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Pesrome
BoboBbie pacTenns o0pa3yoT cuMOno3bl ¢ kiryoenbskoBbIMH Oaktepusimu (Kb) 1 rpubamu apOyckysipHOI
Mukopussl  (AM). ®opmupoBaHne CHMOHO30B TOBBIMIAET YCTOHYMBOCTH pPACTEHHH K cTpeccaM |
CHOCOOCTBYET TOJyYEHHIO CTAOMIBHOTO ypo’Kasl Jake B YCIOBHUSX TJI00AJIBHOTO M3MEHEHMS KIIMMAaTa.
N3y4yeHne MOJNEKYJISPHBIX OCHOB CHMOHMO30B, 00pa3yeMbIX 0O0OOBBIMH, HEOOXOJMMO JUIS MOBBIIICHUS
3¢ PEeKTUBHOCTH AAaHHBIX CHMOHMO30B IIPH MX MCHOJIB30BAHNH B COBPEMEHHOM CEIILCKOM XO03siicTBe. Panee
JUIL MOJETBHBIX OOOOBBIX pacTCHMI IPH IOMOIIM MYTAI[IOHHOTO aHAIW3a ObUIM M3Y4YEHBI OTICIbHBIC
peryasaTOpHbIE TeHBI (T.H. Sym-T€HBI), KOHTPOJIUPYIOIINE HEKOTOPHIE 3Tambl Pa3BUTHS CHMOHO30B. B
HAcToAIIEe BPEMsl TEXHOJOIMH BBICOKONPOU3BOJUTEIBHOTO CEKBEHHPOBAHMS IO3BOJIIOT MCCIEN0BATH
MOJHBIA HAOOp TEHOB, KOIUPYIOUIMX «MOJEKYJSPHYIO MallMHy CHMOHMO3a» W HEOOXOJUMBIX
Uil o0ecriedyeHus MeTaDOJIMYecKOW uWHTerpauuu CcUMOMOHTOB. Cpenud HUX — BBUICNSIOT —T'€HBI,
Konupyonme HomyiuHbl (or aHmi. nodule — kiyOeHék), Oenku crnenuduuneie a1  0000BO-
puzobuansHoro cumbuosa (BPC), n MukopusuHbl, crneunuduuHble Ui apOyCKYJISPHO-MHUKOPHU3HOTO
(AM) cum6bmoza. IIpomyKThl reHOB, SKCHpeccusi KOTOPBIX MHIyLUpyeTcs mpu pa3Buthu kak BPC, Tax
n AM, monmyumian HazBaHHE CUMOHMO3MHEL. ['€HBI, Konupyonme CHMOHO3UHBL, HOMYINHBI 1 MUKOPHU3HUHBI
HCCIIeIOBaHbl Ha MOJIeIbHBIX 0000BBIX Medicago truncatula Gaertn., Lotus japonicus (Regel.) K. Larsen
u Glycine max (L.) Merr., B To BpeMsi Kak CHMOHO3-CrielM(UYHBIE TeHbI HEMOJACIBbHBIX OOOOBBIX, a
TaK)ke 0COOCHHOCTH MX JKCIPECCHHM, U3YyUEHBl K HACTOALIEMY MOMEHTY HemocraTouHo. [Ipumenenwe
MOJAXOJOB  TPAaHCKPUITOMHKH  (T.€. HM3ydEHHE BCErO0 Habopa OSKCIPECCHUPYIONIMXCA TEHOB -
TPAaHCKPUIITOMA) MO3BOJIICT BOCHOJIHUTH ITOT MpoOes B 3HaHUSIX. B maHHON pabore MBI cyMMHpOBanu
pe3yNbTaThl UCCIENIOBAHUN 32 MOCIEJHNE TOJbl B 00JIACTH 3KCIPECCUH BBIIIEYKA3aHHBIX I'PYIII T€HOB Y
6000BbBIX pacTEeHHH.
Karouessble cioBa: boOoBble pacTeHuUs, KOPHEBbIE CUMOHO3b], CEKBEeHUPOBAHUE CIIEIYIOIIET0 IOKOJIECHUS, SKCIIPECCUS
I'CHOB, TPAHCKPUNITOMHKA
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Resume

Legumes form symbioses with nodule bacteria (NB) and arbuscular mycorrhiza fungi(AM). The formation
of symbioses increases the resistance of plants to stress and contributes to obtaining a stable harvest even in
conditions of global climate change. The study of the molecular basis of symbioses formed by legumes is
necessary to increase the effectiveness of these symbioses when they are used in modern agriculture.
Previously, individual regulatory genes (so-called Sym genes) controlling some stages of symbiosis
development were studied for model legumes using mutation analysis. Currently, high throughput
sequencing technologies allow us to study a complete set of genes encoding the "molecular symbiosis
machine" and necessary for ensuring the metabolic integration of symbionts. Among them, there are genes
encoding nodulins (from the “nodule”), proteins specific for legume-rhizobial symbiosis (LRS), and
mycorrhizins specific for arbuscular-mycorrhizal (AM) symbiosis. The products of genes whose expression
is induced during the development of both LRS and AMS are called symbiosins. The genes encoding
symbiosins, nodulins and mycorrhizins have been studied on the model legumes Medicago truncatula
Gaertn., Lotus japonicus (Regel.) K. Larsen and Glycine max (L.) Merr., while the symbiosis-specific genes
of non-model legumes, as well as the features of their expression, have not been sufficiently studied to date.
The use of transcriptomics approaches (i.e., the study of the entire set of expressed genes, the so-called
transcriptome) makes it possible to fill this knowledge gap. In this paper, we have summarized the results
of research of the expression of the above groups of genes in legumesin recent years.

Key words: legumes, root symbiosis, next-generation sequencing, gene expression, transcriptomics
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BBenenue

BonbumHaCcTBO npeacTaBUTeNnen BBICIIUX
pacTeHHi SIBISIFOTCSL TNPHUKPEIUIEHHBIMUA OpraHu3MaMH,
KOTOpBIE HE CIIOCOOHBI IepeMeIarbesi M 3a CYET ITOTO
n3berath JIGUCTBHS CTpeccoBhIX (hakTopoB. B  xone
SBOITIOIUH PACTEHHUS IPUOOPETH CTIOCOOHOCTH BCTYIIATh B
CUMOMO3BI ¢ MUKPOOPTaHN3MaMH JIJISl TIOBEIIIICHHSI CBOETO
aJanTUBHOrO MOTeHIMAana. Tak, Oomee 80% Ha3eMHBIX
pacteHuii 00pa3yroT apOyCKYJSIpHYIO MHKOpHU3Y —
cuMOmno3 ¢ rpubdamu, 00JIeTHAIONIHIA TOCTYIUICHHE BOABI U
TPYAHOPACTBOPUMBIX ochaToB B KOPHH pPaCTCHHH
[Parniske, 2008]. Pacrenuss cemeiictBa boOGoBbIe
CIIOCOOHBI TAK)KE BCTYIATh B CUMOHMO3 C KIIyOSHbKOBBIMH
OakrepusiMu,  (QukcHpyromuMu  aTMoc(epHbIl  a3oT
[Sprent, 2001]. bnaromapst 3T0#t cocoOHOCTH 0OOOBBIC
pacTeHMsi  SBJISIIOTCS.  HEOOXOAWMBIM ~ KOMIIOHEHTOM
MIPUPOIHBIX M CEJIbCKOXO3SHCTBEHHBIX  HKOCHCTEM
[Tikhonovich, Provorov, 2003].

N3zyuenne TeHEeTHYECKOH CHCTEMB,
KOHTPOJHUPYIOMEH  pa3BUTHE  0000BO-pHU300HATEHOTO
cuMOmo3a CO  CTOPOHBI  pacTeHHs, Hadaloch C
WCCIIEIOBAHNH CIIOHTAHHBIX, a 3aT€M W WHAYIIUPOBAHHBIX
MyTaHTOB. I'€Hbl pacTeHMii, BBIABISEMBIE B XOJIE
SKCIEPUMEHTATHHOTO MYyTareHe3a M  IIOCIIEAYIOIIEro
TEHETHYECKOTO0 aHaim3a (T.H. «IpSIMOMl TEHETHKW»),
MOJYYWJIM Ha3BaHHEe Sym-reHoB (OT aHrjia. symbiosis)
[Tikhonovich, Provorov, 2003]. JletasbHOe omucaHHe
(¢eHoTHNAa MyTaHTOB OOOOBBIX MO Sym-TeHaMm TPHUBEJO K
MMOHUMAHHUIO TOTO, YTO MHOTHE M3 T'€HOB, HEOOXOIMMBIX

JUIsT pa3BUTHST 0000Bo-pm3o6mansHOro cumbuosa (bPC),
TaKKe€  KOHTPOIMPYIOT  pa3BuUTHE  apOyCKyJIspHOMH
MuKopu3bl (AM) — Gonee npeBHero cum6buo3a [Parniske,
2008].

Bmecte ¢ Tem, COBepIICHCTBOBaHHE METOJOB
MOJIEKYJISIPHOW OMOJIOTHH CIIEJIAJI0 BO3MOXKHBIM U3y4YEHUE
CHCTEMbI CHMOMOTHYECKUX I'eHOB OOOOBBIX pacTeHui npu
MOMOIIM TIOAXO/MOB «OOpaTHOW TeHETHKW» - aHaju3a
muddepeHnansHOR 3KCIIPECCUU T'€HOB, PHK-
nuHTep(dhepeHInH, TILLING u TCHETHUYECKOT 0
penakTHpoBaHus. B pesynbprare crano o4eBHAHBIM, YTO B
cUMOMO3€  NPUHUMAIOT  y4acTHE€ COTHH  TCHOB,
KOIUPYIOIINX «MOJIEKYIIPHYIO MAIIMHYy CHMOHO03a».
OyHKIUN OONBIIMHCTBA W3 HHUX AyOMupyroTcs (imoo,
HaIpoTHUB, JKU3HEHHO HEOOXOIUMBI), MO3TOMY
uAeHTUGUKALUS UX TPHU TOMOIIY SKCIIEPUMEHTAIBHOTO
MyTareHesa ObUIa HEBO3MOXHA. B maHHOM 0030pe MbI
paccMOTpUM  TeHBI, BOBJCYEHHBIE B  pa3BUTHE U
(yHKUMOHMpOBaHWE CUMOMO30B OOOOBBIX pacTeHuil,
NACHTH (UL POBAHHBIE METOIAMH «0OPATHOM T€HETHKIY.

TI'enbl HOOynuHO0G, MUKOPU3UHOG U CUMOUO3UHOB

WzyueHne «MONEKyIIpHOW MaIIMHBI CUMOHO3a)
HadaJloch Ooyiee COpOKa JIET Ha3aJ C HIACHTU(HUKALUH
«HOIYJIWHOB» - OEJKOB, KOTOpBIE IIPUCYTCTBYIOT B
kopasix cou (Glycine max (L.) Merr.), ”HOKYJIHPOBAHHBIX
KITyOCHHKOBEIMH ~ OakTepusIMH, HO OTCYTCTBYIOT B
HEMHOKYNIUpoBaHHBIX KopHsx [Legocki, Verma, 1980].
I'eHpl, cOOTBETCTBYIONIME Haubosee MPEICTaBICHHBIM B
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KITyOeHbKaX HOMYNWHAM, OBUIM KJIOHHPOBAHBL, W OBLIO
YCTaHOBJICHO, YTO HOJYJIMHBI BBIIOJHSAIOT CTPYKTYPHYIO
(GyHKIUIO (SBISIOTCS KOMIIOHEHTaMH NepHOAaKTePOHTHON
MeMOpaHbI, KOTOpasi OKpy’>KaeT OakTepuu BHYTPU KIIETOK
KITyOSHbKA) MIIM yYacTBYIOT B OMOXMMHUYECKHX PEAKITHIX
accuMuysIIuM azora [Verma et al., 1986]. 3naunTenbHbIH
ycrex ObUT JIOCTUTHYT B M3YyYEHHUH T'€HOB, KOJAUPYIOLIHX
HOIYJIHHBI, B Xoiae aHamu3a audepeHIHaIbHOR
9KCIIPECCUH T'€HOB ITyTEM BBIYMTAIOUIEH TMOpHIM3aLUH
(subtractive hybridization) [Kouchi, Hata, 1993]. Cpemu
TCHOB HOJYJIMHOB OBLIM BBIIENICHBI TPYMIIBI «PAHHUX)» U
«mo3nHux» TeHoB (early wm late nodulin genes), B
COOTBETCTBMM CO CTaJgued pa3BUTHSA KIyOeHbKa, Ha
KOTOpOM JIETEKTHPOBAJIOCH TIPUCYTCTBUE
COOTBETCTBYIOINX TpaHCKpunToB [Verma et al., 1986;
Nap, Bisseling, 1990a; 1990b].

[Tono6HEbIH HOIXO., - BBIIEIICHUE
TOJIUAJCHUIUPOBAHHOU MPHK [¢ HocJIeayomen
TpaHCISIIMEeH in  Vitro W MMMYHOIpPELMIIUTAIMEH C

aHTUTEIaMHU K M3BECTHBIM HOJYJIMHAM — ObLI IPUMEHEH
JUISl UACHTH(UKAIMY TOJIHUIIENTHIOB, CIEHU(UIHBIX IS
MHUKOPU30BaHHBIX KOpHell cou [Wyss et al, 1990]. B
pesyJibrare ObLTH UACHTU(UINPOBAHBI ISTh
TMIOJIMIIETITH/IOB, KOTOphIEe (TI0 aHAJOTHUH C HOJYJIMHAMH)
ObUTH Ha3BaHBl «MuKopm3uHaMm» [Wyss et al., 1990]. B
JambHEHIIeM, JUIl TeHa paHHero HomynuHa M.truncatula
MtENODI11 6b1ma mpogeMOHCTpHpOBaHa JKCIPECCHS B
KJIETKaX KOPHSI, COJeprKaIux apOyCcKyJIIbl, 4TO TaKxKe NaéT
ocHoBanue cuutate MtENOD1 1 Mukopu3nHOM.

PasBurne TEXHOJIOTHH MHUKPOYHIIOB
(microarrays) clienano BO3MOKHBIM  TIPOBEACHUE
KOJIMYECTBEHHOI'O  aHainM3a  JKCIPECCHH TCHOB B

OTHOLIEHMH MOJENLHBIX 0060BEIX. Jus M. truncatula
ObUIO BBIABJICHO HECKOJIBKO COTEH TEHOB, YPOBEHBb
9KCIPECCUH KOTOPBIX TOBBIIIACTCSA B a30T(QUKCHPYIOIIX
KIyOCHBbKAX W/WJIUM B MUKOPU30BAHHBIX KOPHSX, MPUYEM
OKOJIO CTa 'CHOB aKTHBHUPYIOTCS B CIydac Pa3BUTHUS Kak
BPC, Tak u AM [Krajinski, Frenzel, 2007; Kiister et al.,
2007]. TIlo aHamoruu ¢ TE€HaMU HOAYJIMHOB U
MHUKOPU3WHOB, OBLIO TPEIIOKECHO Ha3blBaTh TCHEL,
cnenupuunapie kak it BPC, tak u mnsgs AM, renamu
cumoOmnosnaoB [Kiister et al, 2007]. TIlosBiacHme
texHomorunn Next Generation Sequencing OTKpBIIO
BO3MOKHOCTh IIMPOKOMACIITA0HOTO aHajin3a YPOBHS
SKCIIPECCHH T€HOB C BBICOKOH TOYHOCTBIO, B pe3yibTaTe
4yero ()OKYC MCCIIE0BaHUI OKOHYATEIBHO TEPEKITFOUMIICS
C TCHOB HOMIYJMHOB W MHKOPU3UHOB (KOTOpPBIC
crenu(PUIHO DKCIPECCHPYIOTCA TOJHKO B OJHOM HIIH
JPYTOM CUMOMO3¢ U HUTAE OOJbIIe) Ha TEHBI, IKCIIPECCUS
KOTOpBIX uHAyIHpyercs (up-regulated genes) B xoxe
Pa3BUTHS TOTO WK APYTOro CUMOHO03a.

Takum 00pa3oM, B CTPOrOM CMBICIE TEPMUH
«TEHBl  HOIYJIUHOB» MOXCET OTHOCHUTBCA IIUIIb K
HEOOJIBIIIOMY YHCITy TEHOB, 3KCIIPECCHS KOTOPHIX HE
OeTeKTHpyeTcs HH B KakhX  TKaHAX, KpoMe

a30T(HUKCUPYIOIINX KITyOEeHBKOB (pHC.). AHAIOTHYHO, MO
FeHaMH MHKOPH3MHOB CJIEAyeT TOHMMAaTh TEHBl C
npoduIeM SKCIPECCUH, CTPOr0  AaCCOLMUPOBAHHBIM C
MHUKOPHU30BaHHBIMH KOPHSIMH (Hampumep, crneuupuyHble
JUIS KJIIETOK, COAepKaIlux apOyckyisl). IHTepecHO, 4TO
BBISIBIICHHBIE B MEPBBIX HCCIEIOBAHHUAX MUKOPU3UHBL,
pacrio3HaBaeMble aHTHTeNaMU K HoxyinHaM [Wyss et al.,

1990], B cTporoMm cMmbICi€ CJIOBa HE SBISIOTCS
«MUKOpPH3MHAMW», a JIOJDKHBI OBITh OTHECEHBI K
«cumbuoszuHam». Bo  u30exaHHe  MyTAHWIBI MBI

mpelyiaracM HasblBaTh TI'€HBl C IIOBBILICHHBIM YPOBHEM
IKCIIPECCHM B CHMOHMOTHMYECKMX TKaHAX M OpraHax
«KITyOeHEK-CTICTU(PIIHBIMI, «MHKOpH3a-
CHemU(UIHBIMA» H  «CHUMOHMO3-CIeNU(UIHBIMIY), a
TECPMUHBI «T'CHBI HOIYJIMHOBY, a TaKXeC «T'CHBI
MUKOPHU3UHOB» U «T'CHbI CUMOHO3HUHOBY MPpUMCEHSATH JIUIIb
B X CTPOTOM CMBICJIE.

leHbl € leHbl ©

NOBLILWEHHO K Fesrii.c = NoBbIWEHHON
o NOBbILEHHOM 2
IKCnpeccueil npu Qesie ov IKCnpeccueii npu
EPC aHcnpeccuei AM
npu BPC n

AM

Puc. PaznooOpasue renos, usryrupoBanbix ipu bBPC n AM.
Fig. The diversity of genes induced in RLS and AM.

AHaJIN3 IKCIPecCHU KIyOeHEK-cne(pUYHbIX T€HOB
0000BBIX pacTeHHUId

B rmocnegHme nBa  fmecATWIETHS — pa3BUTHE
METOJIOB TPAHCKPUIITOMUKH MO3BOJIMIIO OOJIETYUTH TTOHMCK
1 aHalIu3 reHoB 0000BbIX, BOBICYEHHBIX B BPC. Pannue
paboTH! OBLTH BBHINOJHEHB! B XOJ€ aHAIN3a MUKPOYHIIOB,
HO B HAcTOAIIEE BPEMs IIOJABIIAIOIIEE OOJBIINHCTBO
MOJOOHBIX HCCIEJOBAaHUH BBIIONHACTCS IIOCPEICTBOM
cexkBeHupoBanusd MPHK xiyOGeHpkoB ¢ mocneayromum

O6ronH(pOPMATHYECKUM aHATU30M IMOJYYCHHBIX JIaHHBIX.
B opHOli m3 mnepBeIX paboT B naHHOW oOnactu

[Hogslund et al., 2009] ObpuIO TOKa3aHO, YTO B
KIyOeHpKax pa3Horo Bospacta L. japonicus mpwu
CpPaBHEHHH  C  HEHHOKYJIMPOBAHHBIMH  KOPHIMH

HaOmonaercs auddepeHnuaibaas SKCIpeccusi OOIBIIOro
konuuectBa reHoB (1015 reHoB Ha cpoke 1 neHs mocie
nHOKysimuu  (n.mu.) u 2930 ma cpoke 21 nmamm.).
[TpumeuarensHO, 9T0 TOIIBKO 48 TEHOB
IudpepeHnaIbHO SKCIIPECCUPYIOTCS OJHOBPEMEHHO B
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KITyOeHbpKax pa3nuaHoro Bospacta (1, 3, 7, 21 mo.n.). Orta
Ipylina TEHOB  BKIIOYaeT  HOMYJIWHBI, CEPIIHHBI,
9KCIaHCHHBI, MEKTHHACcTepa3sl U apyrue [Hogslund et al.,
2009]. BeposTHO, BBISBIECHHBIE T€HBI HEOOXOIMMBI IUIS
MIPOIIECCOB Pa3BUTHUS CUMOMOTHYECKUX MeMOpaH M pocTa
MH(EKIMOHHBIX HUTEH, KOTOpble HaONIOJAIOTCS B XOJE
pocTa KiyOeHbKOB Ha BCEX dTalax WX Pa3BUTHS.

B mocnenyromem yiydiieHne kadecTBa cOOPOK
TEHOMOB MOJICNIBHBIX OOOOBBIX M YBEIMUEHHE YHCIIa
AQHHOTUPOBAaHHBIX ~T€HOB B  HUX  TNPUBEIO K
CYIIECTBEHHOMY IOBBILICHHUIO TJIyOWHBI aHAIM3a JJaHHBIX.
Tak, Boscari u koyureram yzmanoch BEISIBUTH yxke 10085
mddepeHIMAIBHO IKCIIPECCUPYIOMNXCS B KIIyOEHBKAax
M. truncatula reHOB OTHOCHTEIBPHO HEHHOKYJIMPOBAHHBIX
KOpHeH, mpuyéM H3Kcrpeccus OONbIIed 4YacTH W3 HUX,
8418 renos, Obuta momasiieHa [Boscari et al., 2013], ato
YKa3bIBa€T Ha TO, YTO IOBBIIICHUE YPOBHS 3KCIPECCHU
CUMOHMO03-clIel(UIHBIX T€HOB SBISETCS HEOOXOIMMBIM,
HO HE JIOCTaTOYHBIM YCIOBUEM Al HOPMAalbHOTO
pa3BuUTHsI cUMOMOTHUYeCKMX opraHoB. Ilpu  3ToM
Ppe3yJbTaThl, NOJIyYeHHbIE B IaHHOH paboTe, COrIacyroTcs
C OnyOJIMKOBaHHBIMH PaHee pe3yJbTaTaMU U PaCIIHPSIOT
UMeIoIIMecsT 3HaHUS 00 OCOOEHHOCTSX OpraHU3aluH

TpaHCKpUNTOMa a30T(QUKCHpYIOIINX KiIyOeHpkoB. B
YaCTHOCTH, OBUIO ONHCAaHO OOJNBIIOE  KOJIMYECTBO
TPAHCKPUIIIMOHHBIX  (aKTOPOB, CICHU(PHYHBIX IS
KITyOCHBKOB.

CpaBHHUTENBHBIC  WCCIENOBAHUS  OKCIIPECCHH  T'€HOB
kiayoenbkoB M.truncatula u L.japonicus mokasamu, 4to
TOJIBKO JUIs 53% muddepenmansHO

9KCIIPECCUPYIOIINXCS B KiIyOeHbkax TeHoB L.japonicus
uMeroTcst opromorn B rerome M.truncatula, a uaGopsr
nuddepennmansHO IKCTIPECCHPYIOINXCS I'CHOB
HCCIIeTlyeMbIX BUJIOB TiepekphiBatoTcs Ha 1085 reHoB, uTo
cocraBusier 18% wm  42% or oOmero uucia
muddepeHInanIbHO IKCIIPECCUPYIOMINXCST B KITyOSHBKax
remoB M.truncatula u L.japonicus, cooTBeTCTBEHHO
[Sanko-Sawczenko et al., 2019]. HecmoTpst Ha 3TO, Ha
Ooyiee BBICOKOM YPOBHE aHHOTAIWH (OMOJIOTHYECKHHA
IpoIecc W MOJEKYJspHas (yHKOWS), TIPOIECCH, B
KOTOPBIX NPUHUMAIOT  ydacTue Iud¢depeHnaIbHO
IKCIPECCUPYIOIINECS B KITyOSHbKAaX T'eHbl 000MX BHJIOB,
BEChbMa CXOJIHBI.

Yuukanvnocmos mpanckpunmomnuix npoguneit
azom@ukcupyroujux KnyoeHoKoe

CpaBHeHue mnpoduieii 3IKCIPECCHH TE€HOB B
Pa3IUYHBIX TKAHSAX W OPraHOB PACTEHUM MOKAa3bIBAET, YTO
KITyOCHBKH  SBJISIOTCS ~ YHHUKAJIbHBIMH  OpTraHAMH,
TPAHCKPHUIITOMHBIC MPOQWIN KOTOPHIX 3HAYUTEIHHO
OTJIMYAIOTCSl OT IPYrMX OpraHoB pacTeHus [Mergaert et
al., 2020]. Tak, Ha OCHOBaHWH JAaHHBIX, HAKOIUICHHBIX 3a
MOCTIeNHeEe NICCATHICTHE, MOXKHO CYOUTh O TOM, YTO
rpyIa TeHOB HOAYJIHHOB, SKCIPECCUS KOTOPHIX CTPOTO
cetmpuyra s kiybenskoB M. truncatula,

HACUMTHIBACT HECKOJBKO COTEH reHoB [Mergaert et al.,
2020]. 3HAUMTENBHYIO YacThb 3TUX TI€HOB COCTABISIOT
TeHBl, KOAWpyolye KiryOeHEK-crieuruyHble LUCTEHH
6orateie mentuasl (mentuasl  NCR, nodule-specific
cysteine-rich peptides) [Guefrachi et al., 2014]. NCR
HEeNTHIBl YIPaBIAIOT IUQPEpeHIIMPOBKOH OakTepuii B
cuMOnoTH4eckyo Qopmy (OakTepomabl) y HEKOTOPBIX
0000BBIX pacTeHumii, Bkmodas M. truncatula, ropox
(Pisum sativum L.), Cicer arietinum L. u xp. [Mergaert et
al., 2003; Montiel et al., 2017; Zorin et al., 2022]. Kpome
reHoB, komupyromux mentugsl NCR, cpemm kimyOGeHEK-
CHEUU(UIHBIX T'CHOB TAKXKE OBUTM BBISIBIECHBI XOPOILIO
n3ydeHHble u HeoOxoxumble st BPC rens! (Hampumep,

KOAHUPYIOIIHE JIETTEMOTTI00MH, C-no106Hy10
dochomumnazy DNF2, mnucrenH-OoraTyro peremntop-
MOT00HY0 KHHA3y SymCRK, METa0OTUTHI
TpaHcOpTépoB W apyrue). Takke K  KiIyOeHEK-

CHeUU(pUIHBIM TeHaM OTHOCSITCS MPEACTaBUTENHN TeHHBIX
cemeiictB, komupyromux GRP (Glycine-Rich Peptide),
(yHKIMSI KOTOPBIX TTOKa Heu3BecTHa [Alunni et al., 2007],
SNARP (Small Nodulin Acidic RNA-binding Protein )
[Laporte et al., 2010], cexperopHbIe KaJIbMOIYJINH-
nomo0Hble Oenkn. OTAeNbHBIC TPEACTABUTEIH APYTHX
TEHHBIX CEMEHCTB, KOIMPYIOIIMX KOPOTKHE IENTHIbI,
BOBJICUCHHBIE B CHCTEMY KOHTPOJS a30THOTO CTaTyca
pactrenus (mentunel CLE), Takke sKcmpeccupyroTcs B
kinybenpkax [Okamoto et al., 2009; Mortier et al., 2010].

Okcnpeccuto  KyOeHEK-CieUUIHBIX  TeHOB
MOXXHO HaOJIIOJIaTh Ha CaMBIX PaHHHUX CTAAUSX Pa3BHUTHS
KJIyO€HBKOB, B TEUEHHUE TIEPBBIX HECKOJIILKUX CYTOK ITOCTIE
UHOKYJIALMU.  TpaHCKpUIITOMHBI  aHalIu3  KOpHEH
M.truncatula ra paHHHX 3Tamax KIyOeHBKOOOpa3oBaHHMS
[Gao et al., 2022] moka3ai, 4To B mepBbie 12 9acoB mocie
MHOKYJSIIMK B TPAHCKPUITOMHOM Tpowiie KOpHEH
M.truncatula He TPOMCXOAUT 3HAYMTEIBHBIX W3MCHEHHIA,
a crnycTs 24 yaca U 48 yacoB MOCJIE€ MHOKYJSILUHU YXKE
JIETEKTHPYETCs TOBBIIICHUE JKCIPECCHH ISITH W IIECTH
T€HOB, COOTBETCTBEHHO. llo-HacTosmeMy SpKUil OTBET
HaOmromaercst cmycTss 72 Y.OLM. W BBIpaXkaercs B
MOBBILIEHNHN S3KCIPECCHH CEPHU TEHOB, KOIUPYIOMINX
panHue HoxynuHbI, B ToM yucie NCR mentuast [Gao et
al., 2022]. Cabplii OTBET HA HHOKYJIAIIMIO B MIEPBBIC ABOC
CYTOK MOXeT OBITh BBI3BAaH HH3KOH J0Jell TKaHH
pa3BHBaroIIerocs KiyOeHbKka B HCClieTyeMoM oOpasie
KOpHsL. DTy mpoOjeMy TIO3BOJSIET PEHIUTh COYETaHUE
PHK-cexkBeHUpOBaHHS € METOIOM MHUKPOJUCCEKLIUHU
[Jardinaud et al., 2016].

[NosiBiIeHNE M aKTUBHOE MCIOJIB30BAHUE METOIOB
CEKBEHHPOBAHUS OTUHOYHBIX Ki1eTok [Hwang et al., 2018]
MO3BOJIMJIO M3Y4YUTh OCOOEHHOCTH 3KCIPECCHH T'€HOB B

MHQUUUPOBAHHBIX W  HEMH(PHUIUPOBAHHBIX  KIETKAX
kiayoenbka [Libault, 2018]. CpaBHuBas 3KCIPECCHIO
TCHOB MEXIY WHQHUIUPOBAHHHBIMU u

HeMH(UIIMPOBAaHHBIMH KJIETKaMH KiyOeHbka L.japonicus,
Wang wu gp. ynmamoch  BbISIBUTH 939  reHOB,
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mudepeHIraIbHO AKCIIPECCUPYFOIINXCS B
WHOUIUPOBAHHBIX KJIETKaX, 55 U3 KOTOPBIX KOIUPOBAIH
TPAHCKPUIILMOHHBIE (AaKTOpBl, a 73 — pasiau4HbIe
TpaHCHOPTEPHL. B wacTHOCTH, aBTOpaMH OBLIO ITOKa3aHO,
YTO TeHbl, Koaupytomme Jerremoriodomn (LjLbs) u
cynbdataeiii  TpaHcmoptép (LjSST1) paGorator, B
OCHOBHOM, B MH(HIMPOBAHHBIX KJIETKAaX, B TO BPEMsl Kak
TpaHCHOPTEP aMMOHUS (LJAMTI1.1) u
Tpanckpunuuonnbiit pakrop ERF (LJERF1) axtueHO
9KCIPECCUPYIOTCS, Hao0opoT, B 30HE
HerH(UIMPOBaHHBIX KieTok [Wang et al., 2022].
CoBpeMeHHbIE Pa0OTHl 110 BBIBICHHIO TEHOB,
mddepeHnmansHO 9KCTIPECCUPYIOLINXCS B
a30TQUKCHpYIOMHX KIyOeHbKaX OOOOBBIX PACTCHHIA,
MO3BOJIIIIA TAaKXKe HWICHTHOUIUPOBATH OOJIBIIOE YHCIIO
pa3HOOOpa3HBIX T'€HOB, NPOXYKTHI KOTOPBIX CBSI3aHBI C
pa3sIMYHBIMH MeTa0ONMYeCKUM MyTSMH, OTBETAMH Ha

PpaCTUTCIbHBIC TOPMOHEI, 3alllU THBIMHU pCaKkuuAMn
paCcT€HHUd Ha IATOI'CHBI, OHMOCHUHTE30M BTOPUYHBIX
MeTabOIUTOB. 3HayuTeIbHAS qacTb TaKHUX T'CHOB

koaupyer ABC-TpaHcnopTépsl W IIHPOKUH  CIIEKTP
TPaHCKPHUIILUOHHBIX (hakTopoB. BakHO OTMETUTH, 4YTO
MHOTHE W3 3THX I'CHOB HE SBIIIOTCS CIICU(DUIHBIMU JIIS
KITyOeHbKO0Opa3oBaHusL.

Ananu3z IKcnpeccuu 2eHo6, cneyuuunvix 011
apoyCKyIAPHO-MUKOPUZHO20 CUMOUO3A

B xome oOpazoBanms AM KIETKH KOPHSI
pacTEeHUA-X03511MHA MIPETEPIIEBAIOT 3HAYUTEIbHBIE
CTPYKTYpHbIE W  (YHKIMOHAJIbHBIE H3MCHEHHA, B
YacTHOCTH, TpH  (GopMHUpOBaHMH  apOyckym  —
CUMOHMOTHYECKOro  HHTepdelica, depe3  KOTOPBIH

NPOUCXOJUT OOMEH BElIeCTBAMU MEXIy TIpHOOM H
pacrenuem. Ilpomecc ¢opmupoBanuss AM cumbHo3a
cTporo  perynupyercss oOoMMH  THapTHeEpaMH  Ha
KJICTOYHOM, MOJICKYJSIPHOM M TEHETHYCCKOM YPOBHSIX
[Ho-Plagaro  Garcia-Garrido, 2022]. CoBpemeHHBIE
METO/IbI CEKBEHHPOBaHHUs MPHK u
OMOMH(OPMATHIECKOTO aHANM3a ITONYYCHHBIX ITaHHBIX
MO3BOJISIIOT  OIIEHUTH CTENECHb WM3MEHEHUS OSKCIPECCHH
TeHOB pacTeHUs IpH pa3Butun AM cumbOuo3a.
BonpmmHCTBO 1MOMOOHBIX pabOT  BBITOTHEHBI
TaKk)ke Ha MOJEIbHBIX 0000BBIX pacTeHusx. Tak, B pabote
Handa u xonmer OblmM OlleHEHBI TMPOMUIN IKCIPECCUU
TeHOB B KOpHsAX L.japonicus, wHOKyIMpoBaHHBIX AM
rpubom  Rhizophagus irregularis, mnpu momoru
cekBeHupoanuss MPHK  Mukopm3oBaHHBIX  KOpHeEi
[Handa et al., 2015]. B pabote ObuIO MOKa3aHO, YTO BO
BpeMsl pa3BUTHsA apOyCKynspHOW wmukopm3sl y L.
japonicus muddepennmansHo sxcnpeccupyetcs 3641 rew,
u3 kotopbix ans 80% oskchpeccuss MoBbIIaeTcsa. ['eHbl ¢
MTOBBITIIGHHOW DJKCIIpeccuell KOAMPYIOT CEKpeTHpyeMBbIe
OelKW, TpaHCIOpPTEphl, OeNKW, yYacTBYIOIIHNE B
MeTaboNMu3Me JIUITUAOB W AMHHOKHCIIOT, PHOOCOMBI H
THCTOHBI, a TakKe TPaHCKpHUIIHNOHHBIE (akTopsl [Handa

et al., 2015], koTopble MOTYT OBITH BOBJICUEHBI B IIepeiauy
CUrHajla wWjin peryjiaiuilo TPaHCKPUIIUKM BO BpPEMA
cuMOmo3a.

JononHuTeNnbHOE NpUMEHEHHE METOIOB
7a3epHON  MHKPOMUCCEKIMH  TO3BOJNHIO  H3Y4HUTh
0COOCHHOCTH OKCIIPECCHH TCHOB B OTACNBHBIX THIAX
KJIETOK MHUKOPH30BaHHBIX KOpHeil. B pabote Gaude u ap.
ObUTH HM3y4YeHBl MPOMUIM SKCIPECCHH T€HOB B KIIETKAX
MHUKOPH30BaHHBIX  KOpHEH, CoIepXamMX H  He
conepxamux apOyckynbl. B pesymnpraTe ObLTO IMOKa3aHO,
4YTo HamboJiee 3aMeTHbIE TPaHCKPUITOMHBIC H3MECHEHUS
HaOMIOJamuCh B KJIETKaX MHKOPH3HBIX KOpHEH, He
comepKaIux apOyCKyJbl, YTO YyKa3blBaeT Ha pE3Koe
HepenporpaMMHUpOBaHHe  3THX  KIETOK BO  BpeMs
KOJIOHU3alluu. le/l 3TOM 3Ha4YUTCJIbHAsA 4YaCTb TI'CHOB
muddepeHManbHO  AKCIIPECCUPYIOTCS B 000MX THHAx

KJICTOK. Ot I'CHbI CBs3aHBbI, KakKk IpaBuiio, C
TPAaHCIIOPTHBIMHA nmpoueccamu, perynﬂuneﬁ
TPAaHCKPpUIIITUN u MeTab0IU3MOM JINITUJIOB, 4qTo

YKa3bplBaeT Ha TO, YTO HEPErnporpaMMHPOBaHHE DSTHX
MPOLIECCOB MMeeT ocoboe 3HaueHwe aiusi AM cumOmosa
[Gaude et al., 2012].

TpaHCKpUIITOMHBIN aHaIu3 I103BOJIMIT
YCTQHOBUTH, 4YTO YacTb TCHOB, HEOOXOAMMBIX IS
MHUKOPHU3aINH, UMEET MPO(UIb IKCIPECCHU, OOLTMHA ISt
pa3HbIX BUAOB pacTeHuil. B wactHocTH, rensi RAMI u
RAM?2 BakHBI 11 MUKOpH3aliK y L. japonicus, MOpkoBu
(Daucus carota L.) u 5ycToMBl KpYITHOLIBETKOBOH
Eustoma grandiflorum (Raf.) Shinners. B To Bpemsi, 6putn
BBISBJIGHBl T€HBI, HEOOXOJUMBIE JJIsI MHUKOPH3ALUH
ToNbKO oTAenbHbIX BunoB: SWEETI1b-1, cyns no Bcemy,
UTpaeT BaXHYI0 pOJb IPU MHUKOPH3ALUH TOJIBKO Yy
L.japonicus, a RADI, Hao6OpoT, AEMOHCTPHPYET
NOBBIIIEHUE dKcrpeccun e  y D.carota u E.
grandiflorum [Tominaga et al., 2021]. B apyroii pabore
nokaszano, uto y Casuarina glauca Sieber, puca Oryza
sativa L. u M.truncatula 84 rena peMOHCTPHUPYIOT
MOBBIIIIEHUE 3KCIPECCHH Npu MuKopusanuu [Tromas et
al., 2012] wu, TtakuM o0Opa3oM, SBISAIOTCI YaCTBHIO
KOHCEpBaTUBHOU TEHETUYECKON IIPOrpaMMBbl,
HeoOxoauMoH s Mukopuzanuu. Cpean HUX HamOolee
NpejACTaBlieHa  TIpylnma  MpoTeas,  MOHOOKCHUIEHa3,
TPaHCIIOPTEPOB M KOMIIOHEHTOB curHaymHra [Tromas et
al., 2012].

I'eHBl MUKOPHU3WHOB COCTaBJISIOT OTHOCHTEJIHHO
HEOOJTBITYIO 4acTh TEHOB, TuQpepeHIIATEHO
9KCIpECCUPYIONIMXCS MpU MHUKopu3anuu. Hampuwmep, y
G.max 9.2% u3 BCEX Qg pepeHITraIbHO
skcnpeccupyromuxcss npu BPC mm AM cumOnosax
SIBIISTIOTCSL CTIEMU(UIHBIMA TOJBKO it AM cumOmno3a.
OTH TeHbl KOAUPYIOT MucTenH-ipoTenHassl (CP), kucisie
docdaraszer (PAP), meMOpaHHBIE TPaHCIOPTEPHI, OCIKH
CHUTHAJIBHOU TPaHCIYKIUH u pas3nu4HbIe
TpaHcKpunuuoHHbie (aktopel [Sakamoto et al., 2019).
HpI/IMeLIaTeJ'H)HO, YTO JJid TCHOB NIUCTCUH-IIPOTCHUHA3
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NOKa3aHa  CHENU(DUYHOCTH  OKCIPECCHH — TAKKE B
MHKOpPH30BaHHBIX KOpHSX L. japonicus m M. truncatula
[Gaude et al., 2012].

Ananu3 skenpeccuu 2eH06 CUMOUO3UHOE

[Tockonbky BPC Bo3HMk Ha ocHOoBe AM
cuMOMO03a, 0KHMIAETCs, YTO OOJILIIOE KOJIMYECTBO I'€HOB,
crenu(GUYHBIX Ui OJHOr0 W3 CHUMOHMO30B, JIOJIKHO
(YHKIIMOHMPOBATh U IPU Pa3BUTHH BTOPOTO cMMOMo3a. B
XOf€  TPOBEPKH  JIAHHOTO  NPEANOIOKEHHS  C
HCTIOJIB30BaHUEM TEXHOJIOTHIO JHK-Mukpouumnon
Manthey u 1p. yaanoch BEIIBUTH 26 TEHOB, TIOBHIIIAIOIINE
YpOBEHb dKcIpeccnu U B AM KOpHAX, U B KIyOeHBKax
M.truncatula. DTu reHbl OTHOCATCS K Pa3IUYHBIM
(yHKIIMOHATBHBIM ~ KJIaccaM, BKJIIOYas MeMOpaHHBIN
TPAaHCHOPT, OMOCHHTE3 KJIETOYHOW CTEHKH, TEePBHYHBIN
MeTaboNmM3M, 3allUTHBIE PEaKIUd W  CHTHAJIBHYIO
Tpancaykiuio [Manthey et al., 2004]. B apyroi
o 100HO# pabote Ha L.japonicus ObUTO YCTaHOBJICHO, YTO
K YHCIy TEHOB, KOTUPYIOIINX CHUMOUO3MHBI, OTHOCATCS
TeHBbI, KOJUPYIINE KOMIIOHEHTHI (EHUIPONAHOMTHOTO
nyTd  (XaJIbKOHPEOyKTa3bl,  (heHMIIaNIaHHH-aMMOHHH
JMasbl), a TakkKe TpaHCKpUmuuoHHbBIE (akTopel WRKY,
6enxu, conepxkamme BURP nomeH u Oenku TemnoBoro
moka [Deguchi et al., 2007). B Oonee mo3gnelr pabdore
Tromas w gp. y M.truncatula ymamock BBISIBUTH
KOMIIOHEHTHI KOHCEepBaTUBHOMN TCHETUIECKOM
MPOTPaMMEI, YYACTBYIOLINE B PAa3BUTHU apOyCKYISPHO-
MHUKOPU3HOTO # 0000BO-pH300HANEHOTO CHMOHO30B.
Cmucok 3THX KOHCEPBAaTHBHBIX TE€HOB IIPEICTAaBIICH
OOJIBIINM KOJIMYECTBOM IIUCTENH-TIPOTEa3 CIA,
Ppa3uUHBIMU TpaHCIOpTEPaMu (B YacTHOCTH,
TpaHCIIOPTEPa MHUOJMTONENTHAOB), & TaKKe TIeHaMH,
HPOJYKThI KOTOPBIX CBSI3aHBI C META0OIM3MOM JIHITHIOB,
yriepona u curanuiroM [Tromas et al., 2012].

C npumeHeHneM OoJiee YyBCTBUTEIILHOTO METOJIA
PHK-cekBennpoBanuss ObUIO TOKa3aHO, 4To y Qacoyn
Phaseolus vulgaris L. 288 reHOB ¢ mMOBBILICHHOW
sKcrpeccuel W 223 TeHa ¢ TMOHW)KEHHOW SIBIISIFOTCS
o0IMMHK ISt ABYX THUIIOB CHMMOMO030B. IIprmMeuaTensHO,
YTO MPOAYKTHI ITUX TEHOB OTHOCSTCS, B IEPBYIO OYepenb,
K 3aIIUTHBIM pEakOusM pPacTeHHs Ha MaTOTEHBL,
mnpoueccaM,  CBSI3aHHBIM ~ C  KJIETOYHOM  CTEHKOM,
Merabonmamom azora u (ochopa [Nanjareddy et al.,
2017]. Y mpyroro obbekra, cou G.max, oOuuii oTBET Ha
B3aumoyieiicteue ¢ rpubamu AM U KIIyOEHBKOBBIMU
OakTepusiMH  BKJIOYaeT 34 TreHa C  IOBBIIMICHHON
sKkcrpeccuei U 37 ¢ MOHIKEHHOH, OJJHAKO MX MPOAYKTHI
OTHOCATCS K TEM JKe OMOJIOTMYECKHM IIpolieccam

(MeMOpaHHBII  TpPaHCIIOPT, 3aIMTHBIE pEaKIUH Ha
MaTOTEHbI, BTOPUYHBIA METa0ONM3M, Jerpajanus |
MomuduKanys ~ KIETOYHOW CTEHKH W CHTHAJIbHAs

TpaHcaykuus) [Sakamoto et al., 2019].

3aki0ueHnue
CpaBHUTENBHBI aHATU3 JKCIPECCUU TEHOB,
muddepeHIManbHO  OKCHPECCUPYIOIMXCS B XOJe

passutus BPC u AM, mnokaspiBaeT 3HAUYMUTENbHOE
CXOJICTBO IIPOLIECCOB PA3BHUTHS JBYX THIIOB CHMOWO30B.
BeposiTHO, mOMHMO y’ke MICHTH(UIMPOBAHHOTO OOIIETO
CHUTHAJIBHOTO CHMOWOTHYECKOTO ITyTH, CYIIECTBYIOT H
JIpyTHe KOHCEpPBATHUBHBIE TEHETHUECKHE IPOrPaMMBl,
KOTOpbIE HAa JAaHHBII MOMEHT H3Y4EHBI HEIOCTATOYHO
monHO [Yokota, Hayashi, 2011]. dansHelmee pa3BuTHE
meronoB PHK-cekBeHupoBanusi M aHamu3a JaHHBIX
MIO3BOJIUT MCCIIEOBATh AaHHBINM BOIPOC 00JIee AETAIBHO.
B mporpammax pasButus kak AM, tak u BPC
MOXHO BBIICIUTh TPYNIy KOHCEPBATHUBHBIX T'CHOB,
CBOWCTBEHHBIX Pa3JIMUHBIM BUJIAM DPACTCHUH, W TPYIITy
BapualelIbHBIX T'€HOB, BBIBISAEMBIX KaK YYaCTHHKH
TeHETUYECKOW MPOrpaMMBbl Pa3BUTHSI CHMOHMO30B TOJIBKO Yy
oTnenbHBIX  BHmoB. Jms  AM  cumOmo3a TakuMHU
KOHCEPBAaTHBHBIMH I'€HAMH SIBJISIOTCS T'€HBI, KOAUPYIOIIUE
nporeassl, QocdarHple TPaHCIOPTEPHI, XHUTHUHA3Bl H
Oenku, BoBIeUEHHBIE B MeTabomu3M jaunuaoB [Tromas et
al., 2012]. Jlnsa BPC naOmiomaeTcss HEBBHICOKHI ypOBEHb
CXOJICTBA B 3KCIIPECCHU TC€HOB, WHIYLMPOBAHHBIX B XOJE
KITyOeHPKOOOpa30BaHUsI, y pa3HBIX BHIOB OOOOBBIX: Yy
L.japonicus u M.truncatula ymamoch BBISIBUTH JIMIIB 9yTh
oosnee 50% 0OIWMX TE€HOB, OJMHAKOBO ITOBLIIIAFOIIUX
9KCIIPECCHIO B OTBET HAa MHOKYJISILMIO PU300HSAMHU. DTOT
(dakT MOXKeT ObITh OOBSICHEH TEM, YTO IaHHBIC BHUJIBI
0000BBIX 00pa3yrOT KIYyOGHBKH pa3IMYHBIX THIIOB —
JI€TepMUHHAPOBAaHHbIE (L. japonicus) u
HenerepmunupoBannsie (M. truncatula), 3HauuTeIBHO
pasynyarommecs o MopQOIOTHHA U METa00IN3MY.
WHTepecHo, 4TO SKCHpeccusi HEKOTOPHIX T'€HOB,
KOJIMPYIOUIUX HOJYJIMHBI, MOBBIIIEHA B KIyOEHBbKAX, HO
MOJIaBJICHA B MUKOPH30BaHHBIX KOopHAX G.max [Sakamoto
et al, 2019]. amubii ¢dakt sABISETCA TNPHUMEPOM
KoHKypeHImA Mexny AM um BPC mHa MmonekymspHOM
YPOBHEH YKa3bIBAa€T HAa CYLICCTBOBAaHME MEXaHM3MOB
KOHTPOJISI PacTeHHUA HaJ O0pa3yIOIIMMHUCS CHMONO3aMH,

KOTOpBIE, BO3MOXXHO, IIOBBIIIAIOT  3()()EKTUBHOCTH
HAJABUIOBOM  MHOTOKOMIIOHEHTHOH  CUMOMOTHYECKOU
CHUCTEMBI. MOJEKYISIpHbIE OCHOBBI TaKOTO KOHTPOJIS

TpeOYIOT NaTbHEHUIIIETO U3y UCHHUS.
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