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W3BlieyeHHe MHHEPAJbHBIX BEIECTB M3 MOYBbI — OAHA M3 IJIABHBIX MPOOJEeM BbIKHBAHUSA
pacteHuii. B YacTHOCTH, AOCTYNMHOCTh TAKMX MAKPO3JEMEHTOB, KaK a30T U (hocop, JUMUTHPYET POCT
u pasputhe pacrenuii. IlpencraBurenn cemeiictBa booosbie (Fabaceae) mpeonoseBaloT 3TO OrpaHmye-
HHe, YCTAHABIMBAS CHMOMOTHYECKHE B3aMMOOTHOIIEHHS C a30T(PMKCHPYIONIMMH NMOYBEHHbIMH OaKTepH-
sivu (pu3oOnsivu). IIpoHNKHOBeHME OaKTepuii B KOPHM PACTEeHHS-XO3SMHA MHAYHMpPYeT GopMUpoBaHUeE
CHEeNUAIN3NPOBAHHBIX OPTaHOB — KIyOeHbKOB. BHYTpH K/IeTOK CMMOMOTHYECKOTO0 KiIy0eHbKa CBOOO.-
HoXuByIue Oakrepun nugdepeHIMPYIOTCS B cUMOMOTHYECKYI0 (hopmy (OaKTepowabl) W MPEBPAIIAIOTCS
B OPraHe/UIONoA00HbIE CTPYKTYPbI, KOTOpbIe (PMKCHPYIOT a30T M CHAOXKAIOT MM pacTeHHMe B OOMEH Ha
nutarenbhbie BemecTBa (B.J. Ferguson ¢ coasr., 2010). B kiybenpkax psaa 0000BbIX pacTeHmii Oak-
Tepouabl MOABEPralOTCs TEePMUHAIbHON (HeoOpaTuMmoii) muddepeHIIPOBKe, Tepss BO3MOXKHOCTb Bep-
HYTbCS K MHIMBHAYAJIBHOMY cymecTBoBannio. TepmunanbHas mudgepeHnnpoBka 6aKTeponI0oB HAYMHA-
eTcsl BCKOpe Mocjie MPOHMKHOBEHWSI PU300HMid B KJIETKM KIyOeHbKa M NPUBOIUT K MOP(OJIOTHYECKHM,
(usnoornYecKUM M TeHeTHYECKHM HM3MEHeHMsIM OaKTepHabHbIX KJeToK. IlokazaHo, 4To KI0YEBYIO
PeryJsiTOpPHYIO PoJib B 3TOM MpoLEecce MUrpaeT OOIIMPHOE CeMeCTBO AHTHMHKPOOHBIX MENTHAOB pacTe-
HMii, MPeICTABATENNM KOTOPOr0 HOCAT Ha3BaHMe Kiy0OeHeK-cneuu(uyHble IUCTEHMH-0OTraTbie MenTHABI
(Nodule-specific Cysteine Rich, NCR-nentuap1) (P. Mergaert ¢ coast., 2003). I1o cBoeii cTpykType n
cnocodam JeiiCTBUS OHM CXOIHBbI ¢ (aKTOpaMH BPOXKIEHHOTO MMMYHMTETA pacTeHHii — aedeH3uHaAMH,
OJHAKO 00pa3yloTcs TOJbKO B KiyOeHbkax. Ha ceromHsimunmii AeHb B reHOMe MOIEJIBLHOT0 (000BOrO
0o0beKkTa monepHbl ciadoyceuenHoit (Medicago truncatula Gaertn.) unentudunmpoano nopsiaka 700
reHoB, kogupywmux NCR-nentuapi, BapuadeibHbie 0 AMHHOKHCJIOTHO! Moc/enoBaTeJbHOCTH. B KoH-
CepPBATHBHBIX TMOJIOKEHHAX OHM BCErJAa HECYT IMCTEHHOBBI MOTHB, BEPOSITHO, HEOOXOAMMBIA ISl NMPH-
HATHS MMM TIPaBWIbHOW KoHpopmamum. Bayrpukieroynoii mumennio NCR-nentunos ciyxkar cumMonoco-
MbI (Kj1eTOYHble KOMIIAPTMEHTHI, coaepxKamue O0akteponabl), K KotopbiM NCR-menTuapl 10CTABISIOTCA
Yyepe3 CEKPeTOPHbIA MyTh M B KOTOPbIX OHM 3amycKaloT npouecc augdepeHupoBKH, B3aUMOAEHCTBY €
KOMIIOHEHTAMH 0aKTepHAJIbHON MeMOpaHbl, a TAKXKe Pa3JMYHbIMA BHYTPUKJIeTOYHbIMH MmumieHsvu (D.
Wang c coasr., 2010). HauGosee u3ydeHHblii mpeacTtaBuTelb 3TOro cemeiicrea y M. truncatula —
MtNCR247. On npencrapiseT co00ii KATHOHHBI NENTHI C YeThIPbMs IHMCTEHHOBBIMH OCTATKAMH,
¢opmupyrommuvn 18e mucyiabduaabie cBsizn B okucieHnoii ¢opme. MtNCR247 Bimsier Ha mpouecchl
TPAHCKPUIIMH, TPAHCIISNNN U KJIETOYHOTO nejienus Sinorhizobium meliloti npn HU3KAX KOHIEHTPAIMSX, a
TaKXKe MPOSBISeT AHTUMUKPOOHYI0 AaKTHBHOCTh mpu 0ojiee BbicokoMm copepxkanuu (A. Farkas c coasr.,
2014). Ha cerogusmmamii nenb NCR-nenmuapi nneHTugumpoBansl T0JbK0 y G000BBIX PaCTeHWid TPYNIIbI
IRLC (Inverted Repeat-lacking Clade), nns KoTopbIX XapakTepHa TepMHHAJbHAS A depeHIupoBKa
OakTepuii B Oakrtepomabl. BeposirTHo, mpmoOpeTeHre B mpolecce BOJIONMA BapHua0eIbHOIO ceMeiicTBa
reHoB, Koqupyommx NCR-nenmuapl, 0bLI0 CeJIeKTHBHBIM NMPENMYLIECTBOM PACTEHHMIl ITOM IPyNmbI.

KnroueBblie ciioBa: 0000B0-pr300HAIbHBIA CHMOM03, a30T(UKCHpYIOIHME KiIyOoeHbKH, audide-
pennpoBka 6akTepounoB, NCR-nentuabl, peryisiuus pa3Butasi ciMOno3a.

CewmelictBo bo6oBbie (Fabaceae) BKIOUAaE€T OCHOBHBIE MUILEBbIE U KOP-
MOBBI€ BUIbl KYJbTYPHBIX pacTeHMI, TaKue KaK ropox, Cosl, KJeBep, HYT, JIlo-
LiepHa. DTO TpeThbs MO BEJIMYMHE IpyIIa MOKPHITOCEMEHHBIX U BTOpass — IU-
LIEBBIX M KOPMOBBIX KYJbTYp, BbIpalllMBaeMbix mo Bcemy mupy (1). BaxHoe
9KOJIOTUYECKOE MPEUMYILECTBO OOOOBBIX — BO3MOXHOCTb PacTU IPU MpPaKTU-
YeCKM TMOJHOM OTCYTCTBMM CBSI3aHHOIO a3oTa B IOYBe Oyiaromapsi (hMKcalyu
aTMoc(pepHOro a3ora KiyoeHbKOBBIMU CUMOMOTHYECKMU OakTepusiMu (2, 3).

IIpu ycraHoBIeHUM a30T(OUKCUPYIOLIETO CMMOMO3a PU300MU U30Upa-
TEJbHO IPOHUKAIOT B KOPHU OOOOBBIX PACTEHUIl, UTO MPUBOAUT K Pa3BUTHIO
0COOBIX KOPHEBBIX CTPYKTYp, Ha3blBaeMbIX KiyoeHbKamu (4). OHTOreHe3 Kiy-

* Pa6ora nonaepxana Poccuitckum HayuHbiM (oHmoM (rpaHT Ne 14-24-00135), paGora B.A. XKykoBa noaaepxana
Poccuiickum ¢oHnom dbyHnameHTaTbHBIX uccienoBaHuit (rpaHt Ne 14-04-01442-a).
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OCHBKOB IPEACTaBJIIeT COOOM YeTKO OpraHM3OBAaHHBIN IMPOLIECC, OCHOBAHHBII
Ha CKOOPAMHUPOBAHHON B3KCMPECCUM CHEeUUATU3UPOBAHHBIX PACTUTENbHBIX WU
OakTepHalbHBIX TeHOB (5). 3HauUMTeNbHAsl YacTh CJIOXHON CHUCTEMbl T€HOB pac-
TEeHUsI, YIPABIAIOIIMX Pa3BUTUEM KIyOeHbKa, HeoOXomuma i KOHTPOJST MUK-
POCUMOMOHTA PaCTEHUEM-XO3SIMHOM.

Buyrpu knybeHbka OakTepuu AudepeHLUUPYIOTCSI B OaKTepOMUAbl U
OCYILECTBJSIOT CUMOMOTUYECKYIO a30T(UKCALUIO, TO €CTh BOCCTAHOBJICHUE MO-
JIEKYJIIPHOTO a30Ta OO0 MOHA aMMOHUS C MCIOJb30BaHUEM (PEPMEHTHOIO KOM-
IUIeKca HUTporeHassl (6, 7). B xiybeHbKax GOOOBBIX, MPUHAIIEXAIINX K TPYI-
ne IRLC (Inverted Repeat-Lacking Clade), npeBpallueHue KiIyOeHBKOBBIX OaK-
Tepuil B OaKTepoOuAbl HeOOpaTuMo (TepMMUHaNIbHAS AU depeHIMPOBKa), y APY-
TMX pacTeHuil 3To oOpaTuMblili mipouecc (8-10). Ecnu mramMMm pu3obuii crioco-
OeH K 00pa3oBaHMIO KJIyOEHHLKOB Ha KOPHSX IIMPOKOrO Kpyra pacTeHMH, TO
creneHb nUdhepeHIMPOBKY OakTepuil B OaKTEPOUIbl U €€ 00paTUMOCTb CTPOIO
COOTBETCTBYIOT BUAY PacTeHMSI-XO3IMHA, U3 Yero CJeayeT, 4yTo mpolecc aud-
(epeHUUPOBKY UHAYLIMPYETCSl pacTUTENIbHBIMU curHajgamu (11-13).

Y MonenbHOro 6060Boro pactreHusi Medicago truncatula B xauyecTBe Ta-
KMX (paKTOPOB MOTYT BBICTYIATh IO MeHblIeit Mepe 800 KimybeHeK-CcrieliM(puIHbIX
cumbuoTrnyeckux nentuaoB (Symbiotic Peptide, symPEP), monmapnsiolee 00ib-
LIWHCTBO KOTOpbIx (Oonee 700) oTHOCATCS K Ipymre KiIyOeHeK-CrelnUPUUHbIX
uuctenH-0orateix nentupoB (Nodule-specific Cysteine Rich, NCR) (14-17).
NCR-nenTuapl Takxe ONUCaHbl I APYIMX O0OOBBIX, OTHOCSIIMXCS K TOM XK€
knage IRLC, — 60608 (Vicia faba) (18), 6emoro kiesepa (7rifolium repens) (19),
KO3JISITHUKA BOCcTOYHOro (Galega orientalis) (20), ropoxa moceBHoro (Pisum sa-
tivum L.) (21-23). NCR-nienTuabl ObUIM BBISIBIEHBI B 9KCIIEPMMEHTAX I10 WUACH-
TUUKALNU KITyOeHeK-CrielUMUUHBIX OeIKOBBIX MOJeKya (HomyauHoB) (21), on-
HaKoO Jajeko He Bce HOmyIMHbl oTHocATca K NCR-nentugam.

Llenblo mpencTaBieHHON CTaThbU CTaJ0 00OOIIEHUE U CTPYKTYpHpOBaHUE
“HpopMalLIMKY, HAKOIUIEHHOM 3a TMocieaHee AeCSATUIeTHE, B OTHOLUCHUM PeTyJIsi-
uun aupbepeHIUPOBKU CUMOMOTUYECKUX OakTepuil MpU YCTaHOBJIEHMU a30T-
duxkcupylolero cumourosa. BriepBble maHa MmoJjiHas XapaKTepUCTHKa MHOTOYMC-
neHHoro OenkoBoro ceMeiictBa NCR-menTumoB. eTaabHO pacCMOTpPEHBI BO-
MPOChl MX CTPYKTYpbl, (DYHKILIMA, MHUILEHEH, CIOCOOOB NEUCTBUSI, a TaKxXKe
MPEeIoaraeéMoro MmyTv dBOJIOLUM.

I'ennt NCR-nenTtuaoB mpuHamiekaT K OOLIMPHON Tpymre AedeH3UH-
MOJOOHBIX T€HOB, Pa3IMYHbIC MPEACTaBUTE]M KOTOPOIl BCTPEYAIOTCS B reHOMAax
MO3BOHOYHBIX (KOIUPYIOT OEJIKM, YYacTBYIOLIHUE B IMPHUOOPETEHHOM HMMMYHUTE-
T€), OECIMO3BOHOYHBIX (HampuMep, KOAUPYIOT KOMIIOHEHT TOKCUHA CKOPITMOHA),
u pacteHuii (14, 24, 25). B cBow ouepenb AeeH3UHBI OTHOCSTCS K IpYyIINe aH-
TUMUKPOOHBIX menTuaoB (Antimicrobial Peptide, AMP), koTopsie mpoayuupy-
JOTCSl TMOYTH BCEMM XKUBBIMM OpraHU3MaM{d M WIPAIOT KIIOYEBYIO pPOJb BO
BpOXIEHHOM MMMyHUTeTe (26-28). OOmmit crocod AeiicTBUS aHTUMUKPOOHBIX
MEeNTUAOB — HapylleHUe MUKPOOHBIX MeMOpaH U (MJIM) MHIyLIMpoBaHMUE ¢op-
MUPOBaHUS MOP, YTO MPUBOIAUT K JIM3UCY OaKTepUaTbHBIX KJIETOK, a TakKXkKe Je-
JIaeT BO3MOXHBIM B3aUMOJCIHCTBYE MENTUAOB C BHYTPUKICTOUHBIMU MUILIEHSIMU
(AHK, PHK, pasznuunbiMu Genkamu) (29-31).

ITo amuHokucioTHOMY coctaBy NCR-nentuasl BMecTe ¢ pacTUTEIbHBIMU
nedeH3MHaMu OTHOCIT K obmmpHoMy ceMeiicTBy 6enkoB CCP (Cysteine Cluster
Protein), comepxaiiiux KOHCEpPBATUBHBIN IIMCTEMHOBBINM Kiactep — 4, 6, 8 unu 10
LIMCTEMHOBBIX OCTaTKOB B KOHCEpBaTUBHBIX moyioxkeHusix (32-34). KiybeHek-
cneunduunbie CCP, onu xxe NCR-nentuasl, npeactasisiior ogHy u3 10 mom-
rpyrn CCP (34, 35). [lono6Ho reHam aedeH3uHoB, reHbl NCR-nentuaoB Koau-
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pytor kopotkre (30-60 aMUHOKMCIIOTHBIX OCTATKOB) CEKpETHUpYeMBIE ITOIUIIETT-
TUIbI C BHICOKOM BapHabeIbHOCTbIO aMUHOKHMCIOTHOM MOCJIEN0BaTeIbHOCTH, YTO
ofpenessgeT X CIelUMUIHOCTh U pa3IMJHble MeXaHU3MbI aeiictBus (14, 36, 37).
B orimune or gedeH3nHOB, KmoyeBas (PyHKLMSA KOTOPBIX — y4acTMe B 3alllUT-
HBIX TIpolleccax M HeraTMBHOE BiMsSHME Ha Oakrtepuu, NCR-mentumasl Urparor
MO3UTUBHYIO PETYJSITOPHYIO pOJIb B KIYyOeHbKaX OOOOBBIX pPACTEHMIA, YIpaBIIss
IuhdepeHIMPOBKON KIIyOeHbKOBBIX OaKTepuil B a30T(PUKCUpPYIOLIUEe OAaKTePOUIbI
(11, 38, 39). Ilpu aToM aHTUMMKpOOHAs akKTUBHOCTL NCR-nenTumoB BbIpaxkaeT-
csl B TOM, 4To AuddepeHIUpoBKa B OaKTEPOUIbI MO X AeHCTBUEM HeoOpaTuma.
Kpowme Toro, 6akrepuun yrpaumBaloT ClIOCOOHOCTh K Pa3MHOXKEHHUIO.

Okcnpeccusi reHoB, komupyolux NCR-mentuapl, cneuuduyHa s
K1yO0eHbKOB. IIpu 3TOM ompeneseHHbIe TPYIIIbl T€HOB aKTUBUPYIOTCSI COBMECT-
HO, YTO BBIPAXKaeTcsl B BUAE HECKOJBbKUX IOCIEAOBATEIbHbIX «BOJTH» UX 3KCIIpeC-
CUM Ha pa3lIMYHBIX cTagusx pa3BuTus kKiyoeHbka (40). Toabko UTO CUHTE3UPO-
BaHHble NCR-mentumbl comepxkaT N-KOHLIEBYIO CUTHAJIbHYIO TOCJEI0BATE/b-
HOCTb, ONpPEICISIONIYIO X TPAaHCTIOPTUPOBKY B 3HAOIUIA3MATUYECKUIT PETUKYIYM
(11, 14). B tpancnoptupoBke NCR-nenTtuaoB KIOUEBYIO POJIb UTrpaeT CUTHAJb-
Hasl MenTuaasa, oTpesarollias CUTHAIBHYIO MOC/IeA0BATEIbHOCTh OT 3peJioro mem-
TUIA NPU COPTUPOBKE OEJIKOB Ha 3HAOIIa3MaTuyeckoil cetu (41). ¥ myraHTOB
M. truncatula o reny MtDNF1, xogupyoliemMy KiyOoeHeK-crieHU(PUUHYI0 CyOb-
eAVHUILYY CUrHalIbHOU mentuaasbl, NCR-nentuabl coXpaHsSIOT CUTHaJbHBIE IO-
CJIeMOBaTEeIbHOCTY M HAKaIUIMBAIOTCSl B DHAOIIA3MAaTUUYECKOM CeTH, He momanas
B CUMOMOCOMBI, B pe3ysbTaTe 4ero auddepeHlMpoBKa 0aKTepOMaIOB HE MPOUC-
xomut (11, 16, 41). B ciaydae HOPMAaJLHOTO Pa3BUTHUS CUMOMO3a MO Mepe DKC-
Mpeccur reHoB pasimyHble Ha0ophl NCR-1enTuaoB AOCTaBISIOTCS K 3HAOCUM-
OMOHTY M OIOCPEAYIOT IOCeayIoIMe coObIThs eTo nuddepeHpoBku (16).

Jns Hekotopbix NCR-nentuaos (Hanpumep, MtNCR247 u MtNCR335)
MoKa3aHa CIIOCOOHOCTb K B3aMMOAEHUCTBUIO ¢ MeMOpaHOil OaKTepUalbHBIX KJle-
TOK, YTO B YCJIOBHUSX in Vitro IMpHUBOAUT K TMOEIM KaK KITyOeHBKOBBIX OaKTepHIA,
TaK ¥ MaToreHoB uyejioBeka U pacteHuit (11, 42). OgHAKO B €CTECTBEHHBIX YCJIO-
BUSIX (B KJIETKax KJIyOeHbKa) CUMOMOTUYECKUE MENTHIL He HapylualoT MpOHMIA-
e€MOCTh 0akTepuaabHON MeMOpaHbl HACTOJIbKO, YTOObI 3TO MPUBOAWIO K JM3UCY
kietku (31). BeposiTHO, yBenuueHuUe MPOHULIAEMOCTH MeMOpaHbI CIIOCOOCTBYET
npoHrKHoBeHMI0 NCR-1nienTraoB BHyTph OaKTepUaibHbIX KJIETOK.

W3 GakTeponmoB, NpUCYTCTBYIOIIMX B KIEeTKaX KI1yOeHbKOB M. fruncatu-
la, moxHo BblIenUTh OKono 140 pasznmuuHbix NCR-mentumoB, uTo cBUIETENb-
CTBYET O BO3MOXHOCTHU MX IMPOHUKHOBEHUs B OaKTepUaIbHYIO KJIETKY, a TakKxXe
00 MX BBICOKOI CTaOMJIBHOCTU Y MOTEHUHUAILHOM B3aUMOACHCTBUY C BHYTPUKJIIC-
TOYHbIMU MulleHsSIMU (43). OgHa u3 muiueHeir MtNCR247 — OakrepuanbHBbIiA
oenok FtsZ, urpamoliuii BaXXHYIO pojb IMpyU HOPMUPOBAHUM KJIETOUHOMI IEpero-
POIKM B TIpoliecce AelieHHsT KieTokK (44-46). Jpyroit maptHep MtNCR247 —
manepoH GroEL, HeoOxomuMBbIii AJIs1 TIOJHOM aKTUBALUM TEHOB KIIyOeHbKOOOpa-
30BaHUs U cOOpKU HuTporeHazHoro Komiuiekca (47). BozneiictBue MtNCR247
TakKe U3MEHsSIET DKCIPECCHI0 HEKOTOPBIX PEryJISTOPHBIX T€HOB, KPUTUYHBIX IJIsI
MPOXOXKACHUS KJIETOYHOro LMKIa (ctrA, gerA, dnaA), 4To MOXET ObITH CBSI3aHO C
OCTaHOBKOI1 mpoJudepaliny 0akTepuil B KJIeTKax pacTteHus (45).

Y Ki1yOeHbKOBBIX OaKTepuil CYIIECTBYIOT 3alllUTHBIE MEXaHU3MbI, M03-
BOJISIIOIIME TIPOTUBOCTOSITh AeicTBUIO pactuTeabHbix NCR-mentumos (48). B
YaCcTHOCTHU, ompeaeaeHHyto 3amuty oT NCR-nentuaoB obecrnieuuBaeT reH BacA,
Konupylouuii 6enok cemeiicrea ABC-tpancnoprepoB (49-51). Tak, MyTaHT
S. meliloti no reny bacA NposIBASIET TUIIEPUYBCTBUTEILHOCTh MO0 OTHOLLIEHUIO K
MtNCR247 in vitro u in vivo (0akTepuu IOABEPraioTCs Ierpagallid BCKOpPE
rocJie BbICBOOOXIEHUST B KJIETKU KIIyOeHbKA JIIOLEPHBI, B TO BpeMsl Kak ILTaM-
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MbI OaKTepMil TMKOTO TUIIA OCTAIOTCS XKU3HECITOCOOHBIMU U AU depeHLIUPYIOT-
¢ B Oakrtepounbl) (52-54). Ilomumo 3TOro, omucaH reH MeTaJUIONENTUAA3bI
HrrP (host range restriction peptidase), Kogupyroluii (GepMeHT, CIOCOOHbII
paspe3atb NCR-nerrruast (55, 56). Y HeKOTOpBIX IITaMMOB Bradyrhizobium nins
YCIELIHOTO a30TMUKCUPYIOIIEro cuMOro3a HEOOXOOAMMO HaJIu4yue B MeMOpaHe
CTUPOJI-MIOJOOHBIX JUIUIOB (TOMaHOUAOB), BEPOSITHO, YCUIMBAIOLIMX €€ MpOoY-
HOCTh U obecrneunBaromx 3amuty or NCR-nentugos (57, 58).

Fo T — BaxHasg ormauumresns-

o —Gs Has 0COOEHHOCTb TEHHOIO Ce-

[pemok Topoxa ’4 N [peaok oL PHBI MCHCTEA NCR-H@HTI/II[OB — UX

- - - - KJIaCTepHad opraHu3alus B

npeneaax reHomMa. Kiractepbl

/i l Aynaukanus FEHOBj j\ T€HOB, KOIMPYIOLIMX NCR-
W pelicreue orGopa

R IenTruabl, paBHOMEPHO pac-

IpeaeaecHbl Ha BOCBMU XpPO-
mocoMax y M. truncatula n,
IIO-BUIMMOMY, BO3HUKIIM IIpU
HEOMHOKPATHOI MyIUIMKAIM!

Cxema npemosiaraemoii 3somouun renoB NCR-mentupos y 1 TIoCIeAYIoICH Z[I/IBepCI/I(bI/IU
Medicago truncatula w Pisum sativum. I'enst NCR-nentunos Kanyy  ociea0BaTe/ibHOCTEN
BOSHMKJIM MpuOausutenbHo 25 maH et Hasan y obwero (59). IlockonbKy mnpoMoTop-
npeaka rpynnbl IRLC (Inverted Repeat-lacking Clade). Brio- yyje ofnactu [EHOB, KOIUPY-
CJIeCTBAM MYTIIMKAIMsI, TUBepcuduKanus, a Takke oToop B
MMOJIb3y HaMOOobIlel (PyHKIIMOHATBHOCTH TIPUBEU K TOSIBIIe- tormx NCR-menuibl, Toxe
HUIO 3HAUMTEJIbHOTO 4YHKCJia TE€HOB, Koaupymooimx aHtumMuk- CXOIAHDbI, MX 3KCIIPECCHS BbI-
p06Hb16 MNEeNTUIbl C HU3KOU KOHCEPBATMBHOCTBIO IIOCTIEN0BA- COKOCOIJIaCOBaHa. CCKBCHI/I-

TeNbHOCTEil, KOTOpasi CTala OCHOBOI pa3£-1006pa31/1ﬂ WX AK- oopaume obpasiop PHK m3
TUBHOCTU U (u3nonornyeckux yHkumit. HexoTopble u3
NCR-nentuaos mpuobpeTann YHUKalIbHble GyHKUmMU, otau- SOH KITyOeHbKa, BBIPE3aHHbIX

yalllie MX OT OCHOBHOW TIpyNnbl M HE3aMEHUMbIE LIS W3 npernapara IMnpu IMOMOIIN
YCHEIIHOTO CMMOMO03a; YacTh TOCIEIO0BaTEIbHOCTEN CTaHO- JIa3epHOI71 MUKPOIUCCEKLIN,
BWJIACh TICEBAOTEHAMU U YTpauMBala OUONOTMYECKYI0 (DyHK- NCR
mmto. LIBeToM oTMeueHa cTereHb pa3ivMyuii B BapUaTMBHOCTU oKasaJio, 4YTO TEHBI -
HYKJIEOTUIHBIX nocienosatesbHocteil reHoB NCR-nentuaoB 1 IMENITUAOB MOXHO Pa3neuTh

MX M3MEHEHUAX B 9BOJIIOLMK (MyTauMu, pekoMOuHaumio). X pHa HeCKOJIBKO IpYMI, OCHO-
O3HayaeT, yTo reH, koauposaslmit NCR-nenrtun, Bcieacrsue

MyTallMy TPEeBpaTUiICs B MCEBIOre€H U yTPAaTWUJ MEpBOHAYANb- BEIBAACh HAa MX IIPOCTPaH-
Hy10 (GYHKLHIO. CTBE€HHO-BPEMCHHOM HpO(I)I/I—

Jie akcnpeccuu (16). OueBna-
HO, 3KCIIpeccus ornpenesieHHbIXx Irpymn reHoB NCR-mientrmaoB HeoOxoouma JIMILb
Ha KOHKPETHOI CTaauM pa3BUTUS KityoeHbKa (40).
HecMmoTpss Ha paHee ONMMCaHHYIO B3aMMO3aMEHSEMOCTb aHTHUMUKPOO-
HBIX Mosekyl (14), mosBasiioTcs JaHHbIE 00 YHUKAJIbHBIX IO CBOUM CBOM-
ctBaM ¥ (pyHkimssM NCR-nentumax, oTCYyICTBHE KOTOPBIX IpEphIBaeT YCTAHOB-
neHue azotdukcupymouiero cumonosa. Tak, MtNCR211, TokcnuHsbiit g S. me-
liloti B ycnmoBusIX in vitro, HeoOXoaUM [IJisl BbDKMBaHUS OakTepouaoB in planta,
IIOCKOJIbKY MYTallusi B €T0 IeHe IPUBOIUT K TMOeIn OaKTEpOMIOB B KJIETKAX
KiayoeHbka (60). AHaJOTMYHO IS TOAAEpPXaHWS OaKTepOWIOB HEOOXOIUM
MtNCRI169, B oTcyrcTBUE KOTOpPOTO MX AUG@EpEeHIIMPOBKA MPAKTUYECCKUA HE
MPOUCXOOUT M, KaK pe3yabTar, He ¢ukcupyercst a3or (61). O6a stm NCR-
MENTHAA XapaKTepU3YIOTCs CXOXHOM JIoKaau3anueii in planta (60, 61). MytaHTbI
M. truncatula o renam MtDNF4 (=MtNCR211) un MtDNF7 (=MtNCR169)
MMEIOT TIOXOXWE TPaHCKPUIITOMHBIE mpoduau (62). HecMoTps Ha 3TO, poJib
KaXXIIOTO U3 yKa3aHHBIX IIENTUAOB YHUKaJIbHA, ITOCKOJIbKY y MYTAaHTa IO I€HY
MtNCR211 npoucxooutT JIU3UC OakTepouaoB Tmocie IuPEPepeHLMPOBKU, a Y
MyTaHTa 1o reHy MtNCRI69 nusucy moaBepralorcs HeauddepeHIMpoBaHHbIE
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6akrepnu (63). ITocnemosarenbHocT reHoB NCR-TIenTUIOB BecbMa BapuaTHUB-
Hbl JaXe B Mpeaeiax OJHOro Buaa 0000BbIX pacteHuii. HalimeHHbIe roMoJio-
TMYHBbIE TMOCJIEeA0BAaTEJIbHOCTH Y pa3HbIX mpenactaBureseid rpynmnel IRLC umeror
OYeHb HU3KMUI TMPOLEHT CXOACTBA, TaK UYTO OINpeleieHUe OPTOJOTMYHBIX Iap
CTAaHOBUTCSI HEBO3MOXHEIM (64). BeposiTHO, 3TM pacTeHUs OUBEPTUPOBAIM OT
o011ero mnpeaka, yxxe umeniiero reHsl NCR-nentuaoB, 10cTaTOYHO JaBHO (pUC.).
BnocineacTBuu B TeHOME KaxIOro M3 HUX IIPOMCXOAWIA OYIUIMKAIMs TEHOB
NCR-nentuaoB, KOTOpble 3aTeM HE3aBUMCHUMO SBOJIIOLMOHUPOBAIM IO ACCTBU-
€M TIO3UTUBHOTO (ABMXKYIIEro) ordopa (59). ¥ pasHbIX BUIOB HEKOTOPBIE T€HBI
BCJICICTBME HAKOILJICHUs] MyTallMii MOIJIM MPEBPATUTHCS B TICEBIOI€HbI M DJIUMU-
HUPOBATHCS, MTO3TOMY OAHY M Ty Xe OMOJIOrMYecKyro (YHKIMIO HAYMHAIW BbI-
MOJIHSTh HEOPTOJOTUYHBIE TeHbl. HakoHell, CXOACTBO OTHEJbHBIX YYaCTKOB ITO-
cnenoBaTesbHocTelt reHoB NCR-mentuaoB ykasblBaeT Ha BO3MOXHOCTb ITOBBI-
LIEHUST X BapuaOeJbHOCTU BCJICACTBUME HE3aKOHHON pekoMOuHaiuu. Pesynbra-
TOM 3BOJIIOLIMU 3TOrO T'€HHOTO CEMEMCTBA CTajo LIMpPOKoe pasHoobOpasue NCR-
MeNnTUIOB, HAabM0gaeMOe Y COBPEMEHHBIX TpeacTaBuTeneid rpymmsl IRLC.

CornacHo ucciaenoBaHUsIM 3(P(PeKTUBHOCTU CUMOUOTUYECKON a30T(PUK-
caluu, moBeAeHHe AubdepeHUIMPOBKU OaKTEPOUIOB OO0 TEPMMHAIBLHON (ha3bl
MPUHOCUT PaCTeHUI0 (M CUMOMOTMYECKO CHCTeMe B 1LIEJIOM) 3HAUMTEIbHYIO
BeIroay (65). BeposiTHO, 1O 3TOM NpUYMHE NPUOOPETEHKE B IIPOLIECCE SBOJIIO-
uun cemeiictea reHoB NCR-menTuaoB oKa3aaoch CEJEKTUBHBIM IPEeUMYIe-
crBoM pacrenuii rpymmbsl IRLC. Kpome Ttoro, NCR-nentuasl ydyacTtByloT B (o-
HOBOM MMMYHHOM OTBETE€ KJIyOSHBKOB, aKTUBHOCTb KOTOPOTO HE 3aBHUCHUT OT TO-
ro, NPUCYTCTBYIOT JM B HUX HeXejlaTelbHble (MaTOreHHbIe) MUKPOOPTaHW3MbI
(63). AKTUBHOCTh B CUMOMOTMYECKHX opraHax pacreHuii reHoB NCR-1enTiaos,
OTHOCSIIIIMXCS K CUCTEME PacTUTEIbHOIO MMMYHMTETAa M OBICTPO SBOJIOLMOHU-
pYIOIIMX B HaIpaBJIeHUU pa3HOOOpa3ysi, BMECTE C HAIMUMEM Y PU3OOUI CUCTEM,
MO3BOJISIONIMX MPOTUBOCTOATH JieTalbHOMY BosneiicTBuio NCR-nentumos, ciy-
KWUT MpeKpacHON WJLTIOCTpallMeil KO3BOIIOLMU MAapTHEPOB B cilyvyae a30TdUK-
CHUPYIOLLIEro CUMOMO3a.

Takum obpa3om, Ha CErOAHSIIHUNA ACHb Y OrPaHUYEHHOM TPYIIbl 00-
OOBBIX pacTeHUll OOHApyXeHO OOJbIIOe TeHHOE CeMEeCTBO, KOTOopoe o0sagaeT
opraHo-crneuueuyHoil sKkcnpeccueir. Ero mpeacraBUTesNu BBIMTOJIHSIOT (byHK-
LIMI0 TePMUHAJIbHOMI, TO €CTb HeoOpaTUMOl, nuchdhepeHLIMPOBKU CUMOVOHTOB
BHYTpU KiyoeHbka. [Ipemmnonaraercst, uro reHbl NCR-mentvaoB BO3HUKIU OT
POICTBEHHBIX MM T€HOB PaCTUTEJIbHBIX Je(DEH3MHOB B IPOLIECCE CTPEMUTEIbHOM
IYIUIMKAaUMM W OUBepcubMKalMK TocienoBareibHocTeil. Muorne u3 NCR-
MeNTUIOB B3aMMO3aMEHSEMbl BCJEACTBUE CXOICTBA CTPYKTYp, HO HEKOTOpDbIE
Mnpuodpen HOBbIe, Oojiee creluaaM3MpoBaHHble (GyHKUUU. Ponu, mMuieHu u
crnocoObl aerictBuss NCR-nenTumoB onucaHbl JUIb IS HECKOJBbKUX MpeacTa-
BUTEJIEil 3TOr0 CeMeicTBa, a 3HAUMT, JaJTbHEHIIMEe UCCIeI0BaHUs MOTYT IIpUBe-
CTU K HEOXKUIAHHBIM U LIEHHBIM OTKPBITHUSIM.
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Abstract

Uptake of mineral nutrients from the soil is the challenge of plant survival. In particular,
the availability of such macro-elements as nitrogen and phosphorus is the limiting factor for plant
growth and development. Some plant genera overcome this limitation by establishing symbiotic rela-
tionships with microorganisms. A remarkable example of such symbiosis is one between legumes and
rhizobia — a group of nitrogen fixing soil bacteria. Rhizobial penetration into roots of a specific host
plant causes initiation of a specialized organ, symbiotic nodule. Within cells of symbiotic nodule
free-living bacteria differentiate into a symbiotic form called «bacteroids». Such organelle-like struc-
tures provide plants with fixed nitrogen in exchange for nutrients (B.J. Ferguson et al., 2010). A
number of legumes form nodules, in which bacteria terminally (irreversibly) differentiate into bacter-
oids, thus losing the opportunity to return to the free-living state. Terminal differentiation of bacter-
oids begins soon after release of the rhizobia into plant cells and leads to morphological, physiologi-
cal and genetic changes in bacterial cells. It has been shown that a large family of antimicrobial pep-
tides of plants called Nodule-specific Cysteine-Rich peptides (NCR peptides) plays a key regulatory
role in this process (P. Mergaert et al., 2003). Its representatives are similar in structure and mode of
action to defensins — plant innate immunity factors; however, NCR genes are expressed only in
nodules, which fact is reflected in their name. At the moment, about 700 genes encoding NCR pep-
tides that are highly variable in their amino acid sequence but possess a distinct conservative cysteine
motif required for the adoption of correct conformation were identified in the genome of the model
legume Medicago truncatula Gaertn. NCR peptides are delivered to their intracellular target symbio-
some (cell compartments containing bacteroides) triggering the process of differentiation by interact-
ing with the components of membranes and various intracellular targets of bacteria (D. Wang et al.,
2010). The most studied member of this family in M. fruncatula is MtNCR247 a cationic peptide
with four cysteines forming two disulfide bonds in oxidized form. MtNCR247 affects transcription,
translation and cell division processes in M. truncatula microsymbiont Sinorhizobium meliloti at low
concentrations, and also exhibits antimicrobial activity at higher concentrations (A. Farkas et al.,
2014). To date, NCR peptides are identified only in plants belonging to IRLC (Inverted Repeat-
lacking Clade) legumes which are characterized by terminal differentiation of bacteria into bacter-
oids. Probably, evolutionary acquisition of the variable gene family encoding NCR peptides has been
the selective advantage of this group of plants.

Keywords: rhizobium-legume symbiosis, nitrogen-fixing nodules, differentiation of bac-
teroides, NCR-peptides, regulation of symbiosis development.
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