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& Duponnasmatnuecknit petukyaym (II1P) sBnsietcss camo 60Jb110#H, OKPYKEHHOH MeMOpPaHO# OpraHeJsIoN, KOTopasi BLIMOJ -
HsIeT Ba)KHYIO POJib B (DYHKUMOHHPOBAHWM PACTHTENBHOH KJIETKH M ydacTByeT B ee auddepeHuupoBke. C MOMOLIbIO METOIOB
MPOCBEUHMBAIOLIEH JIEKTPOHHON MHKPOCKONHK ObIIH HCCIEN0BaHbl MOP(OJOTHUECKHE 0COOEHHOCTH U IMHAMHKA CTPYKTYPHbBIX
u3menenuit IITP B cumGHoTHUECKHX KIyOeHbKax ropoxa (Pisum sativum L.) IMKOro THIA W MyTaHTOB, GJIOKUPOBAHHBIX HA pa3-
JIMUHBIX CTAIUSAX pa3BUTHS KiayOeHbka. DITP pasBuBascsi OT CeTH OTIE/IbHbIX KaHAJIbLEB B MEPUCTEMATHYECKHX KJIE€TKAX, K PA3BH-
TOH CETH LIUCTEPH BOKPYT fi/ipa U MJIa3Ma/jieMMbl M CETH I'PaHyJISIPHBIX M [JI4JKHX KaHAJIbLIEB, CONPOBOXKAAIOIIMX HH(DEKLUHOHHbIE
CTPYKTYPbl B KOJIOHM3HPOBAHHbBIX M MH(PULHMPOBAHHBIX KJIETKAX U CHMOHOCOMbI B HH(ULHMPOBAHHBIX KJeTKax. Dblia BbisiBIeHa
KOppeJisiiust Mexkay ypoBHeM pa3BuTHst cetd D[P u crenensio aucddepeHIPOBKY GaKTEPOHIOB.
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% Background. The endoplasmic reticulum (ER) is the largest membrane-bound organelle, which plays an important role
in the functioning of a plant cell and participates in its differentiation. Materials and methods. Using the methods of trans-
mission electron microscopy, the morphological features and dynamics of structural changes in the ER in symbiotic nod-
ules of pea (Pisum sativum L.) wild-type and mutants blocked at different stages of nodule development were studied.
Results. ER developed from a network of individual tubules in meristematic cells, to a developed network of cisterns around
the nucleus and plasmalemma, and a network of granular and smooth tubules accompanying infection structures in colonized
and infected cells and symbiosomes in infected cells. Conclusions. A correlation was found between the level of development
of the ER network and the degree of bacteroid differentiation.

% Keywords: legume-rhizobial symbiosis; symbiotic nodule; ineffective mutants; cell organelles; Pisum sativum L.

BBEEHUE

Bce kneTkd, B TOM 4YHC/e W pacTHUTEJbHbIE, COMEPIKAT
OCHOBHBIE KJIETOUHbIE OpraHeJsibl, TaKhe Kak sipa, MnaacTh-
JIbl, MHTOXOHJIPUH, SHIOMIa3MaTHueCcKuil peTHKyaym (DI1P),
annapat losbpkn W apyrue komnaptmentol [1, 2], TP
NPEACTABAACT COOON B3aUMOCBA3AHHYIO CETh LIUCTEPH U Ka-
HaJ/IbLEB, KOTOpble pacroJiaraloTcsi Mo BCeH LUTOIJa3Me.

I10 camasi GoJiblliasi, OKpy»KeHHast MeMOpaHoil opraHeJiia
B 9YKAPHOTUYECKHUX KJIETKaX, KOTOpas UrpaeT BaxKHYIO POJib
B CHHTE3e, MOIII/ICbl/IKaLLI/II/I U TIepeMEeLICHUHU KaK pacTBOpH-
MBIX, TaK U MeMOpPaHHBbIX O€JIKOB, B OHOCUHTE3€ W pacrpe-
JesieHnu (hoCOMUNUIOB H CTEPOUJIOB, a TaKXKe B JIETOKCH-
Kallid Pas/IMUHBIX TOKCHHOB [3—5]. PagsuuHble (yHKIMH,
B KoTopble BoJsieueH I[P, onpenensor pasHoobpasue ero
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MOpP(OJIOTHH B Pa3JIMUHBbIX THMAX KJIETOK. B pasBuBaiouyx-
sl KETKaxX PacTeHHH, TAKHX KaK KJIETKH KOPHEBOTO UeXJH-
Ka ¥ KOpHeBbIX BosiockoB, JDIIP mpeacraBneH B OCHOBHOM
[MCTEPHAMH, TOTJA KaK B 3PENbIX KJIETKAX PacTeHWH dalle
Bcero BeTpeuatotest KaHanblibl TP, Kpome Toro, DTTP npe-
TeprieBaeT Mepexojipl OT LUCTEPH K KaHaJbllaM ¥ Hao60poT
B XOJIe Pa3BUTHS KJIETKH, a TakKe B OTBET Ha OHOTHUYECKHE
1 aOMOTHYECKHE BO3JICHCTBHSA, UTO AE/IAET €ro KpalHe J1Ha-
MHY€eCKOH CTPYKTypoi#i [D].

OIIP npunumaer y4acTHe B Pa3BUTHH CHMOMOTHUE-
CKOro KiayOeHbKa OOOOBBIX PACTEHMH KaK Ha PaHHHX,
TaK ¥ Ha MO3AHMX cTaausx [6, 7] Tak, mokazaHo, uTo mpu
B3auMojielicTBUM Gakrepuil Mesorhizobium loti ¢ xop-
HEBBIMH BoJIOCKaMK Lotus japonicus GpopMHpOBaHHE MHU-
KPOKOJIOHMH DPU300MH M HHAYKIMS HHGEKIMOHHOH HHTH
ACCOLMHMPOBAHBI C KOHAeHCHpoBaHHOH (opmoit IIIP, npu
KOTOPOH KaHaJblibl (POPMUPYIOT TUIOTHYIO ceTb [6]. DIIP
CBSI3bIBAET KOHYHK MH(EKIMOHHOH HUTH C S/IPOM B KJIETKe
KOPHEBOTO BOJIOCKA, MPHUHUMAsl yuacTHe Hapsily ¢ MHKPO-
Tpy6Goukamu [8] B (hopMHPOBAHHMH LHTOMJIA3MATHIECKHUX
MocTHKOB [6]. Tlocse mocTrxkeHuss MHPEKIIMOHHOH HUTBIO
OCHOBAHHsI KJETKH KOPHEBOTrO BOJIOCKA, KOHIEHCHPOBAH-
Hblil DI1P M3MeHsieT CBOIO KOH(HUTypalUio Ha OTKPBITYIO,
NpeCTaBAeHHYI0 HeGObIIUMHI LUcTepHamu [6]. s kiy-
6eHbkoB Pisum sativum Obl10o mokasano, uto cetb D[P
AKTHBHO pa3BHBaeTCsl B Xoe AU(QepeHIHPOBKH HHPHIH-
POBaHHBIX KJIETOK, OfHAKO B 30HE a30T(HKCALUH KOJHYe-
ctBO Tpocduiieil rpanynspaoro AP (I[pIAI1P) cHmxaercs
[7]. Tlpu uccnenoBanun oprauuzauuu P npu popmupo-
BaHHH He3(P(EKTHBHBIX KIyOeHbKOB MyTAHTHBIMH LITAMMa-
MU PH30OHH ObIIH MOJIyY€Hbl TIPOTHBOPEUUBbIE PE3YJILTATHI.
Tak, nsa wramma Rhizobium meliloti R21 vio-r n R21
tum-r dopmupoBaan Ha KopHsax Medicago sativa nesd-
(heKTHBHBIE KJIYOEHbKH, B KOTOPBIX HAOJIONAJN0CH MHTEH-
cuBHoe pasButie cetd [PIIIP [9]. Myrautel R. meliloti
no renam nifA, nifD, nifH, nifK u fixA Takke o6pa3oBbiBa-
JIM KJIyOeHbKH, B MH(QUIHIPOBAHHBIX KJIETKAX KOTOPBIX TPH-
CyTCTBOBaJIM MHOTrouncaeHHsle npouin [pAIIP [10, 11].
B kiyGenbkax myrtanta R. meliloti no reny, Konupyoiiemy
CYKLMHAT JerHAporeHasy, MPOUCXOAMJIO pacIiipeHHe ca-

mux mpocuieit [pIATIP [12]. B to xe Bpemst wramm 1019
R. leguminosarum o06pa3oBbiBan He3(P(PEeKTHBHbIE KJy-
6eHbKH Ha copre ropoxa Little Marvel, B xoTopsix mpo-
¢un [pATIP n nonmuputocomsl Berpevanucs peaxo [13].

lleav Odamnoll pabomel 3akjouajach B H3ydeHHH
topmupoBanust II1P B pasBUTHH CHMOMOTHUECKOTO KJIy-
6eHbKa ropoxa TpH 3(pQPeKTHBHOM U He3(P(EKTHBHOM
cumbHoase.

MATEPWAN U METO[bl UCCNELOBAHMNIA
PacruresnbHblii MaTepuan u wramMm Gakrepuii
Mcnosb3oBaHHble B MCCJAEIOBAHUM TE€HOTHIBI TOpPoXa
(P. sativum L.) npencraBienbl B Tabsuie. Jas MHOKY-

JSiMKM Obl1 UCMOJIb30BaH wWtaMMm R. leguminosarum bv.
viciae 3841 [14].

Yciosusa BbipamMBaHus M cOop Martepuana aJs
aHajausa

Metomrka CTepUIH3alMM ¥ HHOKYJSIIHHA CEMsiH Obljia
omucaHa paHee [23]. PacteHus BblpallluBajn B MJIACTHKO-
BbIX ropukax, cofepxamux 200 r Bepmukyauta u 100 ma
6€3a30THOrO MUTaTeJLHOrO pactBopa [24]. Pacrenusi Bbi-
palMBaJji B KauMatuueckux Kamepax (Sanyo Electric Co.,
Ltd., Moriguchi, Japan) npu KOHTPOJHPYEMBIX YCJIOBHUSIX:
nenb/Houb, 16/8 u; Temnepatypa, 21 °C; oTHOCHTe/bHAs
BJIAXKHOCTL 75 %: ocBelennocts ~280 ME/M? - c.

[Ipo6onoaroroBka marepuana

[Tocsie c6opa KiyOeHbKY OblIM ITepeHeCceHbl HEMOCPEICT-
BeHHO B 2,5 % Boaublii pacTBOp riyTapanbieruaa Ha 0,01 M
tocdarHom Oycepe (pH 7,2). ITocne dukcauuu B TeueHue
16 u mpu temneparype 4 °C kIyGeHbKH ObLTH MPOBEIEHbI
10 CepPUH CIIUPTOB Bo3pacTarolllell KoHleHTpalwu (o 20 MuH
B 30, 50, 70, 90 u 100 % sTanosie Mpu KOMHATHOK TeMmre-
patype), 3aTeM OHH ObuiM MomelleHbl Ha 10 MUH B cMmech
u3 100 % sTaHona M aleToHa B cooTHolleHuu 1 : 1, nocie
9TOr0 UX BbIIEPXKUBaAIM JIBaXKbl Mo 20 MUH B YUCTOM alle-
ToHe. Jlanee mMaTepuas MPOMUTEIBAIN MO | 4 B Tpex cMeHax
cMecd anokeuaHo cMosibl EMbed-812 (Honeywell Fluka,
Thermo Fisher Scientific, Jlonr6oppoy, BesmkoGpuranus)

Tabauya

WUcxoanbie u MyTaHTHbIE IMHUK ropoxa (Pisum sativum L.), ucnosnb3oBaHHble B 9KCliepMMeHTe !

[enorun Denorun Ccblika
SGE JIvkuil Tin [15, 16]
SGEFix~-1 (sym40)* |TuneprpodupoBaHHbie MH(EKIIMOHHbBIE KATJIH U HH(EKIMOHHbIE HUTH, aHOMaJIbHble GakTepouapl | [15, 17, 18]
SGEFix -2 (sym33-3)**| AHoma/bHbIA POCT HH(EKUMOHHBIX HUTEH BHYTPH KJyOeHbKa, OTCYTCTBHE BbIxoia Oakrepuit*** |[15, 17, 18]
SGEFix™-3 (sym26) Pannee crapenue [19]
Sprint-2 Jvikuit Tun [20]
Sprint-2Fix~ (symd31) |Hemddepenunponantble 6akTe ponb! [20]

Ipumeuanue. *Ten Sym40 sapasercss oprojoroMm rena EFD M. truncatula [21]. **Ten Sym33 sBasercst oprosorom rena /PD3
M. truncatula [22]. ***Y myrantHoit tunun SGEFix™-2 (sym33-3) «leaky» deHoTHI, TO9TOMY B HEKOTOPBIX KJE€TKaX UM HEKOTOPbIX

KJyGeHbKaX MPOUCXOIUT BbIX0/ GakTepuii [17, 18].
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u aletoHa (B cooTHotiennn 1 :1,2: 1 n 3: 1 cooTBeTCTBEH-
HO), 3aTeM B CBEXKETPUTOTOBJIEHHOH CMECH UYHCTOH CMOJIbI
B TeueHHe HOUYM NpHU KOMHATHOU Temmeparype. [Tosnmepu-
3auuto mpoBoaun B TepMoctate INSS (Memmert GmbH,
[IBa6ax, [epmannst) mpu 60 °C B Tevenne 48 u.

TpancmuccHoHHasi 31€KTPOHHASE MUKPOCKOMHS

Jlnst npocBeunBatoLLiell 3J1eKTPOHHON MUKPOCKOIHY YJILTpa-
ToHKue cpe3bl (90— 100 HM), noJydeHHbIe Ha YJILTPAMUKPOTO-
me Leica EM UC7 (Leica Microsystems, Bena, Ascrpust),
Obl11 coOpaHbl Ha MeHO-Na/JIaMeBble CETOUKH, MOKPbITblE
4 % pacTBOPOM MUPOKCHHHA W yrieponoM. Cpesbl Gbuin
KOHTpacTupoBarbl 2 Y% BOMHBIM PACTBOPOM ypaHHU/aleTaTa
B TeyeHHe | 4 W uuTpatoM cBHHLA N0 PeliHosbacy B TeueHHe

1 muH. Tkauu kJIyGeHbKOB GbUIM HCCIEI0BAHbI M coTorpa-
(bupoBaHbl Ha MPOCBEUHBAIOLIEM 3JIEKTPOHHOM MHKPOCKOIIe
JEM-1400 (JEOL Corporation, Tokuo, slnouust) ¢ uudposoit
kamepoit Olympus-SIS Veleta (Olympus Corporation, Tokuo,
SInonust) mpu ycxopsitotiem Hanpstkennn 80 kB.

PE3YJNIbTATbl UICCNNEJOBAHNA
Opranuzauusa P B cumOMOTHUECKHX KiyOeHbKax

ropoxa AMKOro TUna

B xnyGenbkax muxui gukoro thma SGE wu Sprint-2
Ha6mofanach cxonHas opranusauus II1P. B uuronsnasme
MepPHCTEMATHYECKHX KJETOK pacroJaranoch 00JblIOe KO-
JIMYECTBO CBOGOAHBIX pubocoM U peiaxue npocuan IpIITP
(puc. 1, a).

B KOJIOHU3UPOBAHHBLIX MEPUCTEMATHYCCKUX

Puc. 1. Dunonnasmatiuecknil peTHKYJIyM B CHMOMOTHYECKHX KIyGeHbKaX ropoxa AMKOro THMa. @ — KJeTKa MepHCTeMbl; 6 — KJeTKa
MEpUCTEMbI ¢ MPOPUIIMH HHPEKIMOHHBIX HUTEH; 8 — KJETKA W3 paHHEel 30Hbl HH(EKINH; ¢ — KJeTKa M3 MO3[HEH 30HbI
MH(eKLIHH; 0 — MHOUUMPOBAHHAS KJIETKA U3 paHHell 30Hbl a30T(UKCALUH; e — 3peJiasi MHPULUPOBAHHAS K/IeTKa U3 30HbI
azotdukcauuu. a, 6, d, e — Sprint2; 8, ¢ — SGE. S — sanpo; B — Bakyosib; UH — undekuuonnas nute; MKa — nnek-
LHOHHAs! KaTJisl; CTPeJIKH YKasbiBatoT Ha nipoduu rpanysasproro TP Maciurabnas nuHeika: 5 MKM
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KJeTKaX ¢ MH(EKUHOHHBIMU HUTSIMH KOJHYECTBO MPOhH-
qeit [pAI1P raxke 6b110 HeBesmKo (puc. 1, 6). B 3one un-
(heKLHMH B MOJIOZBIX MH(HIIMPOBAHHBIX KJIETKAX C PEIKHMH
IOBEHWJIbHBIMH  GAKTEPOWAMH, PACMONIOXKEHHBIME Ha Tie-
pudepHn KJIEeTKH, TMO-TpeKHEMY TPHCYTCTBOBAJIN MHO-
rouncyieHHele cBoGOAHBIE pubOCOMBI, a mpoduan [PpIAIIP
CTAaHOBHJIUCh 0oJiee MpOTsKeHHbIMU (puc. 1, 8). [To mepe
JTUPPepeHIMPOBKH MHPUIUPOBAHHBIX KJETOK B 30HE HH-
(heKMK YBEJIMUMBAIOCH KOJHIECTBO MOJHPUOOCOM, a KOJIH-
yectBo npoduieit [pAITP Bozpactano (puc. 1, e). B uentpe

KJETKH BOKPYT siipa OHH ObUIM TMpPEJICTABJEHbl JYIMHHBIMH
Tskamu KaHasiblieB [pITTP (puc. 1, e). B 3pesibix uHdpuum-
poBaHHBIX KjeTKax B 3oHe nHpexuun [pIIIP nabmonancs
MeXIy MHOTOUHC/JEHHBIMH OAaKTepPOUAAMH, a TaKXKe PSIOM
C SIAPOM, Izie OH (POpMHPOBAJ MapaJiesbHble TSKH KaHalb-
ueB (puc. 1, d). B uHpUUHPOBAHHBIX KJIETKaX B 30HE a30T-
¢ukcaumn s1emenTsl cetn [pITIP Takxke mpucyrersosanu
Cpe/ld MHOTOUYHCJIEHHBIX OaKTepoUnoB (pHc. 1, e).
[TapannesnbHble TsKH KaHadbleB [pIIIP pacnonara-
JIUCh BJOJIb siApa (puc. 2, a) u Ha mepudepHH KJIeTKH

Puc. 2. Pacnipenesienne 3H10MIa3MaTHIECKOTO PETHKYJIyMA B CUMOHOTHUYECKHUX KTyGeHbKaxX ropoxa IMKOro THIA. @ — 3SHJOMN/Ia3MaTHUeCKHil
PETHKYJIYM BOKpYT s1pa; 6 — BJIOJIb 1171a3MaTHUECKON MeMOpaHbl; 8 — BJ10JIb HH(DEKIMOHHBIX HUTEI; & — CeTb arpaHyJIsipHOro SH-
JIOT/IA3MaTHUECKOTO PETHKYJIyMa ¢ MaTepHajioM MaTprKca MHAEKLHOHHbBIX KarleJib; 0 — BOKPYT eIMHUUHBIX CHMOHOCOM HJIH TPYTITbI
CUMOHOCOM; e — pacluipeHHe NpohuIieil SHA0MIA3MATHIECKOTO PETHKYJIyMa B CTapelOLLHX KiaeTkax. 1 — s1po; M — MUTOXOHIpHS,
B — Bakyouib; KC — kiietounas cretka; MH — undexumonnas uurs; CH — cretka nndekunonHoit Huti; MKa — nHdekupnon-
Hasi Karuist; b — Gakrepusi; Bb — BbicBoGoxKnato1asicst 6akrepusi; ba — Gakrepous; CTpesiKi YKa3blBaloT Ha MPOQUIIH rpaHyJIsipHO-
ro TP, HakoHeuHHKH CTPeJIoK — Ha npoduin arpanyJsipioro TP MacuirabHast iuHeika: @ — 2 MkM, 6—e — 500 Hm
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Puc. 3. DuponnasmaTuyeckuil peTHKYJIyM B CUMOHOTHYECKUX KiayOeHbKax ropoxa MytantHo# junnu SGEFix™-3 (sym26). a — na-
paJiiesibHble TSKH BOKPYT sifipa; 6 — ceTb arpaHyJIsipHOrO SHAOMIA3MaTHUECKOTO PETHKYJIyMa; 8 — BOKPYT eAMHHYHBIX CHM-
6GHOCOM WJIH TPYMITBI CHMOHOCOM; ¢ — pacllipeHHe Npodusell 1 4yacTHYHAst yTpaTta puGOCOM Ha MPOUISIX IPaHyJIsipPHOro
OIIP B HekoTOpbIX K1eTKax. I — sinpo; M — mutoxonnpust; KC — knetounast crenka; ba — Gakrepous; cTpeJKu yKasbl-
BalOT Ha Npoduu rpanyJssproro P, HakoHeuHuKH cTpeiok — Ha npoduiu arpanyasipHoro dITP. Maciurabhas JuHelika:

500 um

B/IOJIb TJa3MaTHuecKol MemOpansl (puc. 2, 6). IDIIP
OBl TECHO CBfI3aH C HMH(EKUHOHHBIMH CTPYKTypPaMH.
Tak, xananeusl [pIIIP KoHTakTHpOBaNH CO CTEHKOH
MH(DEKIMOHHOH HUTH (PUC. 2, 8), a BE3UKYJbl arpaHy-
asipuoro D[P (Arp3I1P) naxomunuch BOMU3H HHGDEK-
LIMOHHBIX KaTeJb U CO/lepKaau MaTepuaJ, o 3JeKTPOH-
HOH MJIOTHOCTH CXOJHBIH C MaTPUKCOM HH(EKIHOHHBIX
Kanesb (puc. 2, ¢). Ornenbuele npoduau [pIIIP Ha-
6J11071aJ1MCh BOKPYT OJMHOUHBIX CHUMOHOCOM MJM TPYMM
cumbuocoM, o6pasyst ceTb KaHasbleB (puc. 2, d). Ilpu
CTapeHUH UH(HUIHPOBAHHON KJIETKH B KNyOeHbKax AHKO-
ro Tuma ObIO 3aMeTHO pacliupeHHe KaHagbles [PIITP
(puc. 2, e).

Opranuzauus P B cumOUOTHUECKUX KiayOeHbKax
ropoxa MyTaHTHbBIX JIMHHi

Y wmyrautaoit qunnu SGEFix™-3 (symZ26) xapakrep
pacnioioxkenust npoduiseit D[P B ocHOBHOM coBmna-
Jaq ¢ TAaKOBbIM B CHUMOMOTHYECKHX KJayOeHbKax Topo-
Xxa aukoro tuma (puc. 3). B MHpUUMPOBAHHBIX KJIeTKax
B MO3/iHeH 30He WH(EKLUHH H B 30HE, COOTBETCTBYIOUIEH
paHHel 30He a30ThHUKCALMH B KAyOeHbKax JMKOro THMA,
napaJuiesibHble TPOTsLKeHHble KaHasblbl [PIIIP pacno-

Jlarajuch BAOJb siipa (puc. 3, a), ObL1 XOPOUIO PA3BUT
ArpdIIP (puc. 3, 6). Ipoduau I[pIIIP nabaoganucs
B TECHOH acCOIMALMH KAaK C OAHHOYHBIMH CUMOHOCOMA-
MH, cofiep:KamumMu auddepeHnpoBaHHble 6aKTePOHUIHI,
Tak W ¢ rpynnamd cumbuocom (puc. 3, 8). Hepenko
BCTpEUAINCh MH(ULUUPOBAHHBIE KJETKH C TPHU3HAKAMH
Jerpafaliin CHMOHOTHUECKHX CTPYKTYp M C pacliupeH-
HpiMu 1HctepHamu [pIIIP, kotopsle Tepsin puboCOMBI
Ha MeMmOpaHax (puc. 3, e).

Y wmyrantHoil nunun SGEFix~-1 (sym40) B koJo-
HHU3UPOBAHHBIX KJETKaX, COAEpKalUX THIePTPOPHUpO-
BaHHble MH(EKIMOHHbIE KAMJIW M MHPEKIHMOHHbIE HHUTH,
B TOHKOM CJIO€ LHTOMJA3Mbl Ha0J/I0aNHCh OTJeJbHbIE
sk [pIIIP (puc. 4, a). B nuHUUUPOBAHHBIX KJeT-
Kax M3 T03/iHell 30Hbl WH(EKLUHW H M3 30HBEI, COOTBET-
CTBYIOLIEHl 30He a30T(HUKCAUUH B KayOeHbKax AHKOTO
Thna, KaHajblibl [pITIP compoBoxknasu cuMOHOCOMBI,
B Ka)K/I0H M3 KOTOPBIX COAEPXKaNoCh HECKOJIBbKO Heaud-
(hepeHurpoBaHHbIX GakTepounoB (puc. 4, 6). Berpeua-
JIUCh WH(UUMPOBAHHBIE KJETKH, rae uuctephsl [pIITP
ObIM  pacuIMpeHbl W (parMeHTHPOBAHBI, y HHUX Ha-
6J10fla1ach yacTHuHasi yTpata pub6ocom Ha MemOpaHax
(puc. 4, 8).
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Puc. 4. DuponnasmaTuiecknil peTHKY/IyM B CHMOMOTHUECKHX KiayGeHbKax ropoxa mytaHTHolx JjunHuil SGEFix~-1 (sym40) (a—s)
1 SGEFix™-2 (sym33-3) (e—e). @ — B1o/b BaKyoJId ¥ HH(PEKIMOHHBIX HUTEH U KareJjib; 6 — BOKPYTr CUMOGHOCOM; 8 — pac-
HIMpeHHe U pparMeHTals C YaCTHYHOH yTpaTol pubocom mpoduiei rpanyaspaoro II1P; ¢ — Brosb niazmatrueckod Mem-
GpaHbl; 0 — BOKPYT CHMOHOCOM; e — ceTb arpanyssipHoro ITTP. M — murtoxonapusi; Al — annapar Tosbmku; B — Bakyouib;
KC — kaetounas crenka; MH — undekuponnas uuts; MKa — ungekumonnas xamis; b — Gakrepust; ba — 6axreponn;
* — cumbrocoMa, cosiepaKalliasi HeCKOJIbKO 6aKTEPOUIOB, OKPYKEHHBIX OHOH CHMOHOCOMHOH MeMOPAHOH; CTPEJIKH YKa3bIBalOT
Ha npocusu rpanyssipHoro DITP, HakoHeYHHKH cTpesioK — Ha npodusn arpanyasproro DITP. MaciurabHast inHeiika: 500 HM

Y myrtantHo# auHuu SGEFix™-2 (symd33-3) nabaio-
JaJICh KJIEeTKH Kak 6e3 BbIxoa 6aKTepuil B LIUTOMJIA3MY,
TaK U C BBIXOJIOM. B HH(DHUIHPOBAHHBIX KJ€TKaX H3 30HBI,
COOTBETCTBYIOLIEH 30He a30T(pUKCAUUH B KIyOeHbKax
ropoxa AMKOro THmna, kanasblibl [pIIIP pacnonaranncs
B/IOJIb MJIa3MaTH4YeCcKol MeMmOpaHsl (puc. 4, 2) u okpy-
JKaJll CUMOMOCOMBI, COJIeprKalllie HECKOJbKO Henudde-
PeHIHPOBAHHBIX GAKTEPOMAOB, HJH TPYNIBEl CHMOHOCOM
(puc. 4, 0). ArpdITP Ttakxke Gbls pa3BUT B HHOHUIMPOBAH-
HBIX KJeTKax myTtaHTHoW JiuHuu SGEFix™-2 (sym33-3)
(puc. 4, e). B kny6enbkax, B KOTOPBIX BBIXOJ OGaKTepHil
He o6HApYyKHBaJICSl, LUTOMIa3Ma pacnoJsaranacb TOHKMM
CJI0eM BJIOJIb KJE€TOUHBIX CTEHOK, Siiep ¥ HH(EKIHOHHBIX
HUTEH, W HeMHorouucjaeHHble npocuan [pIOTIP HabJi0-
JlaIiCh B 3TOM cJioe (pHuc. 5, a). EnvHUUHbIE KaHAJbILbI
[pIITP conmpoBoxaami HH(EKLUHOHHBIE HUTH (pHC. D, )
1 UH(DEKIHMOHHble KalJjd, He cojeprKalle OaKTepuid
(puc. 5, 0).

Y myrtantHo# JuHun Sprint-2Fix™ (symd31), xapakre-
pusyolieiics HemuddepeHIIMPOBaHHBIMH OaKTepOUIaMH,
HaOMI0a/ICs OMpe/ie/IeHHbIH TPaJeHT Pa3BUTUS! OT HH-

(HULHPOBAHHDBIX KJIETOK ¢ CUMOMOCOMaMH C €IMHUYHBIMH
6axkTeponsiaMi B MO3AHEH 30He HH(EKIHH K HHOULUPO-
BaHHBIM KJIeTKaM C CHMOHOCOMAaMH, COJIEpXKAallMMH He-
CKOJIbKO OGaKTepOHI0B B 30HE, COOTBETCTBYIOLIEH 30HE
a30TgUKcali B KJIyOeHbKax JMKOTo THMa (pHuc. 5, 8, e).
M B Tex u B Apyrux Kjaerkax npoduan IIIP 6butu nem-
HOTOUHCJ/IEHHBI M TMPEJICTaBJIEHbl €/IHHUYHBIMH KaHaJ/bla-
MU BJIOJIb MJIa3MajieMMbl (puc. 5, 8) ¥ cped CUMOHOCOM
(puc. b, e).

OBCYXXAEHWNE PE3YJIbTATOB

C nomollbl0 METOAOB MPOCBEUMBAIOLIEH 3JEKTPOH-
HOH MMKPOCKOMHM OBIIH HCCIEI0BAaHbI MOPQOIOrHIecKre
0COGEHHOCTH M AMHAMHKA CTPYKTYpPHBIX H3MeHeHnH I[P
B CHMOHOTHYECKHX KJIyOeHbKAX ropoxa HCXOAHBIX H My-
TAHTHBIX JIUHWH, OJOKHPOBAHHBIX HA PA3JIMUHBIX CTaAHsIX
MH(EKIMOHHOTO TpoLecca.

Panee y ropoxa 6b170 onucano pacnpeaenenve [pIITP
B PAa3/IMUHBIX THIMAX KJAETOK W B Pa3JIMUHBIX THCTOJIOrHYe-
CKHMX 30HaX CHMOHOTHYECKOTr0 KJIyOeHbKa AMKOro THna [7].
Tak, GoJiblOe KOJHYECTBO CBOOOAHBIX PUOOCOM U peiKue
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Puc. 5. DuponnasmMaruueckuii peTHKYJIyM B CHMOMOTHUECKHX KayOeHbKax ropoxa MyrauTHblx tuHuil SGEFix™-2 (sym33-3)(a, 0)
n Sprint-2Fix~ (symd31) (8, ¢). @ — B y3KOM cJloe LUTOMJIA3Mbl BOKPYT spa ¥ HH(MEKLUHOHHBIX HUTEel; 6 — BLOJb UH-
(heKLMOHHBIX KameJsb, He COfepKallUX OaKTepHil; 8 — BHOJb MJa3MaTHUECKOH MeMOpaHbl; ¢ — BOKPYr CHMOHOCOM.
SI — sppo; M — muroxonapus; KC — knerounas crenka; MH — undexuuonnas nuth; MKa — undexunonnas kanss;
b — OGakrepusi; ba — 6Gakrepoun; ¥ — cumOuocoMa, CoiepKalllas HECKOJIbKO OAKTEPOUIOB, OKPYKEHHBIX OJIHOH CHM-
GMOCOMHOI MeMOpaHOI; CTPeJIKH yKasblBaloT Ha npoduau rpanyaspraoro DITP. MacuirabHas quHelika: a, 8 — | MKM,

6,2 — 500 um

npopusu  [pITIP  Habumopanuch B MepHCTEMATHUECKHX
KneTkax. B HemaBHO MHMHIMPOBAHHBIX KJETKAX, COEp-
JKaUMX HeOOJbLIOe UMCJI0 OaKTePOHIOB, KOJHYECTBO
npocuiein [pIAITP HauuHamo yBeJqMUMBATBLCS, B HUX TPH-
CyTCTBOBaJIM MHOrouMc/aeHHble noaupudocombl. [To mepe
JnddepeHIPOBKH HHMHUIMPOBAHHBIX KIETOK M 3amoJHe-
HUST UX OAKTEPOUAAMH B 30He HH(eKIHH HabJI01aI0Ch 3Ha-
uuTesibHOE yBesnueHue npodusei [pITIP, onn pacnonara-
JIUCb MexTy OaxkTeponpaMiu. B HHUIMPOBAHHBIX KJIETKaxX
B 30He a30T¢hUKcall KoanuecTBo npoduieir [pITIP cHo-
Ba CHWKAOCh. B HeMH(HUIMPOBAHHBIX KNETKAX KOJHYECTBO
npocuiein [pAITP 6bio Takke Heeswko [7]. B naHHOM
MCC/IeIOBAaHUU B LiesIoM HaOJl0la/1ach CXOfHAsl JAMHAMHUKA
passutust IIIP OT ceTH OTAENBHBIX KaHAMBLIEB B MepH-
CTEeMaTHYeCKHX, aKTHBHO JJSIIUXCS KeTKaX, K Pa3BUTOM
CeTH LIUCTEePH BOKPYT SIApa U IMJIa3MajeMMbl H CeTH rpaHy-
JISIPHBIX U IVIaJKMX KaHaJbLEB, COMPOBOXKIAIOIINX Pa3BHUBa-
IOIINeCs] U 3peJible CHMOMOCOMBI M MH(EKILHOHHbIE CTPYK-
Typbl (cM. puc. 1). OHaKO B JaHHOM HCCJEIOBAHUH Mbl
He HaOJIIONAMM 3HAUMTEJBHOTO CHHXKEHHS] HHTEHCHBHOCTH
cetu [pAITP B 30He a3oTduKcaluuu, onucaHHOE paHee, UTo

MOXKeT OBbITb CBSI3aHO KaK C Pa3jMuMsIMH B HCIMOJMb30BaH-
HBIX T€HOTHIAX PACTEHHH ropoxXa M IUTAMMOB PU300MH, TaK
¥ C 3aTpyAHeHHOH naeHTHduKauuei npoduiei II1P B un-
(bULHPOBAHHBIX KJIETKAX, 3aMOJHEHHBIX MHOTOYHC/IEHHBIMH
6akrepouamu (cMm. puc. 1, e).

Panee 6b10 omucano, 4to ycuieHue passutus IIIP,
HabJo1aeMoe rocJsie BbIXoila OaKTepui B LUTOMJIA3My pa-
CTHTEJIbHOH KJETKH B KJIyOeHbKaxX ropoxa M COH, COMpO-
BoXKIaercs popmupoBanueM Besukys II1P, cauBatoimxcs
C CUMOHOCOMHBIMH MeMOpaHaMH, U ObIIO MPeroNoKeHO,
YTO 3TOT Mpollece CrnocoOCTBYeT MUt depeHIMpoBKe Oak-
TeponnoB [25]. Ilosnnee mokazaHo, 4TO, AEHCTBHUTEJBHO,
OIIP wrpaer BaxHyio posb B cuHTeze NCR-nenrtumos,
obecrieunBamlX HeoGpaTumylo auddepeHIHpOBKY 6aK-
TepouIoB [26].

CriemyeT OTMETHTh, UTO B KOPHEBBIX BOJIOCKAaX Mar-
TepH cetd IIIP B MHPUUMPOBAHHBIX KJIETKAX MOBTOPSIET
natTTepH MHUKpOTYOYJSpHOro 1uTOCKeseta [6]. BeposTHo,
CXO/IHAst KoppeJsisilifst Hab/IoAaeTcsl U B MHQHIMPOBAHHBIX
KJeTKax KayOeHbKoB. M3BecTHO, 4TO CHMOGHOCOMBI B 3pe-
JIBIX HHUIHPOBAHHBIX KIETKAX CHMOHOTHIECKHX KTyGeHb-
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KOB TOpOXa pacroJiaraloTcsl HeynopsijioueHHbIM 00pasoMm,
M B 3THX KJETKaX MyuKM MHKPOTPyOOueK TMOjIep:KIBa-
I0T OpraHHM3al{Io He OTAEJbHBIX CHMOMOCOM, a CKopee
rpynn cum6uocom [27]. B naHHOM uccsieioBaHnu MpoguJu
[pII1P Takke GbINK BbISIBJEHBI MEXKLY TPYNIaMi CHMOHO-
coMm (cM. puc. 1, 0).

[Ipn anasuze MyTaHTOB ropoxa, (hOPMHPYIOLIHX He-
3¢ deKTHBHbIe KIyOeHbKH, ObIIH BbISIBAEHBl Pa3/IHUuMs
B crenenu pasputus I[P Tak, nisd MyTaHTHOH JMHUH
SGEFix™-3 (sym26), xapakrepusywolelics popMHpoBa-
HHeM MopdoJgornieckn TuddepeHIHpPOBaHHbIX GaKTe-
pOMJIOB, TO/BEPTalOIINXCS MpPeXAeBPeMeHHON Jerpaja-
uun [19], crenens passutus DI1IP B MHPUIMPOBAHHBIX
KJeTKax KJIyOeHbKOB MPAaKTHIECKH He OTJIHdYanach OT Ta-
KOBOH y auKoro tuma (cM. puc. 3). B kayGeHbkax my-
tautHOH JuHud SGEFix™-1 (sym40), dopmupymouieit
Hapsyly ¢ TUNepTpoUPOBaHHBIMH HH(PEKIHOHHBIMH Ka-
TUISIMH aHOMaJibHble 6AKTEePOUJIBI, a TaKKe B KayOeHbKax
MyTaHTHOH JuHuH SGEFix™-2 (symd33-3), B KOTopbIX
npousoutes Beixoj Oaxrepuit, DIIP 6vl1 npeacraBnen
MPOTSDKEHHBIMM KaHaslblaMu (CM. puc. 4), B LeJOM OH
OblJ MeHee pa3BHUT, a CTeMeHb €ro Pa3BUTHS COOTBET-
cTBoBana crenenu pasputus IIIP B MHPUIMpPOBAHHBIX
KJeTKaxX K/IyOeHbKOB JIHHUM AHKOTO THMA M3 30HBI HH-
tekuuu (cm. puc. 1, e).

B knyGenbkax mytantHo#t jsuHu SGEFix™-2 (sym33-3),
XapaKTePHU3YIOLINXCSl «3aMepThIMU» HH(PEKIHOHHBIMH HHU-
TSMH W OTCYTCTBHEM BbIXOA OaKTepHil, U MyTaHTHOH JIU-
Hun Sprint-2Fix™ (symd 1), oTanvaioieiics Henupdepet-
LUMPOBAHHBIMH OaKTepOWAAMH, HaOJI0AaNach HAUMEHbIIAs
crenensb pasdsutust DI1P (cm. puc. 5). On 6bl1 npeacTas-
JieH OTAeJNBHBIMH PA3pPO3HEHHBIMHM KaHaJbLAMH, KOTOpBIE
HaO6JTIOIAIOTCST B HEABHO HH(PULMPOBAHHBIX KJETKaX KJy-
6eHbKOB JIMKOTO THMA 10 Hadana ux auhepeHIrupoBKH
(cMm. puc. 1, 6, 8).

Ha ocHoBe aHanM3a MyTaHTHBIX T'€HOTHIIOB, MOXKHO
BHJIETh KOPPEJSILUIO MeXy CTerneHbio An(depeHInpoB-
KH cumMbuocoMm U ypoBHeM passutusi DIIP. Panee B ne-
3(hPeKTUBHBIX KIyOeHbKaxX ropoxa, oO6pa3yembIX MITaM-
mom 1019 R. leguminosarum, HaGJ0AAN0Ch Pe3KOE
cHIKeHMe ypoBHs passutus DI1P, npu sToM GakTeponssl
XapaKTepHU30BaJUCh CHUXKEHHOH CTerneHblo AuddepeHIn-
POBKH 10 CPaBHEHMIO ¢ KiyOeHbKaMHu, (hOpMHPYEMBIMH
sthdexTuBHBIM 1ITaMMOM [ 13]. B To ke Bpems st psina
wrammoB R. meliloti, hopMupyrolunx Hed(PPeKTHBHbBIE
kay6eHbkr Ha M. sativa, 6blJI0 TOKa3aHO yCHJIEHHEe pas-
Butust TP no cpaBHeHMIO ¢ 3PPEKTHBHBIMH ILITAMMAMH
[9—12]. Tak, nnsi knyGeHbKOB, (POPMHUPYEMbBIX HLITaMMa-
mu R. meliloti R21 vio-r u R21 tum-r, 6b110 Xapakrep-
HO HHTeHCHBHOe pasBuThe cetu [pIIIP, Bkitoualouiei
B TOM UHCJe CTOTKH MapasesbHO OPHEHTHPOBAHHBIX
KaHa/blEeB, aCCOLIMMPOBAHHBIX C JAETPaAUpPYIOLIMMH OaK-
tTepougaMu [9]. PaHee Oblio MpeanosiokeHo, 4Tto B He-
shdexTUBHBIX KJayGeHbKax M. sativa IIIP axTuBHO
pasBHBaeTCsl B OTBET Ha a30THOE TOJIOfaHMe, MPHBOAS

K YCHJEHHOMY CHHTe3y JUTHUECKHX (hepMEHTOB, paspy-
LIAIOUIMX KJIETKH PU30OUH A1 MUCMOJIb30BAHUA PACTEHH-
eM BbIcBoOOXKamllerocs npu stom azora [9]. Ipyroe
oObsicHenne akTHBHOro pagsutus JIIP mpeanosaraer
OTCYTCTBHE B He3(P(PEKTUBHBIX KIyOeHbKax pernpeccuu
CUHTE3a HOJYJIMHOB — GEJIKOB, crelluPUUeCKH CHHTE3H-
pytotnxcs B kiay6enbkax [10]. B To ke Bpemsi y ropoxa
He HabJoganoch ycuaennoro passutust TP npu dop-
MHPOBaHUU He3(P(PEKTUBHBIX KJIyOEHLKOB KaK MyTaH-
THBIM LITaMMOM pu3o6uit [ 13], Tak U MyTaHTamu pacre-
Huil. B To ke Bpems B kayOeHbKax myranta SGEFix™-1
(sym40) nabmonanock pacunpenne npocumaeit [pIITP
(c™. puc. 4, 8), a myranta SGEFix™-3 (symZ26), xapak-
TEPU3YIOLIETrocss paHHUM CcTapeHueM KiyOeHbkoB [19],
pacuipenuie [pIAIIP ¢ yrparoii pu6ocoM Hab/0OIAI0CH
B KJETKax ¢ MpHU3HAKaMM Jerpajalidv CHMOHOTHUECKHX
cTpykTyp (cMm. puc. 3, ¢). [Tomo6GHoe pacuinpeHue ObLIO
XapakTepHo Aas MyTaHta R. meliloti no reHy, Koiupyto-
IEMYy CYKIIMHAT jerujaporenasy [12].

BrisiBsientble pagmuuust B opranusauuu IIIP B kiy-
6enbkax P. sativum w M. sativum WMOTyT ykKasblBaThb
Ha oMnpejiesifolllee 3HAYeHWE BUIA pACTEHHS B Pa3BUTHH
JIIP. [eiicTBuTeibHO, X0polio pa3surasi cetb P Gbina
omucaHa Juist pasinuHbiXx BUIOB Astragalus w Oxytropis,
KaK MpUCIOCOOJeHHe K MPOU3PACTAHUI0 B apKTHUECKHX
yeaoBusix [28]. HenaBHo uHTeHcHBHOe pasButne 1P
ObLIO OMUCAHO /IS KJIETOK KJIyOeHBKOB PEJIMKTOBOro 60-
6oBoro pacrenust 0. popoviana, CHOPMHPOBAHHBIX 1LITAM-
MoM M. japonicum Opo-235 [29].

Takum o6pasom, nokasaHo, 4to B KiayOeHbkax P. sa-
tivum B xome MpdepeHIPOBKH HHMUIHPOBAHHOH
KJIETKH HaOJ0aeTcsl NocTerneHHoe GOPMHUPOBaHKE TOH-
KOH cTpykTypbl DI1P, HHTEHCHBHOCTD Pa3BUTHSI KOTOPOTO
KOppeJNUpyeT CO CTeneHblo AnddepeHInpPOBKH OaKTepo-
WI0B.
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