Pe3ylbTaroB NpoBoauiu B mporpamme R (http://www.r-

project.org/).

2.8. KoncTpyupoBanue BeKTOpOB

Jns xnonupoanus nocienosarenbHoctedt [IHK ncnonb3oBanu cucremy Gateway (Invitrogen,
CIIA). IILP-¢parmenTsl, mnonydeHHble npu amiumdukanuu reHomHo JIHK kaprodens c
npaiiMepamu, EPEYUCICHHBIMU B NIPUJIOKEHUH 4, BCTpauBaIM B BEKTOpa BBOZAA C MOMOIIBIO CMECH
BUPYCHBIX pekoMmOuHa3 BP-xmonassl (Invitrogen) ¢ ganpHEHIIUM NEpeKIOHHMPOBAHUEM B BEKTOpA
Ha3Ha4Y€HHUs C TIOMOIIbIO CMecH BUPYCHBIX pekomOnHa3z LR-kionassl (Invitrogen). [loctanoky BP- u

LR-Kk10Ha3HBIX peakiyii MPOBOAWIN MO MTPOTOKOJIY TPOU3BOIUTEISA.


http://www.r-project.org/
http://www.r-project.org/
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Jlis monydeHus BEKTOPOB ISl CBEPXIKCIPECCUU, KOAMPYIOIIUE IMOCIEI0BaTeIbHOCTH T€HOB
KJIOHHMpOBAJIM B BeKTOp BBoAa pDONR221, mociie 4ero mepekjIoHUpOBaIM B BEKTOpa Ha3HAYCHUS,
conepkame mpoMmoTop 35S Bupyca Mo3aukd 1BeTHOM kanmyctbl - pK7WG2D (mis momydeHus
MOJIHOCTBIO TpaHCTeHHbIX pacTeHuil) wim pB7WG2D (nns momydeHus: pacTeHUM C TPaHCTEHHBIMHU
KOPHSIMHU ).

st 1poxokeBOl OJTHOTUOPUTHON CHCTEMBI IIPOMOTOPHBIE 00JACTH T'€HOB ObUIH KIIOHUPOBAHBI
B BekTop BBoia pDONR207 ¢ nanpHelmmM nepexsioHupoBanueM B Bektop pHisLeu, comeprkamium
MapKepbl s CEJIEKUUU [0 TUCTUIUHY U JICHIUHY; KOAMPYIOIIME I10CIEJ0BATEIbHOCTH TI'E€HOB
TPAHCKPHUIIIMOHHBIX (hakTOpOB ObLIN KIOHHPOBaHKI B BeKTOp pDONR207 1 3aTtemM nepexIOHHpOBaHBI
B BekTop pDEST22, conepxamum Mapkep ISl CENEeKIUH 10 TPUNTO(haHy, ¢ aKTUBATOPHBIM JIOMEHOM,
KOTOPBI HEOOXOAMM Ui aKTUBAIMM SKCIPECCHM pPENopTepHOro reHa. Bekropa Obumn 1100€3HO
npenocrasiieHsl mpodeccopom Hilary Rogers u3 yausepcurera Kapnudda.

Jlis m3yueHus: akTUBHOCTH IPOMOTOPOB I'€HOB, BOBJIECUEHHBIX B OTBET Ha COZEPIKAHUE a30Ta B
cpene, TPOMOTOpPHBIE OONAacTH TeHOB ObUIM KJIOHUpOBaHbl B Bektop pDONR221, a 3arem
nepekiaonupoBanbl B pPBGWFS7, conepxamuii penoprephsliii ren GUS.

Jlis  u3ydeHHsl aKTHUBHOCTH IPOMOTOPOB TI€HOB, IPENIOJNOKUTEILHO BOBJICUEHHBIX B
yTOJIIEHUE KIYOHs, X MPOMOTOpPHbIE 00JacTH Obuid KiIOHMpoBaHbl B BekTop pDONRP4-1R. Jlanee
MPOBOAWIM MYJIBTUKIOHA3HYIO peakuuto aisi Bekropa pDONRP4-1R, conepikaiero npomMoTopHbie
00J1acTH U3y4aeMbIX I'€HOB, a TaKXKe BEKTOpa, Hecyliero penoprepuslii red GFP ¢ curnanom spepHoit
nokanmu3anun (GFP- NLS), Bektopa, comepskaimiero tepMuHatop TpaHckpumniuu T35S, u BekTopa
HazHaueHus pHmM43GW.

I'eneTnueckue KOHCTPYKIIUU, ITOJTYYCHHBIC B 3TOM pa60Te, INEPCUYNCIICHBI B ITPUIIOKCHUU 5.

2.9. Tpauncdopmanusi 6aKkTepuii

[TomyyeHHBIMM KOHCTPYKLUHUSMU ObUIM TpaHC(GOPMUPOBAHbI XMMHUYECKHE KOMIIETEHTHBIE
kietku Escherichia coli mtamma Topl0, nomyyennsie o npotokoiny Sambrook et al., 2006. dacoBky
KoMIeTeHTHBIX KieTok (100 mki) pasmopakuBanu Bo Jbay 10 MuHyT. K pasMopoKeHHBIM KieTKam
N00aBIsUIM KIIOHA3HYI0 CMeCh, 3aTeM MpoOHpKY HHKYOHMpOBaiu BO JbAy B TedeHue 30 MUHYT,
BCTpsXWBast Kaxkasle 10 mMuHyT, mocie yero mporpesaiu npu 42°C 30 cexyHI € MOCIELYIOUMM
WHKYOMpOBaHHWEM BO JIbAy B TedeHue 5 MuHyT. Jlanmee moGaBmsuin 600 mxn xumakoi cpenbl LB u
MHKYOMpOBaIM B TEUEHHE yaca B LIeiikepe TepMocrare npu temmeparype 37°C, nocie 4ero Gakrepuu
BbICEBAJIM Ha CEJEKTUBHYIO TBepayio cpeny LB c antubuornkom. Yamku WHKyOMpOBaiu mpu

temneparype 37°C B TeueHUE HOUU.
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OnektporpanchopMalus ImTamMmmMoB Agrobacterium rhizogenes Arqua wu Agrobacterium
tumefaciens AGL1 nmu GV3101 Oblma mpoBeneHa CIEAYIOIMHM 00pa3oM: B AJICKTPOKOMIIETEHTHBIE
KIeTKku arpobakrepuit nodasmsuu wiazmuanyio JTHK (100 #r) m makyOupoBanu 10 MuH Ha JIBTY.
Jlanee mepememany cMech B KIOBETY JuIsl 3jekTporoparopa Micro Pulser (BioRad) m momsepramm
BO3JICHCTBUIO dJeKTpruueckoro ummynbca (2500 V, 4 mcek). Ha npay no6asinsmy 0,6 M1 5KUIKON Cpebl
LB, nepeHocusii CMeCh B YHUCTYIO NMPOOUPKY M MHKYOMpOBaIM B LICiiKepe-TepMocTare 2 yaca Ipu
28°C, mocJie 4ero paccerBaiy Ha TBEPAYIO cpeny LB ¢ cenekTMBHBIM aHTHOMOTHKOM M UHKYOMPOBAIH
npu 28°C nBa aus. [IpoBepKy BBIPOCIIMX KOJOHWI HA HAJIWYHE IEJIEBON BCTABKU OCYIIECTBIISUIH C
nomortnpsio TTIIP.

Boigenenue mnasmunnoit JJHK u3 xononuit E. coli u Agrobacterium npoBOAWIN C TTOMOIIBIO
Habopa Plasmid Miniprep Kit (EBporen). Hannune HeoOXoauMMOW BCTaBKH B BEKTOpAaX Ha3HAYCHUS
Oobut0 TIpoBepeHo ¢ momombio [P, pecTpukiuu u cekBeHUpOBaHUsS. Peakiuu CEKBEHUPOBAHUS

npoBoaH B pecypcHoM 1ieHTpe CIIOIY «Pa3Butre MOJIEKYISIPHBIX U KJIETOYHBIX TEXHOJIOTUI.

2.10. Tpanchopmauus pacreHuii ¢ noMombl Agrobacterium rhizogenes u Agrobacterium
tumefaciens

Jlig mony4eHust pacTeHUIl ¢ TPaHCTEHHBIMU KOPHSMHU MCIIOJIb30BaJM IITaMMbI A. rhizogenes,
HECyIlMe KOHCTPYKUMH WM JUId cBepxdkcnpeccuu reHoB CLE wnM Julsl aHauu3a aKTUBHOCTH
npoMoTOpoB reHoB CLE, BOBICUEHHBIX B OTBET Ha a30T. Ctebenb ABYXy3J0BOIO YepeHKa HaJpe3au
CKaJbIleJIeM M HAaHOCWIM Ha Cpe3 KynbTypy A. rhizogenes. Jlanee KOKyIbTUBUPOBAJIU PACTEHUS C
OakrepusiMu 48 yacoB Ha cpeqie MS, mociie uero nepecaxuBaii YepeHKH Ha cpeay MS ¢ nobaBieHuemM
negporakcuma (500 mg/L) ans ycrpaneHus Oaxtepuil. Uepes 12-14 nHelt, xorga pa3BUBAINCH
TpaHCTeHHbIE OOPOJIaThle KOPHU, PACTEHUS TUOO MepecakuBaJId B BEPMUKYIIUT JJISt U3YUEHUS BIUSHUS
CBEPXIKCIPECCHH Ha KITyOHEeoOpa3oBaHue, TMO0 KOPHU PACTEHHUM OTpe3aliv sl JETEKIIMA aKTUBHOCTH
GUS. TlpoBepka KOpHEW Ha TpPAHCTEHHOCTh ObLIa TMPOBEACHA C TOMOIIBIO JIETEKIIUU CBEYCHUS
penoprepa GFP, ren KoOToporo nmeercs B UCIOJIb30BaHHBIX BEKTOPAX Ha3HAUCHHS.

Jlist IOJTydeHUs! TOJIHOCTBIO TPAHCTEHHBIX pacTeHUi KapTodelns, HECYIUX KOHCTPYKIHIO JUIs
CBEPXIKCIPECCUNH WJIH aHAJIM3a aKTUBHOCTU MTPOMOTOPOB T'€HOB, BOBJICUEHHBIX B YTOJIIEHUE KITyOHS,
TUCThA KapTodens TpaHcHopMUpOBaIK ¢ TOMOIIBIO A. tumefaciens. TpanchopMauio MPOBOIUIN TI0
IPOTOKOJTY, OMMCAHHOMY B JAMCCEPTAI[MM HAa COMCKAHUE YYEHOH CTENeHW KaHaugara OMOJIOrMYecKUX
Hayk Komauesckoit O.0. (2015). JIuctes xapTodens oTpe3anu, HaJCEKald U MEPEHOCHIN B YaIlKy
[Terpu ¢ 30 M xuakow (6e3 arapa) cpenbl MS ¢ 16 r/n mmroko3sl. Ha gamky Opanu o 15 nucThes,

no6apisii 100 MKII HOUHOM KYJIBTYPBI arpoOakTepuil U IIepeMeNInBalid B TedeHUEe 15 MUH, TTOCIIE Yero
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WHKYOMPOBaJU MPU KOMHATHOU Temrieparype 48 yacoB B TeMHoTe. Jlanee Ay oOpa3oBaHus KalTycoOB
JUCThS HaJpe3aMy BHHU3 MEpeHOCUIIN Ha cpeny MS ¢ 16 r/a mmoko3sl u 5 mr/mn HYK, 0,1 mr/n BAII,
500 mr/i neporakcuma, 25 mr/in rurpomuipHa wir 200 M/ KaHaMUIUHA ¥ HHKyOupoBamu mpu 27°C
B Teuenue 7 aneit. [Tocie sToro ans oOpa3oBaHus MOOETOB AKCIUIAHTHI ¢ KaJUTyCaMU NIEPEHOCWIH Ha
cpeny MS ¢ 16 r/a mmoko3sr 1 ¢ 1 mr/m BAII, 0,1 mr/n GA, 500 mr/n nedarokcuma, 25 Mr/a
rurpomuiuaa w200 MI/n KaHamMunuHa W uHKyOMposamu npu 21°C mpu JUIMHHOM 1HE H
nepecakuBany Kaxpie 9-10 mHel Ha CBeXYr0 cpeay 0 mosiBjeHus moderoB. Kak Tonpko y moderos
00pa30BAIMCh KOPHH, X OTPE3aJIM OT KaJTyca M mepecakuBaiu Ha cpeny MS ¢ 10 r/m caxapossl 6e3
ropmoHoB, ¢ 500 mr/n nedarokcuma. Hanudre BCTaBKU TPOBEPSUTA C TIOMOIIBI0 TEHOTUTUPOBAHUS H

aHau3a SKcIpeccuu reHoB ¢ momoinsto [TI[P-PB.

2.11. Anaqu3 akTuBHOCTH pennopTepHbix 0esikoB GUS u GFP

AHanu3 aKTUBHOCTH TIPOMOTOPOB TeHOB CLE OCYyIIECTBISUIM C TIOMOMIBIO JIETEKIMU
AKTUBHOCTH PETOPTEPHBIX OelKOB. JIeTeKI1I0 aKTUBHOCTU penopTepHoro rena GUS oCyIecTBIsUIN ¢
nomoibio cyocrpara X-Gluc (Sigma-Aldrich, CIIIA), uakyOoupys pactutenbHble Tkanu 1,5-4 yaca B
oydepe st GUS-okpamuBanus (NaPO4 — 6ydep (pH 7,0), 0,5 MM K;3Fe(CN)g, 0,5 MM X-Gluc B
DMSO) npu 37°C. ®ukcanuio obpasuoB ¢ GFP misi MUKpOCKONHMM TPOBOJWIM IO METOIMKE,

onucanHoii Ilina et al., 2018.

2.12. I'mcronnornyecknii aHaIU3 TPAHCTEHHBIX pacTeHMii KapTogeist

Cpessl cTebined, CTOJIOHOB U KJIYOHEH aenanu Bpy4YHYH OpuTBOH, nubo0 momemanud B 2%
araposHble OJIOKM W TOJIyYald Cpe3bl C MOMOIIBI0 MHUKpPOTOMa ¢ BHOpHpyroumMM Jje3BueMm Leica
VT1200S. Cpe3bl wusydanu u ¢ororpadgupoBai ¢ MOMOIIBIO IOJYyaBTOMaTH3UPOBAHHOTO
¢dnyopecuentHoro mukpockorna DM4000B. Cpesbl pactenuit co cBepxadkcrpeccuerd renoB CLE
okpammBanu 1% cadppannaoM. O6pabOTKy N300paKeHH TPOBOAMIIN C MCITOJIB30BAHUEM MTPOTPAMMBI
ImagelJ. PaGoTa o nmpuUroToBIEeHUIO U aHAJM3Y CPe30B ObLIa MpoBeeHa B pecypcHoM 1eHTpe CII6IY

«Pa3Butue MOJICKYIIAPHBIX U KIICTOYHBIX TCXHOJIOT 1507000

2.13. IpoxikeBasi OMHOTMOpPHIHASA CHCTEMA

Jns  w3ydenust  B3aumoneictBuss  JIHK-Oemok — ucmonmp3oBaiM — METON  JPOXKIKEBOM
OJTHOTUOPUIHONW CHUCTEMBI, JUIsi KOTOpPOW TpaHChOpMAIUIO JPOXOKEH MPOBOAMIM TIO METOLY,
onucanHomy Gietz u Schiestl (2007). Knerku S. cerevisiae (utramm Y2H Gold (Clontech), nmo6e3H0

npenocTaBieHHbIN Kosuteramu u3 [ocynapctBennoro Yausepcutera Oxnaxomsl (CIIIA)) BeiceBaan Ha
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yamky ¢ TBepaou cpenoir YPD (pH 6,0) (10 r apoxokeBoro skcrpakra, 20 r nentoHa, 20 T IIIIOKO3bI,
20 r arapa B 1 nuTpe JUCTHIUIMPOBAHHOM BOJIBI) U3 CTOKA M BhipamuBam npu 30°C B TeueHue 3 THEMH.
OnHy KOJIOHHUIO MTOMEINATH B )KUIKYIO cpeny YPD (6e3 arapa) u uakyouposanu rnpu 30°C Ha mieiikepe
(200 06/muH) B TeueHne Houu. Ha ciemyrommii neHp 2-3 Myl HOYHOHM KynbTypbl momemand B 10 mi
x)uakoit cpeasl YPD m unkyoupoBasm npu 30°C Ha meiikepe (200 o6/MuH) B TeueHUe 2-4 4acoB.
Kynbrypy ocaxkmanu mneHTpugyrupoBaHHEM B TedeHHe 2 MHHYT Tpu ckopoctu 4000 o06/mMuH,
cynepHarauT cauBaiau. Ocagok pecycnenaupoBan B 700 mkn 0,1 M anerara nutus. U3
MOJTyYUBIICHCS cycrieH3uu Opanu 1mo 60 MKIJI Ha KaXIyIo TpaHCchopMaIuio.

OKCIIEpUMEHTBl C HCIHOJIb30BAaHUEM JPOXIKEBOM OJHOTMOPUIHONW CHCTEMBI IPOBOAMIIU
cornmacHo Davies (2013). s tpancdopmanuu k 60 MKII CycrieH3UH KIIETOK S. cerevisiae N00OaBIsLIN
wiasmuabl (mo 500 Hr), copepxaiiyde KOAMPYIOIIYIO TMOCIEA0BATENbHOCTh TPAHCKPHUIIIMOHHOTO
¢axTopa 1 mpoMOTOpHYIO 00sacTh rera, 20 M 6amtactaoit JJHK (5 mr/min) u 276 Mxa pacTBopa Juist
tpancpopmaruu (240 mxn 50% mnonudTUIEHDIMKONAL, 36 Mk 1M anerar nuTus), TIIATENbHO
nepeMenmnBai U uHKyoupoBanu B tedenne 30 munyT npu 30°C. 3areM mpoOupKy MOMENaId Ha
BOJsIHYIO OaHto ¢ Temneparypoit 42°C na 20 munyt. [locne sToro mpobupky neHTpudyrupoBaiu npu
cxkopoctu 5000 06/MuH B Tedenue 30 cexyH, youpaiu cynepHarant, 1o0asmsum 100 MK CTepUiIbHON
BOJIbl, PECYCIIEHUPOBAIM OCAJOK M BBICEBAIM Ha YAIIKy C CEJIEKTUBHON CpeOW M BBIpAIllMBaJIM Ha
TBEPION cenexkTuBHOU cpene DDO st orGopa tpancopmantoB (pH=5,9) (1,74 1 cmecu Yeast
nitrogen base (Sigma), 5 r (NH4)2SO4, 20 r rmoko3sl, 20 1 arapa, 0,68 r cMecu “Yeast Synthetic
Drop-out Medium Supplements without leucine and tryptophan” (Sigma, Y0750) B 1 nutpe
JTUCTUIUTMPOBAaHHON Bonbl). Yamku wmHkyOupoBanu B TeueHue 3 aneit mpu 30°C. IlomydeHHbIE
KOJIOHUU pecycrieHaupoBai B 50 MK BOJbI, HM3MEPSIM HMX IUIOTHOCTh € MOMOIIbl0 iMark™
Microplate Absorbance Reader (Bio-Rad), pa3Boaumm Bomoil uis JOCTHXKEHUS OJUHAKOBOM
MJIOTHOCTH, MCXOJ U3 HAaUMEHbBIIEH W BhICEBaNW Ha ceyekTuBHbIE cpenasl: TDO (DDO, HO BMecTO
cmecu Y0750 6e3 Tpuntodana u neurmHa - cmech Y2146 6e3 Tpuntodana, JeHIIMHA U TUCTUANHA) C
pa3InYHOl KOHIeHTpalue 3-Amino-1,2,4- triazole (3-AT). s kaxa0ro BapuaHTa UCIOIB30BaIOCh

MHWHUMYM TPHU KOJIOHUH.
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3. PE3YJIBTATDBI 1 OBCYKIEHHUE

3.1. AHaqm3 nocJjenoBarebHOCTel U 3Kkcnpeccuu reHoB CLE y kaprogeds.

Panee, Goad ¢ coaBropamu oOHapyxuiH 21 reH, IPeArnoNIOKUTEIHLHO KOAUPYIOIINE MENTHIbI
CLE y kaprodens Solanum tuberosum group Phureja (StCLE) (Goad et al., 2016). C nomompo 6a3
nanabix SpudDB u NCBI o romonoruu ¢ reHamMu pe3yxOBHJIKM M TOMara B TeHOMe Kaptodens S.
tuberosum group Phureja DM-1-3 516R44 namu Obut naentuduiuposan 41 ren CLE, cpeay KOTOPBIX
JBA/NATh HE YIOMHUHATUCH B paboTe Goad ¢ coaBTopamu (mprioxkeHue 1).

MpI Taxoke mpousBenH Mouck reHoB CLE y Apyrux BHIOB KapTodens - TpeX AUKHUX BHIOB (S.
bukasovii Juz. et Rybin., S. verrucosum Schltdl., S. commersonii Dunal.) u Tpex KylIbTypHBIX (S.
curtilobum Juz. et Buk., S. juzepczukii Juz. et Buk., S. ajanhuiri Juz. et Buk.). Mb1 BoisiBuN 42 reHa
CLE, xoTopble NMPHUCYTCTBYIOT TIOYTH Y BCEX MPOAHAIM3MPOBAHHBIX BHIOB KapTOQels, OIXHAKO TeH,
Ha3BaHHBIM Hamu CLE42, ne HaiifieH B reHome S. fuberosum group Phureja, XOTs UMeeTCs y BCEX
OCTaJIbHBIX MpPOaHAIM3UPOBAHHBIX HamH BUIOB Kaptodens (['anueBa u ap., 2021). Anammsupys AK
MOCIIe0BaTeIbHOCTH OTAeNbHBIX 0emkoB CLE y pasHbix BUAOB KapTodens, Mbl 0OHAPYKUITU BHICOKHIA
IOPOIEHT HMX CXOACTBA Mexay coboit (78-98% wumentnunsix AK), mpudeM MNpPHCYTCTBYIOT Kak
nonHocThio ujeHTHuHble AK mnocnenoBarenbHoctu (Hampumep, O0enku CLE39 y nmatu w3 cemu
MpPOAaHATM3UPOBAHHBIX  BHUJOB  WACGHTUYHBI), TaKk W  BapUaHTBl, KOTAAa  MJECHTHYHBIX
nocjeoBaTeNIbHOCTeH cpenu BUIOB HeT. Cpeau BcexX MpOoaHAIM3MPOBAaHHBIX BUAOB KapTodens y S.
commersonii B 6enkax CLE npucyrctByeT Oonbliiee yncio yHUKaIbHbIX AK, KOTOpBIX HET y Ipyrux
BUZOB. DTOT AMKHIA BUA KapTodemns OTIMYaeTcs OT OCTAIBHBIX B3SATHIX B aHAIN3 BHIIOB MECTOM
NPOM3PACTaHMs: OH PAacTeT BHE apeajioB MPOM3pacTaHUs KYIbTYPHBIX BHUJOB KapTodelns U, CKopee
BCEro0, He BXO/AUT B uuciio ux npeakos (FO3enuyk, bykacos, 1929).

Kak u rensl CLE npyrux pacrenuid, rensl CLE kaptodens copepkar MOCIIeI0BaTeIbHOCTH
CUTHaJIBLHOTO JoMeHa Ha N-koHIle, BapuadensHoro nomeHa U CLE nomena na C-xone. Tak xe, kKak u
y pe3yxoBunku u Tomara (Zhang et al., 2014; Gancheva et al., 2021), y kaptodens Bce renst CLE
copepxar tonpko omuH noMeH CLE. Koncencycnas mocnenoBarensHOCTh JoMmeHa CLE kaprodens
oTinyaeTcs ot nocnenoparensHocTeit nomeHoB CLE A. thaliana w Tomara (Solanum lycopersicum), HO
TaKke AeMoHcTpupyeT 6 Hambomnee koHcepBaTuBHBIX AK (Ri, P4, Gg, P7, P9 1 Hy;) (Puc. 3). Jlns rena
StCLE14 0Obuio oOHapyXeHO Hajuuue JBYX M30(OpM, UYTO CBS3aHO C HAJMYHWEM BTOPOrO MHTPOHA y

uzodopmsl 2 (Puc. 4).



40

o
(&) (B) =g ﬁ Egline
A coooS898y
SWg > o
LRt FeErsI0S5E S
A. thaliana a7 1‘(5@%’&“ .C.O.O;c"fé‘ COT»
% 1}?‘};{?{? oS 8 %;J'?é}?@'o
4 2, =® fa - .g)’ SN
sl s’ - ¥ " "90)0"&\“
3 Sptpty & L DN
0 50142, % R
£3 '(26_ 5 %\(-' ?,.5
S 4 3 e
oy 4o LB
1 T > st
=S T et P SO
ATl e I = Atey L5 “5‘(" FAD
L . it S i e S e S'CCLLEzi il ©'% 13‘(%)‘)5“
N Es 15 L0
5. fuberosum StCLE2, i % ’;\chﬂ"
StCLE4; n n AtCLE1?
4 StCLE34 |y P 2 StCLE27
StCLE25 [ —15 @ AICLE14
StCLE4 B —= 2 SiCLE26
AtCLEA % m SICLE3g
AtCLE3 [ AtCLE
b‘C‘L‘E‘; 16 & s 87 AFCLEB
oy % SCL,
M Sicy -2l
PG Reeys RS % Arcy 24
e & ﬁ S’C‘L Bys
) Soet' Sy, &
oD % A 2 & “'r;»Qﬁ‘;
Nt U oY . V) s, Loy,
%&'\éﬁ}e’% o & T E d,d‘/(\c’{ @‘Q}?
BN " B % ORSING
LAOICSIN 8| e aw (,}%Qfgef
RIS RN PO AN
FESF o pomompEN L0 e
R R P A
IR RE R
T95900980282n
TIFATER"

Puc. 3. Ananmu3 nocnenoparensHoctedt nentunoB CLE u ¢punorenernueckoe nepeso 6enkoB CLE. A -
Koncencycusie nocnenoBarensHoctu CLE nomeHoB A. thaliana, S. lycopersicum wn S. tuberosum
noctpoeHHsie B mporpamme MEME. b — ¢unoreneruueckoe aepeBo cemeictB 0enkoB A. thaliana
(3eneHbIe TPEYTroIbHUKN), S. [ycopersicum (KpacHbIe KPYXKKH) U S. tuberosum (OpaHKeBbIE KBaJIpaThl),
noctpoeHHoe B mporpamme MEGA7 ¢ momombio anroputmMa Muscle ¢ wucnons3oBannem AK

nociienoBarensHocTeil 0enkos CLE.

LOCIEFEEEIES
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HM_B15 3852671 IR BB - * | HP_BISIE3E931

Puc. 4. JIse msodopmer LOC107060359 (StCLEI4) w3 6a3el pmanHbsix NCBI, oTnnyaronmecs

KOJIMYCCTBOM MHTPOHOB.

Hecmorps Ha To, uto y S. tuberosum wmbl BbisiBUIM 41 ren CLE, oHM KOnupyroT Bcero 37
nentugoB CLE (Gancheva et al., 2021). Csa3ano 310 ¢ teM, uro AKII CLE noMeHOB y HEKOTOpPBIX
6enkoB uaeHTu4Hb! (Hanpumep, y CLE8 u CLE12). Ognako y npyrux BUI0OB KapTodeis HailieHo ele
20 nomenoB CLE, xotopbix HeT y S. tuberosum. Bce 3T 1oMeHBI UMEIOT ¢xoncTBO ¢ qomeHamu CLE

oenkoB S. tuberosum, HO oTiMuaroTcs ot HUX Ha 1-4 AK (mpunoxenue 2).
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Puc. 5. Pacnonoxenue renoB CLE Ha xpoMocoMax kaptodens S. tuberosum group Phureja.

Jlalee MBI TIpoaHAM3UPOBAIH pactpenencaue reHoB StCLE Ha xpomocomax kaprodens S.
tuberosum group Phureja M O0OOHapyXWIH, YTO OHM pacIollararoTcs Ha Bcex 12 Xpomocomax
Kaprodes, 3a uckiIroueHueM xpomocomsl 6 (Puc. 5). Mbl oOHapyxunu, uyto rensl StCLE26 u StCLE27
pacrmoyiokeHbl o4deHb Onm3ko npyr k apyry (B mpeaenax 4000 mH.) W HUMEIOT CXOAHBIC
nocienoBareibHOCTH (88% cxo/cTBa), YTO MO3BOJISIET IPEANIONIOKHUTE, YTO OHH, BO3MOXKHO, BOSHUKITH
B pe3ynbTare AyTIHKAIIH.

Mpsl nmpoBenu aHanu3 skcnpeccuu reHoB StCLE B amekce moOera, I[BETKE, JIUCTE, YEpeIlKe,
cTebiie, CTOJIOHE, KIIyOHEe (MOJIOZIOM W 3peioM) M KOpHE, MCIOJB3Ysl JTaHHbIE TI0 TPAHCKpUNTOMY S.
tuberosum group Phureja u3 6a3e1 nanabix NCBI (Puc. 6). Yetsipnaauars renoB (StCLE2, -5, -10, -15,
-18, -25, -27, -29, -32, -34, -35, -38, -40 u -41) ObLIN UCKITIOUEHBI U3 CXEMBI, TaK KaK UX TPAHCKPUITHI
He ObLIM OOHapyKeHbI B MPOAHATM3UPOBAHHBIX TKaHAX. J[BeHaauars reHoB StCLE (StCLE3, -4, -6, -
11, -14, -20, -21, -22, -24, -26, -31 u -36) NEeMOHCTPUPYIOT HU3KHUA YPOBEHb SKCIPECCUM WU
OTCYTCTBHE JKCIPECCHU B OOJBIIMHCTBE MpPOAHATM3UPOBAHHBIX TKaHeW kaprodens. [lare npyrux
reHoB (StCLEY9, -12, -13, -23 u -30), Ha000POT, IKCIPECCUPYIOTCS BO BCEX TKAaHAX Ha BBICOKOM
ypoBHe. [ecsars renoB (StCLEI, -7, -8, -16, -17, -19, -28, -33, -37 u -39) xapakTepu3yIOTCs
TKaHeCUMeIM(PUUHBIM XapaKTepOM SKCIPECCUH, - Tak, reH StCLES skcmpeccupyercs Ha BBICOKOM
YpOBHE B afieKce, CTOJIOHE, KIIyOHE U KOpHE, HO UMeET HU3KHUI YPOBEHb IKCIPECCHH B IIBETKE, JIUCTE,

yepeuike u credie.
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Puc. 6. 3nauenus Log2 TPM (Transcripts Per Million) mist renoB CLE kaprodens. TermoBas kapra
noctpoeHa ¢ nomouipio Gyaknuu heatmap.2 nporpammer R. Cepsim nBetom o6o3nauensl Log2 TPM

paBHbie 0.

3.2. Ilouck renoB CLE y4acTBYIOIIUX B OTBETE HA U3MEHEHHUE COJAEPKAHUS A30TA B
cpene.
3.2.1. Iouck romo10roB reHoB CLE pe3yx0BHIKH, Y4aCTBYIOIIUX B OTBETE HA a30T.
Tak kak ans kaprodens comepkaHuWe a30Ta B Cpele SBISETCS OJHMM M3  (PAKTOPOB,
PEryIHMPYIONIUX pa3BUTHE KIYOHS, MbI CTajdu UCKaTh cpenu reHoB CLE kapTodess TOMOJIOTH T€HOB
CLE pe3yxOBHUIKM, YYaCTBYIOIIMX B OTBETE Ha HW3MEHEHHUE COJepXaHus a3zoTa B cpene: Mo
JUTEPaTyPHBIM JaHHBIM, K TaKOBbIM oTHOCcsATCA AtCLEI-7 (Araya et al., 2014; de Bang et al., 2017).
Jns pemieHWst 3TOM 3ahadd OBUIO TIOCTPOCHO (PHIIOrEHETHYECKOe JEPEBO METOAOM OvKaHIero
cocena o AK nocnenoBarenbHOCTIM OenkoB CLE A. thaliana, S. lycopersicum wu S. tuberosum (Puc.

3). Y kaprodens ObUTM BBISBICHBI MPEAINONIAraeMble TOMOJOTH TEHOB PE3YXOBUIKH, KOTOPHIC

BOBJICUCHHI B 0TBeT Ha a30T (StCLE4, -5, -10, -11, -24, -25, -34, -41) (Puc. 3, 7).
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StCLEIl K
StCLE24 K
StCLE1I0 K
AtCLE7 R
AtCLES R
AtCLE6 R
StCLE5S K
AtCLE2 R
AtCLE3 R
AtCLE4 R
AtCLE1 R
StCLE4 R
StCLE25 R
StCLE34 K
StCLE41 K

(o B D v v e I w I v I w N o A w I w I o B
=vii= =« + =« i« s i = e o« i = i o i« < i« i o o
=i« -« R <« <R« + = e« <o« i = e R o - e i =

S
5
5
5
S
S
5
5

s

Puc. 7. ®parment BboipaBHuBaHus CLE nomenoB OenxkoB CLE A. thaliana wu S. tuberosum,

MMPECAIIOIOXKUTCIIBHO YHAaCTBYIOIIUX B OTBETC HA a30T, CACIIAHHOIO C IOMOIIBLIO ITPOTpaMMBbI Ugene.

3.2.2. Anaau3 skcnpeccuu reHoB CLE xkaprodenss B orBere Ha H3MEHEHHE

cojliep:KaHHMe a30Ta B cpefe.
Hns renoB StCLES, -10, -25, -34, -41 otcyrctBytoT nanusle TPM (Transcripts Per Million) B
U3y4aeMbIX TKaHAX, a i StCLE4, -11, -24 moka3aHO HaKOIJICHHE TPaHCKpUNTOB B cTebie (Puc.6).
Mpl pemnian NpoaHaaIu3upoBaTh SKCHIpeccuto TeHoB StCLE B KOPHSIX HPU PAa3IUYHOM COAEpNKaHUU
azora B cpene. i 3TOro MBI HCIIONB30BaIM Cpeipl, omucanHble B cratbe Ohkubo et al., 2017 -
MomuduIupoBaHHyl0 cpeny Mypacure-Ckyra ¢ S5T/n caxaposbl, I7le¢ B KadeCTBE HCTOYHHKA a30Ta
ucnonsizoBanuchk 10MM KNOs; u 10MM NH4Cl, a B cpene 6e3 a3oTa BMecTo HUX Mcnoiab3oBamu 10 MM
KCl, Bce octanbuble 31emMeHThl ObutH ype3ansl BaBoe (Y2 MS10 KNO3; NH4Cl unu 2 MS10 KCl).
Hcxogno xaprodens BpIpamMBaiM B YCJIOBHSIX In vitro Ha cpene Mypacure-Ckyra ¢
copepkanueMm caxapo3sl 10r/m (MS10). Pactenus uepeHkoBajdM Ha JBYXY3JIOBblEé YEpEHKH U
MOMeEINIAJIA Ha cpejibl 0e3 a30Ta WK C a30TOM U PacTUIU 0 oOpa3zoBaHus KopHei (12-14 nueit). Janee
pacTeHHs epeca)kuBajil Ha CPeabl CIEAYIOIIUM 00pa3oM: pacTEeHHUs, pacTyllUe Ha CPele C a30TOM,
NepecakMBajl Ha Cpelbl C a30ToM M 0e3 a30Ta; pacTeHus, pacTyllue Ha cpeae 0Oe3 asora,
nepecakuBaji Ha Cpebl ¢ a30ToM U 0e3 azora. Uepes3 48 yacoB KOpHU 00pe3aal M aHAIU3HPOBAIIH

skcnpeccuto reHoB StCLE ¢ nomombto [TIP-PB.
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KonuyectBeHHblil aHanu3 skcrpeccuu reHoB ¢ nomoinbto IIIP-PB mokaszan, uro ypoBHHU
skcnpeccun reHoB StCLE4 wu StCLE( 3Ha4MMO CHMIKAIOTCSI MPH MEPEeCcajKke pacTeHUM CO Cpelibl C
a30TOM Ha cpeny 0e3 a30Ta U BO3pACTArOT MPH MepecajKe co cpeabl 6e3 azora Ha cpeay ¢ azoToMm (Puc.
8, 9). YpoBHu 3xcnpeccun reda StCLE]] nipyu U3MEHEHUM KOHLIEHTPALMU a30Ta B CPEle JOCTOBEPHO
He m3MeHsuuch (Puc. 8, 9). YpoBenp skcnpeccun reHa StCLES 3HAUMMO W3MEHSUICS TOJBKO IPH

nepecasike pacTeHui co cpepl 6e3 a3oTa Ha cpeny ¢ a3otoMm (Puc. 9).
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Puc.8. OtHocuTenbHbIl ypoBeHb 3kcnpeccuu reHoB StCLE4, StCLEI10, StCLES, StCLEII npu
nepecaake pacteHuii co cpensl ¢ azorom (10 mM) Ha cpeny ¢ azotom (10 mM) u 6e3 azota (0 mM).
NS. - Not Significant (#e 3HauuMbIe paznuuus, p>0,05); ** - p<0,01. Jlanuble npeacTasieHs 1o 4

OMOJIOTHUYECKUM IMOBTOPHOCTSIM.
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Puc. 9. OtHocurenbvHbIl ypoBeHb 3Kcnpeccun reHoB StCLE4, StCLEI0, StCLES, StCLEII npu
nepecaake pacTeHuit co cpeanl 6e3 azora (0 mM) Ha cpeny 6e3 azota (0 mM) u ¢ azorom (10 mM).
NS. - Not Significant (#e 3Haummbie paznuuus, p>0,05); ** - p<0,01; * - p<0,05. JlanubIe

MMPEACTAaBJICHLI 110 4 OUOJIOTHYECKUM TIOBTOPHOCTAM.
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B pa6ore Tiwari u coaBtopoB (2020) ObuT MpoOBeACH TPAHCKPUIITOMHBIA aHAW3 KOpHEH,
no0eroB U CTOJIOHOB KapTodesisi, pacTylluX B YCIOBUSAX a’PONOHUKH C PA3JIMYHBIM CONEp:KaHHUEM
azora (4 MM u 0,2 MM, B KayecTBe HCTOYHHKA a30Ta HCHONb30Baa NO3; NH4+). Cpenu
nuddepeHIaIbHO JKCIPECCUPYIONTUXCS TEHOB B 3ToM pabore mpucyrcrByer TeH StCLEIO,
JKCIIpeccHsi KOTOPOro BoO3pacTaia B MPHUCYTCTBUU a30Ta, YTO COIVIACYETCSl C HAIIMMU JIaHHBIMH.
Opnako m3MmeHeHue skcrpeccun rena StCLE4 B pabore Tiwari U coaBTOPOB HE OBLIIO OOHAPYKEHO.
DT0 MOXKET OBITH CBSI3aHO CO BpeMeHeM o0paboTku a3oroM (B pabore Tiwari u cOaBTOpOB KapTodeb
BoIpanuBanu 30 gHeH Ha cpefax ¢ pa3IuYHbIM COACPKAHUEM a30Ta).

Takum 00pa3oM, KaHIUAATAMU Ha POJIb PETYIATOPOB OTBETA HA a30T y KapTodens sBISIOTCS
renbl StCLE4 u StCLE10, AK nocnenosarensHocTs CLE-n0MeHa koTopbix ominyaercst Bcero Ha 1 AK

ot nocneaosareabHocTelt JoMeHa CLE GenkoB pe3yxoBUIKH, KOTOPBIE BOBJICUCHBI B OTBET Ha a30T.

3.2.3. AHa/IM3 aKTUBHOCTH NPOMOTOPOB reHoB StCLE4 u StCLE10 y kaproges.
JUis  aHanmu3a aKTHBHOCTH MPOMOTOpoB TeHoB StCLE4 w StCLEI() Obud BBIJCIICHBI
MPOMOTOPHBIE 00IAaCTH ATUX T'eHOB (3 u 1.7 THICSYM HYKJICOTUIOB JI0 CTApT-KOJOHA, COOTBETCTBEHHO).
JHanee nmpomotopubie obnactu reHoB StCLE4 u StCLE](0 Obun nomemeHsl nepen reiom GUS (Puc.
10). Takum obpazom, B ciyuae nocagku Td Ha mpomortopsl reHoB StCLE4 u StCLEI(, xotopble B
HOpPME aKTHUBHPYIOT MX IKCIIPECCHI0, OJarogapsi BCTPOSHHONH KOHCTPYKIIMU IPOUCXOMIIA SKCIPECCHs
penoptepHoro rena GUS. I'en GUS xoaupyeT GepMeHT DIIOKYpOHMIIA3y, 00yCIaBIMBAIOIINNA CHHEE

OKpalllMBaHUE MPH B3aUMOJeCTBUN co crienupuueckum cyoctparoM (Van den Eede et al., 1992).

LB T-DNA repeat
LB T-DNA repeat

g N e=
& NOS terminatg,. 5’
Ans

SR

. Nés terminato, Blpl‘,

pBGWFS7-promStCLE10

12 525 bp pBGWFS7-promStCLE4

13 759 bp
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Puc. 10. KapTel BEKTOpPOB MJi1 aHaJIW3a aKTUBHOCTH NPOoMOTOpoB reHoB StCLE4 w StCLEI0,
coziepkamue penoprepHeiii TeH GUS mom KOHTposieM wu3ydaeMbiX npomoropoB (promStCLE4 u

promStCLE10). Kaptsl nocTpoensl B mporpamme SnapGene.

Mgl TpanchopMHUpOBaIM pacTeHUsl KapToQelis MOoMTyYeHHBIMH KOHCTPYKIMSIMU C TOMOIIbIO A.
rhizogenes IUisl TIONy4€HUs KOMIO3UTHBIX DPACTEHUN C TPAHCTCHHBIMH KOpHAMHU. Takoil BapuaHT
TpaHchopMaMy TO3BOJISIET MOTYYUTh PACTEHHS ¢ OOJBIINM KOJMYECTBOM TPAaHCTEHHBIX KOPHEH YyKe
yepe3 JBe HeJeNU Mocie TpaHC(POpMaluu U HE TpeOyeT 4acThIX Nepecazok. TpaHchopMHUpOBaHHBIE
pactenust BeipamuBaiy Ha cpeze ¢ azoroMm (10MM KNO; u 10MM NH4Cl) u 6e3 azora (10mM KCI).
Mps1 nokazanu, uto mpomotopsl TeHOB StCLE4 u StCLEI( ©oiee akKTHBHBI MPU POCTE PAacTEHUI Ha
cpene azoroM (Puc. 11, 12), uto cornacyercs ¢ TaHHBIMH 00 AKCIPECCUU ITHUX T€HOB B MPUCYTCTBUU
azora B cpefe. [IpomoTopsl 000MX TeHOB ObLIM aKTUBHBI B IEHTPAJILHOM LIUIMHPE KOPHS KapTodes,

MMPECAIIOIIOKKUTCIIBHO — B IIPOBOAAIINX TKAHAX.

Puc. 11. Amnanm3 aktuBHOCTH TipoMoTopa TeHa StCLE4 B kopHAX KapTodens mpu pasHOH
KOHIIGHTpAIIMK a30Ta B cpene (KOpHU ObUTH MONYYEHBI MyTeM TpaHcQopMaluu pacTeHHi kapTodens
mramMmmoM A. rhizogenes, HecymuM penopTepHblii reH GUS mnox mnpomotopom StCLE4). A -
AKTHUBHOCTBH MPOMOTOpHOM oOsactu reHa StCLE4 B KOpHsIX KapTodes, pacTyIIero Ha Cpeie ¢ a30ToM
(+N) u 6e3 azota (-N). b - Cpe3 TpaHcreHHOTr0 KOpHS KapTodesns, pacTyIiero Ha cpeie C a30TOM.

IIpoMOTOp aKTUBEH B LEHTPAIBHOM LIUIUHIPE KOPHSL.
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Puc. 12. Anamu3 aktuBHOCTH TIipoMmoTopa reHa StCLEI() B KopHsAX KapTodeis npu pa3HOMH
KOHIIEHTPAIIMK a30Ta B cpefe (KOpHU ObUIM IMONTYYEHBI MyTeM TpaHc(opMalliu pacTeHUU KapToders
mTaMMoM A. rhizogenes, HecymuMm penoptepHbeii TeH GUS nox mpomotopom StCLEI0). A -
AKTUBHOCTb TpOMOTOpHOU oOsactu reHa StCLEI() B KOpHSAX KapTodens, pacTyllero Ha cpeie ¢
azotoM (+N) u 6e3 azota (-N). b - Cpe3 TpaHCreHHOro KOpHsS KapTodens, pacTyllero Ha cpeie ¢

a30ToM. IIpoMOTOp aKTHBEH B LIEHTPAIBHOM LUIUHAPE KOPHSL.

Taxum o0Opa3oM, aHaIM3 aKTUBHOCTU NPOMOTOpPOB reHoB StCLE4 w StCLEI() B TpaHCTE€HHBIX
KOPHSX KapTodesns MOATBEpJMJ HAIllM JaHHble 00 aKTHUBAIMM SKCIPECCHUHM 3TUX T'€HOB B OTBET Ha
MOBBILICHNE KOHLEHTpauMu a3ora. Y pesyxoBunku rensl AtCLEI, AtCLE3, AtCLE4 w AtCLE7,
romosioruunbie StCLE4 u StCLEI(, 3KcnpecCupyroTcsi, HalpoOTUB, NP TOJOAaHUHU 1O a3ory. OHu
AKCHPECCUPYIOTCS B MEPUIMKIIE KOPHS, a CUTHAJIbHBIM Kackan, 3amyckaeMblii nentugamu AtCLEL,
AtCLE3, AtCLE4 u AtCLE7 npuBoauT K MOAaBICHUIO 0Opa3oBaHusi OOKOBBIX KOpHe# (Araya et al.,
2015). 310 B CBOK0O oOuepelb MNPUBOAUT K BO3HUKHOBEHUWIO [UIMHHBIX HEBETBALIMXCSA KOpHEH,
XapaKTEepHBIX JJI pacTeHH, KOTOpbIE BHIPAILIMBAIOTCS B YCIOBUSX HEXBAaTKU a3oTa. B To ke Bpems, B
uccinenoBanun Ma et al. (2020), nanporus, AtCLE3 He pearmpoBan Ha gobaBienue azora (3 mM
KNOs3), a ypoBau skcnpeccun reHoB AtCLEI, AtCLE2, AtCLE4, AtCLES5, AtCLE6 w AtCLE7
BO3pacTaiu. B cBsa3u ¢ 3TuM Borpoc o ¢pyHkuusax reHoB AtCLEI—-CLE7 B oTBETE Ha CollepKaHHe a30Ta
OCTaeTCsl OTKPBITHIM.

B 10 e Bpemsa y 60060BbIx pacteHuil mentuasl CLE ydacTBy:oT B HEraTMBHOW pETy/ISIIUN

pa3BUTHS a30TPUKCUPYIOMUX KIyOeHbKoB. Tak, y Lotus japonicus CLE-ROOT SIGNAL 2 (LjCLE-
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RS2) skcripeccupyercs B cirydae Hanudus a3ora B cpene, nentua LjCLE-RS2 mo kcuieme mocrymaer
B mo0er M 3alycKaeT CUTHaJl, HHTHOupyomuii oopazoBanue kiyoeHpkoB (Okamoto et al., 2009). [Ipu
stoM reH LjCLE-RS?2 sBnsiercst 6mu3kum romonorom AtCLE[-AtCLE7.

[To HamwmM naHHBIM, TOMoJoru TeHoB AtCLE[-7 y kaprodens nub0 He pearupoBalidi Ha
W3MEHEeHHe Konm4decTBa a3ora B cpene (StCLES, StCLEII), nnO0 TOBBIIATN YPOBHU IKCIPECCUU B
npucyrctBum azora (StCLE4, StCLE10). Bo3pactanue sxcnpeccuu rena StCLE1() Ha cpene ¢ a30ToM
TaK)Xe MOJTBEPKIACTCS JAHHBIMU IO aHAIM3Y TPAHCKPHUIITOMA KapTodels Mpu pocTe B YCIOBHSIX
a’pornoHuKH Ha cpene ¢ azotoM (Tiwari et al., 2020).

Tak kak oOpa3oBaHHWE KIyOHEH 3aBHCHT OT COJCp)KaHUS a3oTa B cpene (ero M30BITOK
HEraTUBHO CKa3blBaeTCsI Ha pa3BUTHHM KIyOHEW), TO HMEeT CMBICI HW3YYUTh BOBJIEYEHHOCTH
peryasTopoB kiyOHeoOpa3oBaHHs B a30THBIA curHaiuHr. B pabore Sharma et al. 2016 6w
NIPOAHATM3UPOBAH TPAHCKPHUIITOM CTOJIOHOB KapTodels, B KOTOPBIX ObLIa MHIYIHPOBAaHA IKCIPECCHUs
reHa BELS, konupyromero T® - mo3UTUBHBIN peryisTop KiyOHeoOpa3oBanus. B ciyyae skcnpeccuu
BEL5 npoucxoAauiio HaKOIUIEHWE TPAHCKPUIITOB OOJIBIIOTO KOJIMYECTBA T€HOB, B TOM uucie StCLE4:
OTHOCHUTEINIbHBII YPOBEHb €ro TpaHCKpuMiuu moBbimancs B 5,38 pa3 (p=0,0068). M3BectHO, UTO
caiitamu nocanku BELS sBastorcs Tangemusie nocnenosarenbHoctd TGAC, KOTOpble IPUCYTCTBYIOT

B IIPOMOTOpHOM obnactu rena StCLE4.

3.2.4. IIposepka B3aumoaeiicreust T® BELS ¢ npomoTopHoii 00;1acTHI0 TeHA

StCLES.

Jns  mpoepku mpeanoyiokeHus o ToM, uro BELS HemocpeacTBeHHO —peryiaupyer
Tpanckpunuio rena StCLE4, Mbl UCTIONB30BAIA METOJ IPOXKKEBON OMHOTHOpUIHONM crucTeMbl (Yeast
One-Hybrid Assay (Y1H)). Meron coctouT BO B3aumomencTBuu Td, K KOTOPOMY MPUCOEIAUHEH
AKTUBUPYIOIUN JIOMEH, C U3y4aeMbIM IIPOMOTOPOM, IO KOTOPBIM CTOHUT JIPOKIKEBOH IPOMOTOP U
penoptepHslii reH (H1S3). B cinyuae B3aumopeiicteust TO-/IHK, akTuBupyromuii JoMeH nonagaer Ha
JIPOXIKEBOM MPOMOTOP U 3aIlyCKaeT 3KCIPECCUI0 PEOPTEPHOTo reHa, B pe3ylbTare uero Habmoaaercs
pocCT Ipoxokel Ha cenekTuBHOM cpene 6e3 ructuanna (TDO). Onnako naxe 6e3 B3aumopeiicteust TO-
JHK penoprepubiii reH HIS3 MOXET SKCIpPECCHpOBAaTbCs HAa HU3KOM YPOBHE, 4YTO CBS3aHO C
B3aMMOJIEWCTBUEM JPOXIKEBBIX OEJIKOB C MMPOMOTOPHOM MOCIIEA0BATEIbHOCTHIO. YTOOBI HUBEIUPOBATH
3TOT 3QQeKT, B cpeay AobaBisgeTcs HHIMOUTOp OMOCHHTE3a TMCTUAMHA - 3-Amino-1,2.4- triazole (3-
AT). Ero KoHUEHTpaIMsl pacCUMTHIBACTCS ISl KAXKJIOM KOHCTPYKIIUH OTIEIBHO, U OOBIYHO MPOBEPKY
B3aUMOJICHCTBUSL  OCYLIECTBIISIIOT Ha psijfie KOHLUEHTpAlMid WHTUOMTOpa JJsl OLEHKH CHJIBI

B3aumonercTBus T® u mpomoTopHoit obmactu (Davies 2013).
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Bb1n co3anbl KOHCTPYKIIMH, HECYIIHE KOIUPYIONIYIO TocienoBarebHoCTh StBELS (Puc. 13)

¥ IpOMOTOpHBIEC y4acTKu reHoB StCLE4 u StSP6A (Puc. 14).

ADH1 promoter

[Sv40 NLS|

pDEST22-StBELS
9190 bp

Puc. 13. Kapra Bekropa mns wusydenus B3aumopeiictBus TO-/IHK c mnomompio apox:keBoi

OTHOTHOPUIHONW CHCTEMBI, COICpXaIlui KOAMPYIOIIyIo TochenaoBarenbHocTh StBELS. Kaprer

MOCTpOEHBI B Iporpamme SnapGene.

attB1/ attB2

proms tsPsao
>

pHisLeu-promStSP6A
8109 bp

pHisLeu-promStCLE4
8494 bp

Puc. 14. Kaptel BekTopoB ans usydeHuss B3aumoneictus TP-JIHK ¢ nomompbro apoxkeBoit

OJHOTMOPUIHOM CHUCTEMBI, COZEpIKallhe MPOMOTOpPHBbIE YJacTKu TeHOB StSP6A (promStSP6A) u

StCLE4 (promStCLE4). KapTel moctpoens! B mporpamMmme SnapGene.
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B kauecTBe MONOXUTENBHBIX KOHTpOJIeH Obud BbIOpaHbl mapel T® NAM u nmpomoTop reHa
LHY (promLHY), B3aumozeiicTBie KOTOPBIX paHee yxke Obulo mokazano ¢ nomousio Y 1H (Davies,
2013), a raxoke T® StBELS u npomotop rena StSP6A4 (promStSP6A), B3anMoneiicTBie KOTOPBIX OBLIO
MOKAa3aHO C IMOMOIIBI0 METO/AA CABHUTra 3MeKTpodopernueckoii moasmxkHOCTH (electrophoretic mobility
shift assay, EMSA) (Sharma et al.,2016). B kadecTBe OTpuLIaTEIbHBIX KOHTPOJIEH HCIOIb30BAIUCH
wiasmuasl pPDEST22 u pHisLeu 6e3 BcTaBok.

B namem skcnepumente mo Y1H Obwto moarBepxkaeHo B3aumoneiictBue T StBELS u
npomotopHoit obnmactu StSP64A m T® NAM c¢ mpomotopom reHa LHY, omHako B3ammopaelicTBUS
StBELS5 ¢ mpomoropHoii obnacteio StCLE4 ne Obuto o6HapyxeHo (Puc. 15). Takum oOpazom, ucxomis

U3 pe3ynbTaroB Haulero aHanusza, 1P StBELS nanpsaMyto He perynupyet akcnpeccuto reHa StCLE4.

Couetanne DDO TG TRO TDhO TDO
+2mM  +5mM  +10Mm

StBELS +
promStSP6A

pDEST22 +
promStSP6A

StBELS +
promStCLE4

pDEST22 +
promStCLE4

pDEST22 +
pHisLeu

StBEL5 +
pHisLeu

NAM +
promLHY

pDEST22 +
promLHY

NAM +
pHisLeu

Puc. 15. IIposepka B3aumopeiicteuss Td BELS5 c¢ mnpomoropnoii ob6macteio rena StCLE4

(promStCLE4) ¢ moMomIpi0 IpoxKEBOW OHOTHOPUIHOM CUCTEMBI. JIpOXOKHM BBIpAIIMBAIM HA Cpeliax
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DDO u TDO c pa3au4HbIMH KOHIICHTPALMSIMU MHTHOMTOpa OMOCHMHTE3a TUcTHAMHA 3-Amino-1,2,4-

triazole (3-AT) - 2mMM, 5SMM u 10MM.

3.2.5. U3yvyeHue BJIMSIHMS H3MEHEHHOI0 YPOBHSI JKcnpeccuu reHoB StCLE4 m

StCLE10 na pazsutne xkaproges.

Jlnst maneHeimero nydenus Gyakuuii renoB StCLE4 u StCLE 10 Obutd cO31aHbI KOHCTPYKITUH,
B KOTOpBIX reHbl StCLE4 u StCLE1( HaxonwiuCh 1MOA KOHCTUTYTHMBHBIM MPOMOTOpoM 35S Bupyca
Mo3auKku 1BeTHOH KamycTel (Puc. 16). Takoii mpomorop obecrednBaeT BO3pacTaHUE IKCIPECCUU

HaxoAAunXCs 1Mo HUM I'CHOB B COTHHU pa3 BO BCEX TpaHC(i)OpMI/IpOBaHHI)IX TKaHAX PACTCHUA.

S B

PB7WG2D-StCLE10
11 130 bp

pB7WG2D-StCLE4
LB T-DNA repeat M12by LB T-DNA repeat

5
2
o
£
£ =
£
2
v
9o
<

Vﬂof”'ﬁ

Puc. 16. Kaprel BektopoB mansi cBepxskcnpeccun reHoB StCLE4 wu StCLEI0O, conepxaiiue
KOAMPYIOIIME TOCIEA0BaTEeIbHOCTH H3y4aeMbIX TI'eHOB IMoJ] KoHTposieM 35S mpomortopa. Kapts

NOCTpOEHBI B Iporpamme Snap(Gene.

B pesynwprare Tpanchopmamnuu udepeHKOB KapTodens mrammamu A. rhizogenes, HECYITUMU
KoHCTpyKIMH 35S.:StCLE4 v 35S::StCLE(), 6but1 OTY4YEHBI paCTEHUS C TPAaHCTEHHBIMHU KOpHSMU. B
KaQuecTBE KOHTPOJS MHCHOJBb30BAJIMCh pACTEHHs, TpPaHC(OPMHPOBAHHBIE KOHCTPYKIMEH s
cBepxakcnpeccun GUS. Jlanee 3T pacTeHHs ¢ TPAHCTEHHBIMU KOPHSIMU OBUTH TIEPEHECEHBI Ha CPEJIbI
0e3 a30Ta M MOMEILEHbl B TEMHOTY JJI1 MHAYKIUH KI1yOHeoOpa3zoBaHus. OTCYTCTBUE a30Ta SBISETCS
TpUITEpoM 00pa3zoBaHMs KiIyOHeH y kapToderns, oqHako cBepxikcnpeccusi reHoB StCLE4 n StCLEI0,
KaK MbI II0JIarajiu, JOJbKHa ObUla TOPMO3HUTh KIyOHEeoOpa3oBaHUE, TaK KaK OHU SBJISIFOTCSI CUTHAJIOM O
HaIMYUK a30Ta. OJHAKO JaXke Y KOHTPOJIHBIX PAacTeHHUH pa3BUTHE KIyOHEH ObLIO OueHb PEIKUM
coObITHEM. MBI TPENNONIOKIIIA, YTO OSTO CBS3aHO C OCOOCHHOCTBIO TpaHChHOpPMAMK — TpHU

TpaHnchopmaIuu pacTeHuil ¢ TOMOIIbI0 A. rhizogenes 00pa3yloTcs Tak Ha3bIBaeMble 0OpOIAThIC KOPHU
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— U3 KaJjuryca obpasyercst 00JIbIIOe KOIMYECTBO KOPHEH, YTO MOXKET HEraTUBHO BJIMSATH Ha pa3BUTHE
kiyOHeil. BcenmeactBue 3Toro, Mpl Hadalud TpaHc(OpMaluio JHCTHEB KapTodens ¢ MOMOIIbIO A.
tumefaciens, HO Ha TAaHHBII MOMEHT pPereHepalrs PACTCHH elle He Hayalach, IO3TOMY Mbl HE MOXKEM
W3YYUTh BIUSHUE W3MEHEHHOTO YpoBHsS dKkcmpeccun reHoB StCLE4 w StCLEI() na obOpa3oBaHme
KITyOHEH.
3.3. Ilouck renoB CLE kaprogeiisi, y4acTBYIOIIMX B OTBeTe HA HEXBATKY BO/bI.

HexBatka Bozbl y KapTodenss IpUBOIUT K YMEHBIIEHUIO POCTa MOOETOB U ypoxas KiryOHel — B
CBS3M C 3aJIep)KKOW HMHHUIMUPOBAHUS KIYyOHEH, CHIDKEHHEM KOJIMYecTBa M Beca KIyOHel. Y
pesyxoBuaku usBected nentua CLE, koTopslif ydacTByeT B nepenade curtaia o AeQUIUTe BOABI - 3TO
AtCLE25 (Takahashi et al., 2018). Hcxons w3 ¢unoreHernueckoro anamusa, Ommskumu mo AK
MOCJICZIOBATEIILHOCTH mentuaamMu y kaprodens spistores nentuabl StCLE6 u StCLE19, npu 3ToMm,
KaK U y pe3yXOBUIKHU, TpaHCKpunThl StCLET9 6pun oOHapyxeHbsl Bo ¢uoame (Lin et al., 2015), B
pa3BUTUH B KOTOPOW OH MOXeT, kak 1 AtCLE25, npunumars ydacTue.

B cBs3W ¢ 3TMM MBI MOCTaBWJIM JKCIIEPUMEHT IO W3YYCHHIO BJIMSIHHA HEXBAaTKH BOJIBI HA
skcripeccuto reHoB StCLE. Okazanoch, uTo ypoBHU 3Kcmpeccuu TeHoB StCLEI9 u StCLE6 ne
U3MEHSIOTCS TPU HEXBaTKe BOJbI, OAHAKO Jpyroi reH, StCLE23, pe3ko MOBBIIIAT YPOBEHb CBOEH

skcnpeccuu mipu nedunute Boasl (Puc. 17).

15-
HexBaTka
10- BOJbI
Ou
44

(6}
1

OTHOCHTE/IBHBIA YPOBEHb IKCIIPECCHH
o
]

StCLE6 StCLEI9 StCLE23
Puc. 17. W3MeHeHue OTHOCHUTEIBHOIO YpPOBHS sKcmpeccun TeHoB StCLE6,-19,-23 B ycnoBUsX
HEXBaTKM BOJBl [0 CPaBHEHHIO C KOHTposieM. JlanHble mnpenctaBieHsl Mo 4 OHOJIOTMUYECKUM

noBTopHOCTAM. ['paduk moctpoeH ¢ ucnonb3zoBanueM pyHkuuu boxplot B mporpamme R. * - p<0,05.

I/ITaK, HaM YyJaJOCh BBIABUTH TC€ TCHBI, 3KCIIPECCHUA W AKTHBHOCTH ITPOMOTOPOB KOTOPBIX
acconunupoBaHa ¢ UBMCHCHHUECM YCJIOBI/Iﬁ Oprncaromeﬁ CpCabl, KPpUTUYHBIX JIs KHY6HCO6pa3OBaHI/I$II

HAJIMYHUEM a30Ta B CPpCAC U NOCTYITHOCTBIO BOJbI.
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A30T 1t KapToens sBISETCS BaKHBIM AJIEMEHTOM, HEOOXOAUMBIM ISl HOPMAJIBHOTO pOCTa
pacTeHus, ero U30bITOK HEraTMBHO CKa3bIBae€TCA Ha ypoxailHocTu kKaptodens. B 1o xe Bpewms, a3or
MOXET BBINOJHATh CUTHAJIBHYIO (DYHKUHUIO JJIs1 KapTO(es: UCTOIICHUE 3armaca a30Ta B MOYBE MOXKET
SBISATHCA OOHUM W3 CHUTHAJOB O HEOOXOAMMOCTH OOpa3oBbIBaTh KIYOHM JJIs TEpEeKUIAHUSA
HeOMaronpusaTHeIX yciaoBuil. CoIVIacHO MOMyYEeHHBIM HaMU JAaHHBIM, B IMepeladyy Takoro CUrHaja
MoryT ObITh BoBiiedeHbI nenTubl StCLE4 n StCLE10, Tak Kak ypOBHU 3KCIPECCUU KOAUPYIOUMIUX UX
TEHOB IOBBIIIAIOTCA B OTBET Ha a30T. BBIACHUTH 3TO MOMOXKET MOJIyYEHUE MTOJHOCTHIO TPAHCTEHHBIX
pactenuii kaprodens co ceepxdkcnpeccuneit reoB StCLE4 u StCLE (. M0oXHO TIPEANOI0KHUTh, YTO
TakK ke, Kak U y 6000BbIx pactenuil, StCLE4 u StCLE10 moryTt nepemerarbcsi 10 KCUJIEME B JIUCThS U
pEeryaupoBarh SKCIPECCUI0 MHAYKTOPOB KiyOHeoOpasoBaHus, Takux kak SP6A u BELS5. C mgpyroit
CTOPOHBI, 3TH MENTHUJBl MOTYT OKa3aTbCi M PEryAsSTOpamMH pPa3BUTHUS OOKOBBIX KOPHEH, KaK 3TO
IPOUCXOJUT Y PE3YXOBUIKH.

Hurepecno, uto T® BELS mo manaeiM Sharma ¢ coaBropamu (2016) MOXET peryiupoBaTrh
skcrpeccuto rena StCLE4. [psmoe B3aumoneiictBue T® BELS ¢ mpomoTtopHoii obnacteio StCLE4 He
MOJTBEPAUIIOCH B Halllel paboTe, HO BO3MOXKHO PETYISIUS IPOUCXOIUT HE HEMOCPEACTBEHHO, a uepe3
apyroi T®, skcnpeccust koroporo perynupyercs BELS. JlampHeliine uccienoBaHUsS MO3BOJIAT
OTBETUTH Ha 3TU BOMPOCHI.

Taxke Mbl OOHApYXHJIM T€H, 3KCIpeccuss KOTOPOro acCOLMMpPOBaHA C HEXBAaTKOW BOJBI Y
kaprodens: skcnpeccust reHa StCLE23 Bospactana B 10 pa3 B ycnoBusix aeduuurta Boabl. B Mbl
IUIaHUpyeM u3yuuTh ydactue nentuaa StCLE23 B pasButum pacteHuil  kaprodens u

KJIyOHeOOpa3oBaHUH.
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Puc. 18. Ilpeanonaraemas cxema oTBeTa Kaprodess Ha cofepKaHue a30Ta U BOJIbl B CPEZIe ¢ IOMOILIbIO
nentugoB CLE. Hannuue azora B cpene Bbi3biBaeT oOpasoBanue nentuoB CLE4 u CLE10, kotopsie
MOTyT OBITh BOBJIEUEHBI B KIIyOHeoOpa3oBaHue. HexBaTka BoJbl MPUBOIUT K 0Opa30oBaHMUIO MENTHIA

CLE23.

3.4. Ilouck renoB CLE, yyacTBYOIIMX B YTOJIIECHUH KIYOHS.
3.4.1. llouck y kaprodesss roMmoJ0roB reHoB CLE pe3yxOBHIKH, YUYACTBYIOUIUX B

pocCTe YTOJIIEeHHEM.

[Ipu ananuze nocnenoBarenbHOCTed TeHOB StCLE y kaprodens ObUIM BBISBICHBI TOMOJIOTH
TeHOB PE3YXOBUIKH, Y9acTBYIOIIUX B pocte yronmmenueM (StCLES, StCLE12) (Puc. 3). CLE-momeHbl
nentugoB  StCLE8 wu  StCLE12  oxazamuce wuzaeHtnuHbl  nentuay TDIF  pesyxoBuakum
AtCLE41/AtCLE44 (Puc. 19). B Hacrosiee BpemMsi UMEIOTCS JaHHbIE 00 Y4acTUU MENTHIOB TPYIIIBI
TDIF B yrommeHUH NOOETOB M KOPHEH, B YAaCTHOCTH — NpH (HPOPMHUPOBAHUU CTBOJIOB JIPEBECHBIX
pacrenuii (Yue et al., 2020) u npu pa3BuTuH 3anacaronux kopHeit (Gancheva et al., 2016; ['anueBa u
1p., 2018). B cBs3u ¢ aTum, Mbl ipeanonoxuiau, uro nentuasl StCLES u StCLE12 moryT ydacTBoBath

B PETYJISIIIMY POCTa YTONIIEHUEM NpU (POPMUPOBAHUHU KITyOHS KapToQers.
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AtCLE44 S SN
AtCLE41 S SN
StCLES S SN
StCLE12 S SN
StCLE13 S ESN
StCLE16 S ESN

Puc. 19. ®parment BoipaBHuBanus CLE nomenoB TDIF-mogo6usix GenkoB CLE, caemanHoro c
nomotbio iporpammer Ugene. Jlomensr 6enkoB StCLES u StCLE12 uaentnunsr nomenam AtCLE41 u
AtCLE44.

3.4.2. Ananu3 3xkcnpeccun renoB CLE B kiryOHe kapTodeJis.

Ecnu cpaBHUBaTh KOJIMYECTBO TpaHCKpUNTOB StCLE B MOJIOZOM KIIyOHE M 3pesioM KIIyOHE, TO
BoienstoTCss TeHbl StCLES, StCLEI2 u StCLEI3, skcripeccuss KOTOPBIX BBIIIE B 3pETIOM KIyOHE
(Puc.6). B cBa3u ¢ tem, uto CLE nomensr 6enkoB StCLES u StCLE12 upentnunst CLE nomenam
AtCLE41 u AtCLE44, y pe3yXOBUIKH y4acTBYIOIIMX B YTOJIIICHUH, a TAKXKE B CBSI3U C IIOBBILICHHEM
UX SKCHPECCHHM B IPOLECCe YTOMIEHHUsS KIyOHsS, JUIs JaJbHEWIIEero aHajlu3a Mbl BBIOpAIM T'eHbI
StCLES w StCLEI2.

[IepBoii 3agadeil ObLIO ONpeNENUTh TKaHb KIIyOHS, B KOTOpPOW 3Kcnpeccupytotcst reusl StICLES
u StCLEI2. J1na atoro ki1yOeHb ObLI pa3zieneH Ha 7 30H, IPUMEPHO COOTBETCTBYIOIIMX PAa3HBIM CIIOSM
TKaHEH, B KOTOPHIX ObUIM M3MEPEHbI OTHOCUTENbHbIE YPOBHU 3Kcnpeccu reHoB StCLES u StCLEI2.
30HbI | ¥ 2 COOTBETCTBYIOT NEpUIEPME U KOpE, 30Ha 3 - KaMOUI0, MPOBOJIAIINM SJIEMEHTAM U BHEIIHEH
YaCTH TEPUMENYJUISIPHON 30HBI, 30HBI 4-6 - MepUMeny/UISIpHON 30HE, 30Ha 7 - cepauesune (Puc. 20).
HauGonpmmii ypoBenb sxcnpeccuu reH StCLES neMOHCTpHpPOBal B TPEThEH 30HE, TJE HAXOIATCS
MPOBOASIIHE ITyYKH ¢ KamMOueMm, KCuiaeMoil u (1oaMoid, a Taxke B 30HaX 4-6 (mepuMenyuisipHas 30Ha),
IJle pacrojararoTcs MapeHXMMHbBIE 3aracarolliye KJIETKH, a TAKXKe pa3BUBAETCs BHYTPEHHsS (iosMa
s cHaOXkeHust KJIeTok (¢oroaccumuisatamMud. Hawmenpmmuii  ypoBeHb dkcmpeccuun  StCLES
JIEMOHCTPHUPOBAJ B Iepuaepme, Kope u cepaueue (30us1 1, 2, 7) (Puc. 21). I'en StCLE 12 naobopor,
Ha BBICOKOM YPOBHE DJKCIIPECCHUPOBAJICS B KOpPE, M IO MEpPE NPOABMKEHUS K CEpALIEBHUHE €TI0

AKCIIpeccus ToNbKo cHUkanace (Puc. 21).
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MepuMmeaynnapHan sona
CepaueBuma

Kopa

-
.-

Puc. 20. Yactu wimyOHs KapTtodens, B3ATbIC s aHanmm3a JKcrnpeccud TeHoB StCLE W TEHOB,

KOJMPYIOIIMX MapKephl Pa3HbIX TKAHEH pacTeHHIA.

SICLES StCLEI2
E 3 14
58
-_— 1 -
- A 2
=
w8 : | 0.8
gi ) &l 0.4
zE 5 ¥ 0.2
o8
o = ) — T T T T T 1 o T
= O 12 3 45 86 7 1 2 3 4 5 58 7

Puc. 21. OtHocutenbHbIl ypoBeHb sKcmpeccun reHoB StCLES u StCLEI2 B dacTsIxX KIyOHS,
COOTBETCTBYIOIIMX | - BHENIHEW 4YacTH KOpbI, 2 - BHYTPEHHEH YacTH KOpbl, 3 - 30HE KamOus,
MPOBOMSIIIMX AJIEMEHTOB U BHEIIHEH YaCTH MEPUMENYUISIPHOMN 30HBI, 4,5,6 - TEpUMEny/UIIpHON 30HE,
7 - cepaueBuHe. IlpencraBieHsl JaHHBbIE IO TPEM AHATUTHYECKUM MOBTOpHOCTAM. [lmaHku

MOTPEIIHOCTEN YKa3bIBAIOT CTaHAApTHBIE OTKIOHeHUs. [’ paduk nmoctpoen B Microsoft Excel.

Taxke ObLI TMpOBeNEH KOPPEISAIUOHHBIM aHanu3 B mporpamme R (corr.test, method =
"spearman") s mMoWcKa B3auMOCBs3U dkcmnpeccun reHoB StCLES wu StCLEI2 ¢ skcnpeccueit

MapKepoB pa3IMYHbIX TKaHel KiIyOHs. B kauecTBe Mapkepa kcuiemsl OblH B3sThI TeHbl VASCULAR-

RELATED NAC-DOMAIN6 (PGSC0003DMT400009136) u 7 (PGSC0003DMT400067086) (VND6 u
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7), xomupytomue Td - perymatopel muddepennupoBku kcwiemsl; TeH CYCLINBI (CYCBI)
(PGSC0003DMT400018480), BOBICYCHHBIM B KJICTOYHBIM IMKJ, OBLI KMCIOJIB30BaH KaK MapKep
nensmuxcs kietok kamous; redH SUCROSE TRANSPORTER 2 (SUC2) (PGSC0003DMT400023804),
KOJMPYIOIIHA padoTarouil Bo (1odMe TpaHCIopTep caxaposbl - kKak Mapkep ¢uioambl (Malinowski et
al., 2012). Oxkazanoch, 4To Xxapakrep dkcrpeccun reHa StCLES KoppenupyeT ¢ JKCIpeccuel reHa
SUC2 (xoaddumument xoppemsiiuu - 0.7194805, p=0.0003496) (Puc. 22), uto mO3BOJISAET
IPEATOJIOKUTh, YTO MECTOM 3Kcripeccuu rena StCLES sBnsieTcst GprosMa, Kak 3TO ObUIO MOKa3aHO TS
€ro roMoJioroB - reHoB AtCLE41/44 pe3yxoBuaku. B TO ke Bpemsi, BBISIBUTh KOPPEISLHIO C KAKHM-
nnbo TeHoMm-MapkepoMm TkaHu s StCLEI2 we ymanock. Takum obpaszom, StCLE8 0wl BeIOpan
KaHJM/IaTOM Ha POJib peryisitopa yronuienus kiyoHs y kaprodens. StCLE12 Tpelyer manpHeiiiero

H3Y4YCHUS, HO YK€ HC B paMKax 9TOM HHCCGpTaHHOHHOﬁ pa60TBI.

o0 L
- =
Q | . . -
A . .
- SISUC?

Puc. 22. I'paduk koppemnsiuuu skcnpeccuu reHoB StCLES u StSUC2, nocTpoeHHbIN B mporpamme R.

Hcronbp30BaHbI JAaHHBIC 11O YCTBIPEM OMOJIOTHYECKUM IMOBTOPHOCTSM.

3.4.3. AHa,1u3 aKTHUBHOCTH npoMoTopa resa StCLES y kaprodeus.

Jns aHanm3a akTHBHOCTH ITpoMoTopa reHa StCLES, KOTOpBIN NMPEANOI0KUTEIBHO Y4aCTBYET B
YTOJILEHUHN KIYOHsI, Obljla BBIJEJIE€HAa MPOMOTOpHas 00jacTh 3Toro reHa B ~1800 HyKI€OTHAOB: OT
KOHIIa TeHa, Haxoxsuierocs nepex reHoMm StCLES, m no crapr-xogoHa camoro reHa StCLES. Mbl
MOMECTHIIM 3Ty MPOMOTOPHYI0 001acTh B BekTop pHM43GW mnepen reHoM, KOAUPYIOIIUM 3€JICHBIN
dbnyopecuentasiii 6enok (GFP) ¢ curnanom sinepnoit okanmzaruu (NLS) (Puc. 23). Takum o6pazom,
B KJIETKaX, B KOTOPHIX aKTUBEH Ipomorop reHa StCLES, Mbl Buaenu ¢uiyopecuUpyolne 3eJIeHbIM

aqpa.
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of Omotér attBq

$05 M13 rev

LB T-DNA repeat

pHM43GW-promStCLES
11722 bp

Puc. 23. Kapra Bekropa A aHaiM3a aKTMBHOCTU Ipomoropa reHa StCLES, conepxauiuit

penoprepHslii redn GFP. Kapra noctpoena B mporpamme SnapGene.

Jns ananmu3a akTHBHOCTH mpomoropa StCLES B kiyOHe OBUIM IOMYYEHBI IOJTHOCTHIO
TpPaHCTeHHBIC pacTeHUs Kaprodens Onaromaps TpaHcPOpMaIlMKd JUCTHEB C MOMOIIBIO IMmTaMMa A.
tumefaciens, conepxamero koHcTpykuuto pHmM43GW-promStCLES. VYV Takux pacTeHHUH MBbl
OOHapyXHJIM aKTUBHOCTb MpoMoTopa reHa StCLES kak B kiyOHsX, Tak U B ctoioHax (Puc. 24). B
ctosioHax curHain GFP nerextupyercs B KJ€TKaX, CONPOBOXKAAIOIINX COCYbl KCUJIEMBI, a B KIIyOHE - B
KJIETKaX MepUMeNY/UISIPHON 30HbI, HAXOAIIMXCSI B OCHOBHOM B €€ nepudepuyeckoi yactu. M3sectHo,
4TO MEpPUMEAY/UIAPHAs 30HAa BBINOJHSET INIABEHCTBYIOUIYIO POJb B Pa3sBUTHM KIYOHS, W JI€NEHUs
KJIETOK B HEH MpOAOIDKAIOTCA /0 TeX MOp, MOKa KIyOeHb HE JIOCTUTHET CBOEr0 OKOHYATEeIbHOIO
pasmepa (Xu et al., 1998). Kinybens B utore mo O0JbIIeH 4acTH COCTOUT U3 KJIETOK MEPUMENY/UISIPHON
30HBI, BKJIIOYAIOIIEH B ce0sl 3amacarolive MapeHXHWMHBIE KJIETKHM, a TakXe TSKU (II0dMbI, KOTOpbIE
HEOOXOIMMBI /17151 0OecneynBaHus KIETOK (POTOACCHMMIIATAMH, aKTUBHO MOCTYIAIOIIMMU U3 JTUCTHEB.
T'omonor StCLE8 — AtCLE41/AtCLE44 pe3yxoBUIKH BBIOJHIET POJIb PETYNATOpA JEICHUN KIETOK
KaMOus - MEpUCTEMBI, obecreunBaroIiei poct yrommenneM. OOHapyKeHHe aKTHUBHOCTH MPOMOTOpa
reHa StCLES B kiieTkax, HaXOJAIIMXCS Ha Mepudepun nepuMeay/uIsipHON 30HbI KIyOHs KapTodens,
MO3BOJISIET MPEANONOKUTh, yTo nentug StCLE8 mor B3sTh Ha ceOs QYHKIMIO peryiasTopa AeseHun

3TOM 30HEI.
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Puc. 24. Ananu3 aktuBHOCTH npoMoTopa reHa StCLES B cToioHe M Ki1yOHE TPAaHCTEHHBIX PACTEHUH
kaprodens (pacTeHust ObUIM MOJTYUYEHbI MyTeM TpaHC(hOpMaLUU pacTeHul kapTodens A. tumefaciens,
HECYILIUM pernopTepHblil TeH GFP ¢ cUrHajaoM sJiepHOH JIokanu3auu noj npomoropom StCLES). A —
[IpononeHeiii cpe3 cromoHa kaprodens. b - Ilomepeunsrii cpe3 kinyOons kaprodemns. Crpenxamu

yKa3aHbl 411pa, B KOTOPbIX AeTeKThupoBaH curHai GFP.

3.4.4. U3yuenue BaussHus cBepxakcnpeccuu reda StCLES na pa3surue kaprodeJis.

Jnst nanpHeimero u3ydenus ¢yHkiuii rena StCLES Oblna co3naHa KOHCTPYKIUS, B KOTOPOH
red StCLES nomeriaincst noJ KOHTPOJIb KOHCTUTYTUBHOTO TpoMoTopomMa 35S BHpyca MO3auKH LIBETHOM
karycthl (Puc. 25). Takoii mpoMoTOp 0OecIieuyrnBacT BO3pACTaHUE SKCIPECCUU HAXOMSIIUXCS IO HUM
TeHOB B COTHHU Pa3 BO BCEX TPaHC(HOPMUPOBAHHBIX TKAHSIX PACTCHHS.

Koncrpyknueit 35S::StCLES TpaHchOpMHUpOBaIU JIMCThsI KapTodens C IMOMOIb0 4.
tumefaciens. BpUIM MOTy4eHbI paCTEHUS-PEr€HEPAHTHI, POBEICHO X N€HOTHIIMPOBAHHE C TIOMOLIBIO
IIIIP u mnocraBnena IIIIP-PB nns ananu3a ypoBHS OKCOPECCUU MNEPEHECEHHOro reHa. [ns
OOJBIITMHCTBA PACTEHUM-PETCHEPAHTOB ObUIO BBISIBICHO Hainuue BcTaBku (Puc. 26), omnako He st
BCeX OBLIO MOKa3aHO yBeIHueHHe dKcrpeccuu reHa StCLES, 4To, BO3SMOXKHO, CBS3aHO C pa3IMYHBbIM
MECTOM BCTAaBOK JTHUX KOHCTPYKIIMH B T€HOM pacTeHWil. B cBs3M ¢ 3THM, AanbHeHIwii otdop
npom3Bonwics Ha ocHoBe [II[P-PB. HaubGonee Bricokme ypoBHH dkcnpeccun StCLES

JIEMOHCTPHUPOBAJIN pereHepaHThI 1o Homepamu 8#1, 8#4 u 8#27 (Puc. 27).
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PK7WG2D-StCLES
11439 bp

LB T-DNA repeat

Puc. 25. Kapra Bektopa mist m3ydenusi d¢ddekra cBepxdkcnpeccun rena StCLES, comepkamuit
KOJUPYIOIIYIO MOCJIEOBATENIbHOCT, HM3ydyaeMoro reHa moja koHTponeM 35S mpomotopa. Kapra

nocTpoeHa B nporpamme SnapGene.

500bp_

M 8#1 8#2 8#3 8#4 8#5 8#6 8#7 8#8 8#9

500bp_.

M 8#10 8#13 8#14 8#15 8#16 8#17 8#18 8#19 8#20

500bp_.

M 8#218#22 K- K+

Puc. 26. ®otorpadust pesynsratoB snexkTpodope3a (LBeTa HWHBEPTHUPOBAHbI) TE€HOTUIIMPOBAHUS
pacTeHHi, MOJYYEHHBIX C MOMOINBI0 TpaHchopmanuu KoHCTpykuusamu 35S::StCLES (8#nomep
perenepanrta). Pasmep ¢parmenta st wkoHctpykumu 35S::StCLE8 — 447 bp (ucmonb3oBanuch
npaitmepsl StCLESF+T35SR). «M» - mapkep moun JIHK 100+, «K-» - oTpunarenbHblii KOHTPOIh
(ucnonmp3oBanack JIHK nerpanchopmupoBanHbiX pactenuii), «K+» - MOTOKUTENBHBIA KOHTPOJH

(ucnonp3oBanack KOHCTpyKUus 35S::StCLES).
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Puc. 27. OrtHocutenbHble ypoBHM 3Kcipeccur reHa StCLES B pacTeHHSAX, HECYILUX BCTaBKY
358::StCLES (8# HOMEp pereHepaHTta) 1o CpaBHEHUIO C IKCIPECCUEH B KOHTPOJBHBIX pacTeHusx. B
KauecTBe pe(epeHCHOro reHa MCIONb30Bajlcid I'€H akTMHA WIM YOMKBUTHHA. B kauecTBe marepuaina
OBLIM B3STHl BEPXYLIKH pacTeHuil ~1 cm, pactymux in vitro. IlpencraBieHbl JaHHbIE N0 TPeM
AQHAIUTUYECKUM IOBTOPHOCTSAM. Ipaduku MOCTpOeHbl C Hcnonb3oBaHUEeM (yHkuu boxplot B

nporpamme R.

Bce pacrenus co cepxakcnpeccueil StCLES 1eMOHCTpUPOBAIM pa3pacTaHHUE MPOBOIAIIMX
nmydkoB B mobere (Puc. 28), kak 370 ObUTO paHee MOKa3aHO MPHU CBEPXIKCIIPECCUH TEHOB, KOTUPYIOIINUX
CLE nentuas! rpynmnsl TDIF, y pesyxoBunku (Smit et al., 2020; Etchells u Turner, 2010) u peauca
(Gancheva et al., 2016; I'anueBa u ap., 2018). [Tyuku pa3pacrarorcs u3-3a akTUBHBIX JI€JI€HUH KIETOK
KaMOusl, IeJIeHUsI KOTOPBIX MpU cBepxakcrpeccun StCLES mpoucxosaT HEyHopsI04eHHO, B CPAaBHEHUU
C YETKO OPHUEHTHUPOBAHHBIMU MEPUKIMHAIBHBIMU JEJIEHUSMHU KJIETOK KamOusi B koHTpoie. Kak u y
PE3yXOBUIKU U pefuca, y KapTodess U3MEHEHHS MPH CBEPXIKCIPECCUU Te€HA, KOTUPYIOIIETO MeNTH T
TDIF, KOCHYAUCH TOJIBKO MPOBOAALIUX ITYYKOB, YTO BEPOSTHO CBSI3aHO C PELIENITOPAMU ITHX MENTHAOB
- TDR, koTopble pacrnonokeHbl Ha MeMOpaHax KieTok kamOus. Takxke npu cBepxakcnpeccun StCLES
MPOMNaJaoT OJIPEeBECHEBIINE KJIETKU MapeHXUMbl KaK B KCHJIEME, TaK U BO (JI03MeE; CXOTHBIA AP PeKT
Habmrozasncs Ha peauce npu ceepxakcrpeccun reHa RsCLE4 1, xopupytromero nentug TDIF (Gancheva

et al., 2016; I'anuesa u ap., 2018).
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Puc. 28. Pa3zpacranue mpoBOASIIUX ITYYKOB B cTeONe KapTodels co cBepxakcnpeccuceii rena StCLES
(perenepant 8#24) (b) mo cpaBHeHuio ¢ koHTposieM (A). IIpoBomsmme mydkd OOBEIEHBI TOTyOOU

JIMHHEH. C - COCYIbI, OI1 - OAPCBCCHEBIIAA ITAPCHXHUMA, K - KaMOMii.

OO6muit Bua pacrenuit co ceepxakcnpeccueit StCLES Takke otinuuancs oT Koutpodis (Puc. 29):
TpaHCTEeHHBbIE pacTeHus (HOPMUPOBATU HEPACCEUECHHBbIE TEMHO-3EJICHBIE JIMCThS, XapaKTepU30BaJHCh
3aMeJJIeHHBIM POCTOM U Oosiee MOo3aHUM (GopMHUpoBaHHeM KiyOHel. [lomMrMo 3TOro, y TpaHCTEHHBIX
pacTeHuii HaOIIOATI0Ch aKTUBHOE 0O0pa30BaHKE CTOJIOHOB U KIIyOHEH B y37aX, a JUTMHA MEXI0Y3JIHM
yBenuuena (Puc. 29, 30). Bmecte ¢ Tem, macca kiIyOHEH y pacTeHHUN CO CBEpXIKCIpeccHel TeHa
StCLES Oblna 3HauuMO MeHbIIe, 4yeM y KOHTpodbHBIX (Puc. 30). OnHako cpaBHEHHE aHATOMHYECKOTO
CTpoeHUusl KIIyOHel KOHTPOJIbHBIX PacTEeHHIl U pacTeHui co cBepxdkcmpeccuein StCLES oxazanoch
3aTPyIHEHO — B KIyOHE IapeHXHUMHbIE KJIETKHM KCWJIEMbl M (JIO3MBI HE OJPEBECHEBAIOT, HE
dbopMupyeTCsl KOJIbIIO KamOusi, a Aensiuecss TKaHu (Kopa, CEplleBHHA W TMEepUMETYJUIIpHas 30HA)
JIEJSITCS BO BCEX IUIOCKOCTSX. Bee 3To 3aTpyaHsieT olleHKy BAUsSHUA cBepXdkcnpeccun StCLES Ha 3Tu
TKaHU. B wWrore, B KIyOHSX TpPAaHCTEHHBIX PACTEHH OBUIO YCTAaHOBIEHO IHUIIb pa3pacTaHUE
MPOBOJSALINX MYYKOB U JedopMaius KIETOK MOKPOBHON TkaHM - nepunepmsl (Puc. 31). BepostHo, 3a
CYET HAPYIICHUS CTPOCHUS MEPUIEPMBI KIIYOHH TPAHCTEHHBIX PACTCHHM, B OTIMYUU OT KOHTPOJIbHBIX,
CMOPIIHMBAIIUCH TIpH JHTeTbHOM XpaneHuu (Puc. 29 B, I'). B nienoM, MOXHO 3aMeTUTh, YTO TIOYTH BCE
COOBITHSI, TIPOUCXO/AIINE TIPH YTONIIEHUU KIYOHs, HATOMUHAIOT Pa3BUTHE MPOBOMASIIETO MyYKa CO
cBepxakcnpecueit StCLES — HeymopsiioueHHbIE JCICHHS KIETOK W OTCYTCTBHE OJIPEBECHEBIIEH

MapCHXHUMBI.
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5 cm

Puc. 29. Bueurnuii Bug KOHTPOJIBHOTO pacTeHus (A) U pacTeHHs co cBepxdkcnpeccueit rena StCLES
(perenepant 8#24) (b). Buemnuii Bux kiyOHel KOHTPOJIBHBIX pacTeHuit kaptodens (B) u pacrenuit

co cepxakcnpeccueit reHa StCLES (I') cycts Mecsii XpaHeHHs.
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Puc. 30. Macca kiryOHelH 1 [UTHHA MEKI0Y3JIHA KOHTPOJIBHBIX PACTEHHUH cO cBepxakcmnpeccueit GUS u

pactenmii co cBepxakcnpeccueit rena StCLES (StCLESoe). *** - p<0,001.
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Puc. 31. ®opMupyromuecss NpoBOASIIME MyYKH B MEPUMENYIUIAPHOM 30HE KOHTPOJIBLHOIO PACTECHHS
(A) m pactenuss co cBepxdkcnpeccueir reHa StCLES (b). Ilepunmepma knyOHed kaptodens y

KOHTpOJbHOTO pactenus (B) u pacrenus co ceepxakcnpeccueit rena StCLES ().

Wrak, naHHbie, MONXy4YeHHbIE Tpu aHanmm3e dddekra cBepxdkcnpeccuun rena StCLES Ha
pa3Butue Kaprodens, MOATBEPKIAIOT HAIlle IMPEANOJIOKEHHE O POJU 3TOT0 I'eHa Kak peryiasTopa
JeTCHUsT KIETOK KamOus: cBepxokcnpeccus StCLES neWCTBUTENBHO BBI3bIBAIIA pa3pacTaHHE
MIPOBOIAIINX ITy4KOB B credne kaprodens (B ~1,7 pa3 y perenepanta 8#24) m xiyOHe Kaptoders.
Bmecre ¢ tem, momydennole Hamu 3(dekTbr cBepxskcrpeccun StCLES, Takue Kak 3aMeIeHHe
pa3BUTHUS PACTEHUN U CHIDKEHUE MacChl KIyOHS, CBUAECTEILCTBYIOT O TOM, YTO CBEPXIKCIPECCUS STOTO

I'CHa B ICJIOM PACTCHUU HEC ABJISACTCA CIIocoooM YBCIINYCHUA ypO)KaﬁHOCTH KapTO(beJ'IH.

Wrak, B Hame# padore Oblia BrepBble u3ydeHa poub nentunoB CLE B kiryOHeoOpazoBaHuu y
Kaprodens: ObUIM MpOaHAIM3UPOBAHbI MOCIEN0BATEIbHOCTH TeHOB StCLE, uX 3KCIpeccHst B pa3HbIX
TKaHSX PACTCHUN U MPH PA3JIMYHBIX YCIOBHIX; cpenu reHoB StCLE uneHTHu(pUuIupoBaHbl peryisTopbl
YTOJIIIEHUST KITyOHS, a TakkKe BO3MOYKHBIE PETYIATOPHI OTBETa KapTodess Ha yBEIHMUYEHHE YPOBHS

a30Ta B IOYBC U HEXBATKY BOJbI.

K 4nciay OCHOBHBIX JOCTH)KEHUH TUCCEPTALIMOHHOM pab0Thl MOYKHO OTHECTH CIIEAYIOIIEE:

1. Tlposenen ananmu3 mocnenoBarenbHocTeld menTtuaoB CLE deThipex KyabTYypHBIX U TPEX IUKHUX
BUJ0B KapTodens. Takxke Kak y pe3yxOBUAKU M y TOMATOB, B mociiefoBarenbHOCTAX OenkoB CLE
kaprodens npucyrctByeT Tosibko oauH qoMeH CLE. KoHceHcycHast mociieoBaTeabHOCTh JOMEHa
CLE kaprodens oTim4aercst oT nmocienoBarenbHocTeld jomeHoB CLE pe3yxoBHIIKHM U ToMaTa, HO
TaK)Xe IeMOHCTpUpyeT 6 Hanbosee KOHCEPBATUBHBIX AMUHOKHUCIIOT.

2. C momomsto ITI[P-PB mnokazano moBsiieHne ypoBHe# skcnipeccun reHoB StCLE4 u StCLEI(0 Ha
cpenax ¢ a3oToM, ypoBHs skcmpeccunm reHa StCLE23 npu HexBatke Boabl u StCLES mnpu
YTOJIIIEHUH KITyOHS.

3. CoznaHpl KOHCTPYKIIAHU TSl aHAITN3a AP PEeKTa CBEPXIKCIPECCUU M aKTHBHOCTH ITPOMOTOPOB T€HOB
StCLE4, StCLE10 n StCLES, a Taxxe KOHCTPYKUUU Ui u3ydenus Bzaumonenctus TO StBELS ¢
npomMoTopamu reHoB StSP6A n StCLE4 ¢ OMOIIBIO IPOAOKEBONH OAHOTUOPUIHON CUCTEMBI.

4. TlpoBesneH aHalu3 aKTUBHOCTU POMOTOPOB TeHoB StCLE4, StCLE10 u StCLES. YcTaHOBIEHO, YTO
npomotopbl reHoB StCLE4 n StCLE1() akTUBHBI B IPOBOJALIEM LIWJINHAPE KOPHS, U UX aKTUBHOCTD

BbIIIIE B KOPHSAX PACTEHUH, pacTyIIUX Ha CPE/e C a30TOM, 0 CPABHEHHIO C PACTEHUSIMU, PACTYLINX
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Ha cpene 0e3 azora. [IpomoTop rena StCLES akTUBEH B TPOBOASIIMX TKAHIX CTOJIOHA U KITyOHS.
[TomyyeHbl TOJHOCTHIO TPAHCTEHHBIE PACTEHUS KapTodelns, Coaep)Kallue KOHCTPYKIHIO IS
cBepxakcnpeccuu StCLES. Y TpanchopMaHTOB (POPMHUPYIOTCS MPOBOIAIINE ITYYKH, Pa3pOCHIHEC
U3-32 YBEJIMUYEHHOTO KOJIMYECTBA KIETOK KaMOWs, KaMOWii HE yNOpsAJOYeH, KJICTKH KCHJIEMHON H
¢i10PMHOM TapeHXMMbl HE OJPEBECHEBAIOT, MEXKIOY3JIUS YIUIMHEHbI, aKTUBHO O0pa3yloTcs
CTOJIOHBI U CHUKEH BeC KITyOHEH.

C momouipio JpoXkKKEeBOH OJHOTHOPUIHON CHUCTEMbI MOKA3aHO, YTO TPAHCKPHUIILIMOHHBINA (haKTop

BELS ne B3aumoseiictByeT ¢ npoMotopom rena StCLE4.
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4. 3JAK/IIOYEHUE

B aTo0ii paboTte Mbl m3ydanu BoBiiedeHHOCTh nenTuaoB CLE B Tpu mpormecca — perymsiuio
yTOJIIEHUs KITyOHs KapTo(ersi, OTBET Ha HEXBATKy BOJbI U Ha cojepxkaHue a3ora B cpene (Puc. 32).

B nepByto ouepensb, Mbl uaeHTHGHIMpoBaIn 42 reHa KapTodens, konupyromux nentuasl CLE
U TMPUCYTCTBYIOUIMX MMOYTH Yy BCEX NPOAHAIM3HPOBAHHBIX BUAOB KapTrodens, Kak AWKHX, TaK MU
KYIbTYpHbIX. MBI OOHapyXWJIM T'eHbl, KaK OYEHb MOXOXKHE MEXIy cOOOH y pa3HbIX BUAOB, TaKk U
MMEIOLINE 3HAYUTEIbHBIE MEKBUIOBBIC pa3nuus. Tak, B reHax S. commersonii, IPeIIOI0KUTEIbHO,
IPOMCXOMIIO HauOOJIbIlIee KOJIMYECTBO YHUKAIBHBIX 3aMEH, YTO IIPUBENIO K CEPbE3HBIM OTIIMYUSAM €ro
CLE ot TakoBbIX y Mpouux BUJOB Kaprodeins. CBsi3aHO 3TO, BO3MOXKHO, C TEM, UTO S. commersonii
pacTeT BHE apeajioB MPOM3PACTaHMs KYJIBTYPHBIX BHUIOB KapTo(emns M, BEPOSITHO, HE BXOAMUT B YUCIIO
IOPEAKOB KyIbTYpHOro Kaprodens. Takke Mbl BBIICHWIM, YTO Yy HEKOTOPBIX BHUIOB KapTodens
npoucxonmin 3aMmenbsl B JomeHe CLE, koTopble MOIIM MOBIUATh Ha (YHKIUH COOTBETCTBYIOIIMX
nenTuoB. Tem He MeHee, KOHCEHCYCHas MmociienoBarenbHOCTh nentuaoB CLE kaprodens XoTs U He
UJEHTUYHA MOCIIE10BaTEIbHOCTSIM PE3YXOBUIKM U TOMAaTa, HO COJIEPKUT 6 Hanbosiee KOHCEPBATUBHBIX
AMUHOKHCIIOT.

C nomotpo GUIOreHeTHYEeCKoro aHainu3a u cpaBHeHUss AK nmocnenoBarenbHOCTEN MENTHA0B
CLE mo roMonioruu ¢ reHaMu pe3yXOBUJKM HaMM BBISIBICHBI BO3MOXKHBIE YYAaCTHUKU YTOJIIIEHUS
kiyonst (StCLES u StCLE12) u otBeta Ha a3ot (StCLEA4, -5, -10, -11, -24, -25, -34, -41).

Msl npennonoxunu ydactue nentuga StCLE8 B perymsuum JgeneHU KIETOK KiIyOHs, Ha
OCHOBaHMHU YBEJIMYEHUS YPOBHS IKCHPECCHH 3TOrO T'eHa MpPH YTOJLIEHWU KIYOHS, a TakKe HaJIu4yus
aKTUBHOCTH TpoMoTopa reHa StCLES B xiyOHe u BiIusiHUSA cBepxdkcnpeccun StCLES Ha pa3zpacTaHue
npoBoAUMX my4ykoB. Hamnume y kaprodens eme OIHOM aKTUBHO JeNsIIeics JaTepanbHON
MEPHUCTEMBI, NMEPUMENYUIIPHON 30HBI, NO3BOJSAET NPEANONOKHUTh, YTO JEJIECHHUE €€ KIETOK MOXKET
perynupoBaTbcs Tak JK€, Kak JefIeHHe KJIeTOK KamOus, TaKk Kak 3Ta 30Ha NPOHM3aHA COCYAaMHU
¢osmbl, B KoTopoil MoryT oOpaszoBbiBarbest nentuabl CLE rpynner TDIF. Tem He menee, Mbl
BBISICHUJIM, YTO CBEPX3KCIpPEeCCHH ONHOro reHa StCLES HenocTaToqHo ISl TOBBIIICHUS YPOXKAHOCTH
KapTodesst — HampOTUB, CBEPXIKCIIPECCHS STOTO T'eHa MPUBOJUT K HAPYIICHUSM Pa3BUTHsI PACTEHUH U
CHIDKEHHIO Macchl KiyOHeill. BeposthHo, g mnonyueHuss oxugaemMoro 3¢dexra MoBBIIICHUS
skcripeccun StCLES Ha ypokaitHOCTh KapToderst TpebyeTcs: 6ojiee TOUHOE BO3JIEHCTBHE, HAPUMED,
aktuBanus dkcnpeccuu StCLES B OTHENbHBIX TKAaHSIX KIYOHS B pe3yibTare IMOMEIICHHS €ro TOJ
TKaHeCNeUn(UYHbI MpoMoTOp (HampuMep, TMOX IMPOMOTOP OIHOTO M3 TEHOB, AaKTHBHBIX
NPEUMYIIECTBEHHO B IEPUMENYIUIIPHOM 30HE KITyOHS).

I'enbr StCLE4 w StCLE1(, no HalluM JaHHBIM, KCIIPECCUPYIOTCS B OTBET HA HaJlM4UMeE a30Ta B
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cpele, uX MPOMOTOpPHI B CTENE KOpPHSA AaKTUBHBI B TMPUCYTCTBUU a30Ta M, BO3MOXHO, 3THU T'EHBI
BOBJICUCHBI B PETYJSIMIO KiIyOHeoOpa3oBaHHs Oiiarojaps mepejadye CUrHajiga O COACpMaHHHM a30Ta B
cpene. Tomonoru StCLE4 n StCLEI(Q y pe3yxoBUIKU U y O0OOBBIX pacTeHHI aKTHBHO BOBJICUCHBI B
nepejady CUIrHaja O HaJM4YMM a30Ta B CPENE, HO €CIM y PE3YXOBUIKHM ATH NENTHABI JEHCTBYIOT
JIOKAJIbHO, PErynupys oOpa3oBaHHe OOKOBBIX KOpHEH, TO y GOOOBBIX pacTeHHMil OHHU BOBJICUYEHBHI B
CUCTEMHBIH OTBET, OTBEYAIOIIUWK 3a OoOpa3oBaHME a30T(HUKCHUPYIOUIUX KIyOeHbKOB. OOHapyKeHHbIE
Hamu reHsl StCLE4 wu StCLEIO) wmoryr OBITh BOBIEUEHBI B OTBET Ha a30T JIIOOBIM
BBILICTIEPEYUCICHHBIM CIIOCOOOM, W JaJbHEHIINE HCCIEOBAaHUS TIIO3BOJSAT IMOHATH HMX pOJb B
pa3BUTHH KapTOQers.

s xaprodensi CHUKEHHE KOHIIEHTPAIlMU a30Ta B MOYBE SBISETCS CUTHAIOM O MPUOIMKEHUU
HEONMaronpUsATHBIX YCIIOBUN U M3BECTHO, UTO BHECEHHUE a30Ta TOPMO3HT KiIyOHeoOpazoBaHue. B cBs3u
C OTUM Mbl HPEINOJOKWIA BOBJICUEHHOCTh a30THOIO CHUTHAJIMHIA B CUCTEMY peryisiluu
KiIyOHeoOpa3oBaHus. Panee He M3ydanoch ydacTHe HHIYKTOPOB KIyOHEOOpa3oBaHUS, TaKUX Kak
BELS u SP6A, B peryssiiuu o0pa3oBaHus KIyOHSI B 3aBUCUMOCTH OT a30Ta, OIHAaKO B padbore Tiwari et
al. (2020) B Tabnuuax ¢ nuddepeHIanbHO SKCIPECCUPYIOIIMMHUCS T€HOB MOKa3aHO, YTO IKCIPEccus
BELS5 Bo3pacraer B nobere npu 4MM coneprkaHuu a3ota B cpezie 1o cpaBHeHuto ¢ 0,2 MM. JlaHHbBIX O
TOM, KaK 3TOT I'€H AJKCHpPecCHpYyeTcsl MpH M30BITOUHOM COAEpKaHMM a30Ta, HET. TeM He MeHee, B
pabote Sharma et al. (2016) 6but0 moka3zano, uro BELS unnynupyer skcnpeccuto StCLE4. Onnako ¢
MOMOIIBIO JPOXKIKEBOM OMHOTMOPHIHON CHUCTEeMBI MbI He BbISIBWIM B3auMoneicTBuss BELS ¢
IPOMOTOPHOM oOnacteio reHa StCLE4, 4TO He MCKIIIOYaeT HaJIW4Yue He MPSAMOM, a OornocpeIoBaHHON
perymsiiuu ero skcnpeccun ¢ ydactuem Td BELS. Tem nHe menee, Bompoc o ¢yukiuun StCLE4
OCTaeTCsl OTKPBITHIM, KaK U Bompoc o BosieueHHOCTH BELS B peakumio xaprodens Ha comepikaHue
aszoTa B cpelie.

[Tomumo copepxaHUsi a30Ta B cCpele, BaXHBIM (DAKTOPOM, PpErYIHUPYIOLUIUM pPa3BUTHE
KapTtodens, sBISETCS OBOJHEHHOCTh MMOYB. HexBaTka BOABI HETaTHBHO CKa3bIBa€TCsl Ha pOCTE
pacTeHus, a Takke Ha kiyOHeoOpaszoBaHuu. Cpemu reHoB CLE kaptodenst Mbl BBISBUIM TOT,
9KCIIpeccHst KOTOPOro Bo3pacTaeT B ycnoBusx nedunurta Bonbl. Kogupyemsrit um nentua, StCLE23,
Tak ke, kak AtCLE25 y pe3yxoBHIKH, MOXET BBICTYIIaTh B Ka4e€CTBE CUTHaa, UAYLIETO U3 KOPHS B
JIUCT Y BBI3BIBAIOIIETO 3aKPBITHE YCTHHIL JIJIsl COXPAHEHHSI BOABI.

MHorue BONpOCH!, U3y4aeMble B 3TOH pabore, TpeOyloT MpOAOKEeHUs uccienoBaHus. Tak,
MPEKIEe BCETO, OCTAeTCs BOMPOC, OyeT U BIUATH CBepxdKcmpeccus reHoB StCLE4 u StCLEI( na
Ki1yOHeoOpa3oBanue. Jlaxke ecnu Takoe BIMsSHHE OyIeT 3aMedYeHO, TO HY)KHO OyIeT IoKas3aTh, 4TO

nentuasl StCLE4 u StCLE10 mepemeniarorcsi U3 KOpHEW, a HE JIEHUCTBYIOT JIOKAJIbHO, PEryIUpYys,
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HaIpUMep, pa3BUTHE KOpPHEH, Kak 3TO MPOMCXOAMT Yy pe3yXoBuiAkH. [lomMumMo 3TOro, manpHEHIIero
nuzydeHus: Tpedyer Bonpoc 00 yyactuu T BELS B a30THOM CHUTHAJIMHTE M B PETYISIIIUN SKCIIPECCUH
reaoB StCLE. Takxke ocTaeTcss OTKPBITBIM BOIPOC 00 ydactuu StCLES B perynsiuu JeJIeHUs KIETOK
NePUMENYIUIIPHON 30HBI KIIYOHS; MHTEpPEC MPEACTABISIET M IMOHMCK PETYISITOPOB SKCIPECCHU TI'eHa
StCLES. O6Hapy:xeHHOE HaMH yBEIMYECHHE ypOBHs dKcripeccuu StCLE23 B yCIOBUSX HEXBATKU BOIBI
Toke TpeOyeT nanbpHeilmero usydeHus. B 1enom, HHTEpec NpEACTaBiIsIeT BOMPOC, HACKOIBKO
pEryIATOpHBIE CETH, H3YYEHHBIE Ha JAPYrMX OObEKTaX W OOHapy)KEHHbIE HaMHU Yy KapTodes,
BUJOM3MEHEHBI U BKITIOUEHBI B PETYJISIHIO KITyOHE0Opa30BaHHUS.

[lonyuyeHnHble pe3ynpTarbl B IEPCHEKTUBE MOTYT OBbITh HCIOJB30BaHbl JUISl YIYYILIEHUS
YpOXKaHHOCTH KapTodens MyTeM HaydyHO OOOCHOBAaHHOW CENEKIMH, a TaKKe ISl CO3/IaHUs HOBBIX

KITyOHEOOpa3yIoIuX COPTOB pacTEeHHI, KOTOPhIE paHee KIIyOHH He 00pa30BbIBAIIH.

Puc. 32. IIpeanonaraemas cxema peryisiliuil pa3BUTHSA KIyOHS y KapTodemns ¢ MOMOILIBIO MENTHI0B
CLE. Ilentunst CLE4 u CLE10 o6pa3yioTcs B OTBET Ha HAJIWYHE a30Ta B Cpe/ie U MOTYT BIUSTH Ha
kiyoneoOpazoBanue. [lentun CLES yuactByer B yrommenun kinyOHs. [lentun CLE23 o6pasyercs B

OTBET HAa HEXBATKY BO/IbI.
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S. BBIBO/IbI

1.

B renomax kaprodens BoisiBieHo 42 reHa CLE. B nocnenoBarenpHoCTsX OenkoB CLE kaprodens
npucyTcTByeT Toibko oauH nomeH CLE. KonceHcycHas mocienoBarenbHOCTh JoMeHoB CLE
KapTodensl OTIMYaeTCsi OT KOHCEHCYCHBIX MocienoBarenbHocTell 1omMeHoB CLE pe3yxoBuiaku u
TOMaTa, HO TaKXe JEMOHCTPHUPYET 6 HanboJee KOHCEPBATUBHBIX aMHUHOKHCIIOT.

ITpomoTopsl renoB Solanum tuberosum StCLE4 v StCLE1() akTUBHBI B IPOBOJSIINX TKAHAX KOPHS
KapTodens, U UX aKTUBHOCTh YBEJTMUMBAETCS B OTBET Ha MOBBILICHHE YPOBHA a30Ta B Cpejie.
Okcnpeccus reHa StCLE23 Bo3pacTaeT B KOpHE KapTodens B yCIoBUIX AePHUIIUTA BOIBIL.

I'en StCLES skcnipeccupyercs B TKaHSX KIyOHS, OTBETCTBEHHBIX 3a YTOJIIEHHUE: MPOBOISAIINX
nydykax W TEpUMENYUIIpHOW 30HE. Ero skcmpeccus Bo3pacTaeT NpH YTOJIICHHH KITyOHS.
Caepxakcrnpeccus reHa StCLES BbI3bIBaET pazpacTaHue MPOBOISALINX MyYKOB CTEOMS BCIEACTBHE
YBEJIMYEHHOTO KOJIMYECTBA CIIOEB KaMOusl, HapylICHHE YHOPSAOYEHHOIO CTPOCHHUS MPOBOISIINUX
MTyYKOB, ITO/IABJICHUE OJPEBECHEHUS KCHIIEMHOU U (DJIOOMHOM IMapeHXUMBI, 00pa30BaHNE CTOJIOHOB
U KITyOHEH B y3J1aX U CHIDKEHUE MACChl KITYOHCH.

He BbIsiBIeHO B3aumMonelcTBUe TpaHCKpuNiuoHHoro ¢akropa BELS ¢ mpoMotopHo#l 061acTbio

rena StCLEA4.
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BJIATI'OJAPHOCTH

Sl 6naromapna cBoeit cembe — Jlrogmwmie MuxaitnoBae Mennentok, Upune BragumupoBHe
['anueBoii, Cemeny AmnanbeBuuy [aHueBy u Ausekcanapy CemeHoBuuy [aHueBy — 0€3 ubei
NOAJIEP’)KKA M TIOMOLIM HalMCaHUE 3TOM JuccepTanuu Obuto OBl HEBO3MOXKHO. 3a JOBEpHE U
MOJICPKKY OJarofapro 3aBeAyIONIYI0 JIaboparopueid TeHHOW M KJIETOYHOW WHXKEHEPUU PACTCHUU
CIIoI'Y Jlrommuny AnekceeBny JlyroBy. S mpu3HarenbHa cBOeMYy HaydHOMY pyKoBoauTento, MpuHe
EBrenbeBne [lomyeBoii, 3a Oe3rpaHUYHOE TEPIIEHHE, YYTKOE PYKOBOACTBO M MOMOIIL B MOATOTOBKE
tekcToB. Ciacu0o BapBape EBrenbeBne TBOpOroBoii 3a KOHCYIBTUPOBAHUE, APYKECKYIO TIOIACPKKY U
oOydeHne HOBbIM MeTonaM. braronapro Maputo AnekcanapoBHy JleGeneBy 3a oOcykaeHne padoTsl U
coeTbl. Crnacubo Jlronmune OneroBHe IlomromkeBudY 3a MOMOILB B MPOBEAECHUU IKCIEPUMEHTOB.
OcoOyto 61arogapHocTh Bbipakaio Anekceto CepreeBuuy KupromkuHy 3a 1eHHbIE U MYJIpPbI€ COBETHI.
Crnacu6o corpynnukam kagenpsl 6otanuku CIIOI'Y, Anaronuto Anekcanaposuuy IlaytoBy n Enene
I'ennanpeBHe KpblioBo#, 3a cpe3bl KiyOHEH Kaprodess M MOMOIIb B HHTEPIPETALUU JAHHBIX.
bnaromapro Bcex COTPYIHUKOB JIA0OpATOPHH TEHHOW U KICTOYHOW WHKCHEPUU PACTCHUH 32 TEIUTYIO H

BAOXHOBJIAHOIIYHO aTMOC(bepy B HAlI€M KOJIJICKTHUBC.
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HPUJIOKEHUA

o B w0 D=

JepeBo u BeIpaBHMBaHUE YHUKANbHBIX nenTu0B CLE kapTodens.

Tabmuna 6enkoB CLE xaprodens (Solanum tuberosum L.)

Tabnuiia ucnoap30BaHHBIX B padbote mpaiimepos s [IIP-PB u rerotunupoBanus.
Tabnuira uCNoIL30BaHHBIX B padOTE MpaiMEepOB IS CO3MAHMS KOHCTPYKITHH.

Tabnuia KOHCTPYKIIUN, TTOJIYYCHHBIX B 3TOU paboTe
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benok Jqmuna  CLE pomen (12 ID rena Xp. PacnoJsoxenue
Oesika AK) Ha XpoOMocoMe
StCLEI 82 REVPSSPDPLHN PGSC0003DMT400073656 1 76502504.
76502665
StCLE2 84 RRVPSGTNPLHN PGSC0003DMT400080884 9 27200192.
27200443
StCLE3 98 RRVPSEPDPIHN PGSC0003DMT400017770 2 26140030.
26140323
StCLE4 75 RLSPDGPDPRHH PGSC0003DMT400039832 12 293859.
.294083
StCLES 84 RLAPGGPDPQHH  PGSC0003DMT400068491 10 4377265.
4377516
StCLE6 94 RRVPNGPDPIHN PGSC0003DMT400010739 1 51263493.
51264719
StCLE7 84 RKVRKGSDPIHN  PGSC0003DMT400047493 5 4796391.
4796642
StCLES8 100 HEVPSGPNPISN PGSC0003DMT400035554 2 378524009.
37852708
StCLE9 74 RRVPSCPDPLHN PGSC0003DMT400037789 5 2899364.
2899585
StCLE10 81 RVAPGGPDPQHH  PGSC0003DMT400051434 7 49991791.
49992033
StCLE11 82 RVAPQGPDAQHH  PGSC0003DMT400032374 7 52803005.
.52803250
StCLE12 87 HEVPSGPNPISN PGSC0003DMT400072001 9 44340291.
44340551
StCLE13 91 HEVPSGANPESN PGSC0003DMT400076296 9 58717397.
58717669
StCLE14 164/ 144 RRVPTGPNAIHN LOC107060359  (transcript 2 46575951.
variant X1/X2) 46576635
StCLE15 94 RGVPAGPDPLHH  PGSC0003DMT400096696 11 42705457.
42706328
StCLE16 94 HSVPSGPNPESN PGSC0003DMT400043465 12 59064916.
59065197
StCLE17 94 RLVPTGPNPLHH PGSC0003DMT400014567 3 59324312.
.59324593
StCLE18 111 RLVPTGPNPLHH PGSC0003DMT400002168 5 1875716.
1876048
StCLE19 109 RRVPNGPDPIHN PGSC0003DMT400058287 5 6541558.
.6544343
StCLE20 74 RRIPTGSNPLHN PGSC0003DMT400074196 12 6140728.
.6140949
StCLE21 95 RRVKRGSDPIHN PGSC0003DMT400059683 0' 21590902.
21591186
StCLE22 83 RTVPGGPNPLHN PGSC0003DMT400007921 8 54331313.
54331561
StCLE23 86 RRVPTGPNPLHN PGSC0003DMT400001860 7 44919284.
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44919541
StCLE24 84 RVAPGGPDPKHH  NA 10 4380462.
4380211
StCLE25 72 RLSPGGPDPKHH NA 10 2174779.
2174564
StCLE26 112 RLVPSGPNPLHN NA 5 339408.
.339073
StCLE27 112 RLIPSGPNPLHN NA 5 335363.
335028
StCLE28 92 RLVHTGPNPLHN  NA 4 2220249.
2220524
StCLE29 76 RQIPTGPDPLHH NA 1 48763550.
48763982
StCLE30 96 HKPPSGPNPNGN  NA 11 38794449.
.38793990
StCLE31 66 HVVPGGPNPLHN NA 3 42579723.
42579526
StCLE32 92 HDVPSGANPIQN NA 5 49069616.
49069891
StCLE33 68 RRVPTGSNPLHN NA 5 32787677.
32787474
StCLE34 72 RLSPGGPDPKHH  NA 7 52815885.
52816100
StCLE35 82 HDVPSGPNPIHD NA 5 49073572..4
9073817
StCLE36 72 RLSPRGPNPKHH NA 10 2186108.
2185893
StCLE37 86 HAVPGGPNPLHN  NA 12 54180840.
54181097
StCLE38 115 RSAPGGPNPQHH NA 1 52405220.
.52404876
StCLE39 91 RKVRTGPNPLHN  NA 10 57034821.
.57035093
StCLE40 89 RTVPTGPNPLHN NA 8 33034721.
.33034987
StCLE41 114 RNSPGGPDPKHH NA 12 1536448.
1536107

"unanchored superscaffold



[Ipunoxenue 2.

|

b e e | LFL

CLE16
SpiCLE16
CLE13
CLES8/12
CLE32
CLE30
CLE35
CLE31
CLE37
ScuCLE2
SvCLE22
CLE2
SchCLE2
CLE14
CLE23
CLE20
CLE33
CLE1
CLE9
CLE3
CLE6/19
CLE21
CLE7
ScoCLE7
CLE22
CLE40
SjSchCLE26
SchCLE40
CLE28
CLE39
CLE26
CLE17/18
SvCLE17
CLE15
ScoCLE1S
CLE4
ScoCLE4
SjCLE4
CLE25/34
CLE41
CLE36
CLE38
SjCLE38
CLE24
SjCLE24
SaCLE24
SvCLE10
CLES
ScoCLES
CLE10/42

CLE11
SvScuSjCLE1L
CLE29
SaCLEI18
ScuCLE26
CLE27
SvCLE27

H
H
H
H
H
H
H
H
H
H
H

U U U o oo oo

4 I T T I T @DTETTCTOS T DTS ET ST LTS T D@D DT T E T T T D@D T T E@©EZ @D T ®E T DT ® @D @D T T E DT TOT

GN I R - T = T - - == = - - -

o

88



[Tpunoxenue 3.

89

UBI CCAGTTTTACAAGGTTGATGATTC

R AGCCCACATTTACCACAATAGTG
Actin F AGAGGTTCCGTTGCCCAG

R CACCACTGAGAACAATGTTACCA
StCLE1 F ATGGAGCAAGATAACAACAACATTAA

R GATGAGGGCACTTCTCTATTGAC
StCLE2 F CCCAAAATGCCAGTTCCG

R GTTATGGAGAGGATTCGTGCC
StCLE3 F CTGCTGAGATTTTAGTAAAGCCTG

R GAATGCCTTTCTGTTTCTATTATCC
StCLE4 F TGGCTAGTGCTTCTAGGTTTTTG

R CGAGGATCAGGTCCGTCAGG
StCLES F CAAAGGCAAATAATTCAATAGCAA

R CCAGTCTATCTTCATCCACCAAT
StCLE6 F GGTTAGTGTCTTGGAGAATAGAGG

R CATGTGGTTGATGAGAATTTCCC
StCLE7 F ATGGTTTTCATTAGTAACAAGACATTT

R CCTTTAAGCATACGCCTACTCG
StCLES F TATCTCATTACTTACTATCTTCTTCTTTCTTG

R ACTCAAAGGTTTGGGAATGTTCT
StCLE9 F CAGTGGCATTATCGGAAACAA

R TGTTGTCGTGTAATAAAGCGGTA
StCLE10 F CGGATTTAGCCTAACGGAGATTG

R GAGTGATGTTGAGGGTCAGGTCCA
StCLE11 F ACTTGTACTCATGTTACTATGTATGTTGATT

=

TTGCCCTTCTTTTGTAATACTCC
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StCLE12

AATCTTTTCTTTACTTCATTACCCTTTTCTT

CCACCATATTCTGCTTGATTTTTTG

R
StCLE13 F CTTCTTCTCTTCATTTGGTTACTCAT
R ACTGTAGTCGTGGTCATGGTTGT
StCLE14 F GGCTTTCTTGGGTGCTCTTG
R CATACCTTTCAGTTTGTGTTATCTTCC
StCLE1S F GCTCCTGTGAAACCCCTAAAC
R CTTAGGTTTCTTAGGACTAGCACCA
StCLE16 F TCAACTACTACCACAACCACCATTA
R TGGACTCGGGATTTGGACC
StCLE17 F ATTGCTATCGTCTTCTGTCTTATTCAT
R CGTAGGAACTAGGCGTTTTTCG
StCLE18 F GGGCTTAAAGGTTCCTCATGTAATATG
R CGGCTGGCTCGTAGACATC
StCLE19 F GTATTTGTTTGGTTATTGTTGGTTGA
R TATGGCTTAATGTTGAGTTTTCCTTT
StCLE20 F CAGCGGCAAGAAAATCACAA
R AAAGGGTTTGATCCAGTGGG
StCLE21 F TCGGGTTCTTGTCAACTCAGC
R CACTCTTCTTTTGTTTGATTGATTTG
StCLE22 F TTCGTTAGTCAATTATCAAGTTGTAGAA
R ATTGTGAAGTGGATTTGGTCCTC
StCLE23 F CCCATTTCCCCGTCCATAC
R TGTCGGACTCAAAATCTCTAGCAAT
T35S R TGAGCGAAACCCTATAAGAACCCTA
GFP F AAGTTCATCTGCACCACCG
StSUC2 F TGGCTAAGGAGGTTTTCGGT
R

GGCAAAGAGAAGCAAGGCAC
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StVND6 F ACATCAATGGAAGCAGCCG

R CTCTATCACTCAGCAAAAGCAACA
StVND7 F AAGGATGGGTGGTATGTAGGG

R GGCTATCAAGTTGTGGGAGGT
StCYCBI F AGCCGAGAGTGAGACAAGAGTTC

R

ATTCCACAGCGAGGTAGCG
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promStCLES

F

GGGGACAACTTTGTATAGAAAAGTTGTAATGAAG
AGGCTGGTATGAACTTT

for pPDONRP4-1R

GGGGACTGCTTTTTTGTACAAACTTGTTTACAAGT
GATGATGAGAGGCTAGAAA

promStCLE12

GGGGACAACTTTGTATAGAAAAGTTGGCACAAAA
AAAATCAAGATACTTCCCT

for pPDONRP4-1R

GGGGACTGCTTTTTTGTACAAACTTGGCAATAATA
ATTTGATTGAAAAAATAATAACAC

promStCLE4

GGGGACAAGTTTGTACAAAAAAGCAGGCTCTCAT
AAATCCCTAACATAGGTAAATAAT

for pPDONR221

GGGGACCACTTTGTACAAGAAAGCTGGGTTAATT
CTTGAATAATTAATGATATATATCTAAGGTT

promStCLE10

GGGGACAAGTTTGTACAAAAAAGCAGGCT
CACAACTAAGAAGATGGTGGATG

for pPDONR221

GGGGACCACTTTGTACAAGAAAGCTGGGT
TTTTGATGATGAATTAGCCATGT

StCLE12

GTACAAAAAAGCAGGCTATGGCAACATTTAAGTC
ACAATCTTTT

for pPDONR221

GTACAAGAAAGCTGGGTTTACCGGTTTGATATAGG
ATTTGGAC

StCLES

GTACAAAAAAGCAGGCTATGACTCTCTACAACATT
ATCTCATTACTTACTATCT

for pPDONR221

GTACAAGAAAGCTGGGTTTACCTATTTGAAATTGG
ATTTGGACC

StCLE10

GTACAAAAAAGCAGGCTATGTTACTAATCCTCTTC

for pDONR221




93

ATGATTATTTTTCTT

GTACAAGAAAGCTGGGTCTAGTTAGTTGGAGGCA
AAGAGTGATG

StCLE4 GTACAAAAAAGCAGGCTATGGCTAGTGCTTCTAG | for pPDONR221
GTTTTTGTT
GTACAAGAAAGCTGGGTCTAGTGATGTCGAGGAT
CAGGTCC
promStSP6A GGGGACAAGTTTGTACAAAAAAGCAGGCTGCGA | for pPDONR207
for YIH TGAGTTTTTACTATGC
GGGGACCACTTTGTACAAGAAAGCTGGGTTTAGA
AGAACTACAATCATAGTG
StBELS for GGGGACAAGTTTGTACAAAAAAGCAGGCTATGTA | for pPDONR207
YIH CTATCAAGGAACCTCGG
GGGGACCACTTTGTACAAGAAAGCTGGGTTCATG
TTCCTAGATTACCTG
promStCLE4 GGGGACAAGT TTGTACAAAAAAGCAGGCT for pPDONR207
for YIH TAACACTCCTATAAAGCAAGAACTC

GGGGACCACTTTGTACAAGAAAGCTGGGTTAATT
CTTGAATAATTAATGATATATATCTAAGGTT
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JHK st | Bektop Bexkrop Haspanue Hasznauenue

BCTpauMBaHUs B | BBOJIA Ha3HAYeHUsl | KOHEYHOM

BEKTOP KOHCTPYKLIMH

StCLES cds pDONR221 | pPK7TWG2D | pPK7WG2D- N3yueHne BIUSHUA CBEPXIKCIPECCUU
StCLES8 reda StCLES Ha pa3BuTHE KITyOHS

StCLE4 cds pDONR221 | pPB7WG2D | pPB7TWG2D- N3ydyeHue BIUSHHUS CBEPXIKCIPECCHU
StCLE4 reHa StCLE4 na kiryoHeoOpa3oBaHue

StCLE10 cds | pDONR221 | pPB7WG2D | pB7TWG2D- N3yueHue BiIHsHUA CBEPXIKCIPECCUU
StCLE10 reda StCLE( na xiybHeoOpa3zoBaHue

promStCLES | pDONRP4- | pHMm43GW | pHm43GW- AHalU3  aKTUBHOCTH  MPOMOTOPHOM

PIR promStCLES obnactu rena StCLES

promStCLE10 | pDONR221 | pPBGWFS7 | pPBGWEFS7- AHaM3  aKTMBHOCTHM  MPOMOTOPHOM
promStCLE10 | obnactu rena StCLE10

promStCLE4 | pDONR221 | pPBGWFS7 | pPBGWEFS7- AHaM3  aKTUBHOCTH  MPOMOTOPHOM
promStCLE4 obnactu rena StCLE4

StBELS cds pDONR207 | pDEST22 pDEST22- Nzyuenue B3ammonericteus Td-/IHK c
StBELS MOMOIIBIO JIPOACKEBON OJHOTMOPUIHON

CHUCTEMBI

promStSP6A | pDONR207 | pHisLeu pHisLeu- N3yuenue B3ammoneiicteus Td-/IHK c

promStSP6A MTOMOIIBIO JIPOXKKEBOW OIHOTHOPUTHOM

CHCTCMBI




