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TlokazaHbl OCHOBHBIE ATAIbI Pa3BUTHS apOYCKYISIPHO MUKOPU3bI (AM) moniepHbI xMeneBUnHoi Medicago lu-
pulina ¢ rpubom Glomus intraradices. ViccienoBaHue MpoBeAEHO METONaMU CBETOBO U TPAHCMUCCUOHHOMN
3JIEKTpOHHOM MuKpocKonuu. Hagano Mmukopu3zanym 3adpMKCcUpoBaHO Ha 7-€ CYyTKM pa3BUTHS pacTeHUsI. Jlaab-
Helilllee pa3BUTHE MPUBOAUT K (hopMupoBaHuio apym tuna AM. KopHu jirotiepHbl Ha 88-€ CyTKU OT BbICAIKKU
MPOPOCTKOB (B (ha3y MIOAOHOIIEHHUS) XapaKTepU3yIOTCsl pa3BUTUEM MOILIHOTO MULIEJINSI, COMIOCTABUMOTO T10
TOJIIIIMHE C COCyIaMU IIEHTPAIbHOTO LIWJIWHIPA, pa3BUTHEM apOyCKYJI, a TaKKe pa3BUTHEM BEe3UKYI 110 (a3l
BHYTPMKOPHEBBIX criop. Mulieaunii, apOycKyJ/Ibl M Be3UKYJIbl (DOPMUPYIOTCS B HETTOCPEACTBEHHOM OJIM30CTH OT
30HBI ICJIEHUSI KOHUMKA KOPHSI, YTO MOXET CBUJIETEILCTBOBATh 00 aKTMBHOM Pa3BUTUU Tprba B KOPHSIX pacTe-
Hus. B KopHe moliepHbl MAeHTUhUIIMPOBAHbI BCe (pa3bl pa3BUTHS M pa3MHOXEHMS Tpr0a, BKIIIOYass BHYTPH -
KOpPHEBBIE CITOPhI (B MEXKKJIETHUKAX KOPbI KOPHSI), UTO YKa3bIBAaeT Ha aKTHUBHOE UCITOJIb30BAHUE MUKOCHUM-
OMOHTOM MUTATEIBHBIX CYyOCTPaTOB pacTeHUSI-X03s11HA. OMIcaHo IMIPUCYTCTBHUE (Pa3BUTHUE) PACTUTEIBHOM 1M~
TOIIa3Mbl BOKPYT MOJIONIBIX BETBEl apOyCcKysl, He XapaKTepHOe IIJIsi BHYTPUKOPHEBBIX rud rpuba. Hamuuue
aKTUBHOTO CMMOMO03a IMOATBEepKAAeTCS yCHJICHeM HaKoIuIeHUs (pocdopa B TKaHgX M. lupulina nipy Hammanm
MukobuoHTa (G. intraradices) B yCIOBUSIX HU3KOTO YPOBHsI hocopa B 1ouse. B cBsI3M ¢ 3TUM TaHHYIO COPTO-
TIOMYJISIIMIO JTIOLIEPHBI XMEJIEBUIHON MOXHO XapaKTepr30BaTh KaK 9KOJOTMYECKU OOJIMraTHO MUKOTpOodHOE
pacTeHue B YCIOBUSIX HU3KOI'O YPOBHSI IOCTYITHOrO (hocopa B rouBe. BrIsiBjIeHbI 0COOEHHOCTU pa3BuTusi AM
Y CUJIbHO MUKOTPOMHOI JTIOLIEpPHBI XMEJIEBUIIHOM, HaUMHAas ¢ (a3bl MepBOro HACTOSIIIETO JIMCTAa U 3aBepliast
¢dazoil IUIONOHOILIICHUSI pacTeHusI-xo3sivHa. [lojlydeHHasi pacTUTEIbHO-MUKPOOHAsl CHUCTeMa  SIBJISICTCS
TMEePCIEeKTUBHBIM MOJIEJTbHBIM OOBEKTOM TSI JATBHENIIINX YIBTPALIUTOIOTMYECKUX U MOJIEKYJISIDHO-TEHETUY e~
CKMX UCCIIETIOBAHUIA MEXaHU3MOB, KOHTPOJIUPYIOLINX CUMOUOTUYECKYIO 3 (HEKTUBHOCTD apOYCKYISIPHOM MU~
KOpPU3bl, BKJIIOYAs! BbIJIEJICHNE U aHAJIM3 HOBBIX CUMOMOTUYECKUX PACTUTEIbHBIX MYyTaHTOB.

Karouessie crosa: apoyckynsipHas Mmukopusa, Medicago lupulina, mouepHa xmeneBunHas, Glomus intraradi-
ces, Tpub apOYCKYJISAPHOII MUKOPU3bI, CAMOMOTHYECKUE CTPYKTYPbI, apOYCKYJIbl, BE3UKYJIbI, CIIOPbI, CBE-
TOBast MUKPOCKOITHSI, JIEKTPOHHAST MUKPOCKOTIHSI.

DOI: 10.7868/S0475145015050109

BBEAEHHWE HBIM CUMOMO030M. B ee 06pa3zoBaHUM y4aCTBYIOT IpU-
ApbyckyisipHast Mukopusa (AM) ssnsierca Hau-  Obl otaena Glomeromycota (SchiBler et al., 2001;
0oJiee pacIpOCTpaHEHHBIM pacTuUTebHO-MUKpoO-  Finlay, 2008) u 80% Bunos ninm 92% cemelicTs Ha3zeM-
HBIX pacteHuir (Wang, Qiu, 2006; Cmurt, Pum, 2012).
Uccnenosanue cTtpyktyp AM — ee Mmopdosioru Obl-

Illpunameie coxpawjernus: AM — apOycKyisipHas MUKOpU3a, .
AM-1pu6 — rpi6 apbycKyIspHoil Mikopi3bl, P1 — noctyn- 10 HauaTo B 1842 r (Nageli, 1842). ITepBbie KpymHble
HBII 1151 TUTaHus pacTeHuit pocdop, cyT — CyTKU. 0030pblI O pacTeHusx, obpasyolux AM, ¢ nogpo6-
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HbIMU aHATOMWYECKMMHU OINMMCAHUSIMU ObLIN OITyO-
nukoBaHbl B 1889 1. (Schlicht, 1889). B HuX oTMe4YeHBI
OCHOBHbIE MOP(OJIOTMYECKME MPOSIBJIEHUSI B3auUMO-
JICUCTBUSI MEXIY pacTeHUEM-XO3SMHOM U rpuboM. B
1897 . 6bU10 AaHO orpenesieHue BHYTPUKOPHEBbIX (MH-
TpaMaTpUKalbHbIX) B3AyTUi — “6e3ukya’ (Janse, 1897)
1 YCTaHOBJICHO, UTO APYTHe CTPYKTYpbl, Ha3BaHHbIC
no3gHee “apbycxkyramu” (Gallaud, 1905), mokanuzo-
BaHbI BO BHYTPEHHEN YaCTU KOPbI KOPHSI.

H.A. CenmuBaHoBbIM B 1960-€ TombI OCHOBaHA Hay4-
Hasl 1IKOoJIa MO0 U3yYEHUI0 MUKOCUMOMOTPOGUU U Ipy-
ruX (hOpM KOHCOPTUBHBIX OTHOIIIEHUI B PACTUTEJIbBHOM
MOKpPOBE Pa3IWYHbIX JaHAIaTHO-reorpahuuecKux
30H CoBerckoro Coro3a. AM (Be3uKyIsIpHO-apOyCcKy-
JsipHasi MuKopu3a) oruchiBaetrcst M.A. CelrBaHOBBIM,
Kak (puKoMUIleTHasE TaMHUCKOdaroBasi SHIOMUKOPH -
3a, a apOYCKYyJIbl — KaK OAWH U3 TUIIOB raycropuii. [Ton
MOHATHEM “TaMHMcKodarus” MOHWMAETCSI IPOLIECC
Jerpagalu apOycKyJl, B pe3yjisraTe KOTOpOro OHU
pacnamaioTcs Ha (pparMeHTHI ¢ 0Opa3oBaHUEM “‘3ep-
HUCTOI Macchl”, KOTopasi JU3UpyeTcsl — TepeBapu-
BaeTcs pacteHueM (CenuBaHoB, 1975).

CoBpeMeHHBIe MCCIeA0BaHMUSI TTIOKAa3bIBAIOT, YTO
PSIT BUAOB pacTeHU obpasyroT napuc Tun AM, npu
KOTOPOM BMecCTO apOycKyn (apym tun AM) popmu-
pyloTcsl Kosblia TU( B KJI€TKaX pacTeHUSI-XO3sIMHA.
MsBecteH u mpomexyTtouHblii Tunm AM (Dickson,
2004). CranosneHue u pa3Butue AM OOBIYHO IEJISAT
Ha 5 OCHOBHBIX (heHOTUITMYECKUX 3TAMoB: 1) mpenHpek-
oHHoe pasButue — Pid (“preinfection development”);
2) bopmupoBaHue anpeccopueB — Apf (“apressoria
formation”); 3) NMPOHUKHOBEHUE Tpuba B KOPTEKC
KopHs1 — Pen (“penetration”); 4) nnddepeHimpoBKa
apoyckyn ns apym tunia AM — Ard (“arbuscule dif-
ferentiation”), nn00 pa3BUTHE BHYTPUKIIETOYHBIX KO-
neu rug rpuda ans napuc ™ana — Ied (“intracellular
coils development”); 5) ctabunnzalnusi MUKOOMOHTA —
Myp (“mycobiont persistence”), BKIro4aolasi pa3Br-
TUe apOYCKYJI, BE3UKYJI I BHYTPU/BHEKOPHEBOTO MU -
menus (Marsh, Schultze, 2001; Koide, Mosse, 2004).
Bri10 moka3zaHo, 9To B OOJIBITMHCTBE PaCTEHUM, MU~
Kopu3yeMbIX rpubamMu, AM TipeacTtaBieHa apOycKy-
JIaMM U Be3UKYJlaMU, pexke (Ha MopsIoK) oopa3yroTcs
TOJIBKO BE3MKYJIBI. B HEKOTOPHIX cimydastx (hopMupy-
I0OTCSI BE3UKYJIbl M KOJiblia TU( rpuda, HarIpuMep, y
cKkabmo3abl BUnma Scabiosa ochroleuca L. (Pawlowska
etal., 1996) u monepusl Buma Medicago sativa L.
(Boyetchko, Tewari, 1990). BoisiBjieHbI OCHOBHBIE I'€HBI,
KOHTposvpyoiye craguu pa3sutust AM (Duc et al.,
1989; Klingner et al., 1995; Larkan et al., 2007; Mo-
randi et al., 2009). 1.A. TuxoHoBuueM B 1990-e romst
OpraHvM30BaHa Hay4yHasl 111KOJa 0 M3yYeHUIO0 MOoJie-
KyJIIPHO-TEHETUYECKUX OCHOB (OPMHPOBAaHUS U
GYHKIIMOHMPOBAHUST B3aMMOBBITOIHBIX PACTUTEhb-
HO-MUKPOOHBIX CUCTEM C TPUMEHEHUEM MOACTbHBIX
6000BbIX pacTeHuit (Tsyganov et al., 1994; Jacobi et al.,
2003; Borisov et al., 2004; Tuxonosuu, IIpoBopos,
2009). Ho, HecMoTpst Ha OOIBIIOE KOJIUYECTBO JaH-
HBIX, TIOCBAIIEHHBIX aHAJIN3y pa3HOoOpasust CTPyK-

IOPKOB wu np.

Typ AM, MexaHu3Mbl MHULMALUU e¢ HOpPMUPOBa-
HUSI, a TAKXKE CIIOCOOBI peryIsaiuun 3p¢heKTUBHOCTA
JIAaHHOTO TUIIAa CUMOMOTMYECKHUX OTHOIICHUM BO
MHOTOM €I1I€ OCTaroTcs HessCHbIMU. OCOOEHHO pej-
KVMMU SIBJISTIOTCSI  MCCJEOOBaHMs, HalleJeHHbIE Ha
CpaBHUTEJILHBIN aHaIM3 pa3BUTUsI AM B X0ae OHTO-
reHe3a pacTeHUsI-XO3sIMHA.

Kpome Toro, st uccienoBaHUsI MeXaHU3MOB,
KOHTPOJIMPYIOIINX CUMOMOTUYECKYIO 3(P(PEKTUB-
HOCTh AM, UCTTONB3YIOTCSI BOCHOBHOM MYTaHTHI, Xa-
pakTepusyloluecss aedpexkramMu B GHOPMUPOBAHUU
pa3IMYHBIX cTanuii pa3sutust AM. Ha takux Mmomens-
HBIX PACTEHMSIX B HACTOSIIEE BpeMsI aKTUBHO HCCJIe-
JlyeTcsl OO CUTHAJUIMHT pU300UaTbHOTO U MUKO-
pusHoro cuMmbuo3a (Horvath et al., 2011). OgHako
11 3P PEKTUBHOTO UCCISTOBAHNS OCHOBHBIX MeXa-
HM3MOB 3 dheKTUuBHOCTU AM, Ha Halll B3IJIsIA, LieJie-
COO0Opa3HO MCIOJb30BaTh MOACIbHBIE CUCTEMHEI,
BKJTIOUAIOIINE BBICOKO(M(eKTUBHBINN AM-rpnd mn
CUJIbHO MUKOTPO(MHOE B ONTUMAJbHBIX JJISI pa3BU-
st AM ycnoBusix pacreHue. ONTUMAaIbHBIMU YCIIO0-
BUSIMM IUIS1 pa3BUTUS AM, KaK U3BECTHO, SIBJISIETCS
HU3KUI YpPOBEHb JOCTYITHOIO [Jisl TIMTaHUSI pacTe-
Huit ¢dochopa (Pn) B mouse (Cmut, Pum, 2012).
MMeHHO B 3TUX YCIOBUSIX MAaKCUMAILHO MPOSIBIISIET-
Cs1 OCHOBHO€ JIefiCTBME€ MMKOOMOHTa Ha pacTeHUE-
X03sIMHa — ycujeHue (GpochopHOro MUTaHUs 3a CYET
CUMOMOTPO(MHOTO 1/WIN aBTOTPOMHOTO €ro MOCTYII-
neHus. IlpoBeneHHbIE HAaMU paHee HUCCEIOBaHUS
MO3BOJIUJIM OTOOPATh HEOOXOAUMOE MOAEIbHOE pac-
TeHue — JnouepHy xmeneBuaHyio (FOpkoB u ap.,
2007). Ha naHHOM pacTeHUM ITOJy4SeHBI MYTaHTHI, C
MPUMEHEHUEM KOTOPBIX TMPOBOASTCS WCCICAOBAHMS
MEXaHM3MOB, KOHTPOJIMPYIOIINX CUMOMOTHYECKYIO
3 HEKTUBHOCTD apOyCcKyIsipHOI Mukopu3bl (FOpkoB,
Sxo6u, 2011).

B cBs131 ¢ BhIlIeTIepe Y CIIeHHBIM Le/Ib HACTOSIIE -
ro MCCIEA0BaHMS 3aK/IIOYAETCSI B aHAIM3E Pa3BUTUS
AM Ha pa3HBbIX CTaaMusX Pa3BUTUSI CUJIBHO MUKO-
TpO(HOIo B yCIOBMSIX HU3KOTO YpoBHsI ¢dochopa B
MMOYBE pACTEHMSI-XO3sIMHA — COPTOIONYJISILINU
BUMK32 nronepHbl XMEIeBUIHOM.

MATEPUAJIBI 1 METOAbI
Obsexmbt uccnedoeanus

JlouepHa xmeneBunHas (Medicago lupulina L. var.
vulgaris Koch, omHoOJIeTHSISI) — OOWMH U3 Haubosee
IIMPOKO pacIpoCTpaHEHHBIX BUAOB pona Medicago
(mompon Lupularia (Ser.) Grossh., cem. Leguminosae
Endl.). Aumaounn (2n = 16), caMOONBUINTEN D, pa3Mep
reHoma ~500 MO, cemMeHHasl IIPOAYKTMBHOCTbL IO
500 cemsiH ¢ pacTeHusI U OoJiee TIpU BbIpalllMBaHUYU B
TeTuInlie JJIs1 pa3MHOXeHus. {19 HacTos1ero uccie-
JIOBaHUST WCHOJb30BaJIu copTomnoryisaiuio BMK32
JIIOLEPHBI XMeJIeBUaHOM — muHust MIS-1. Pactenus
9TO JIMHUM JE€MOHCTPUPYIOT NMPU3HAKU KapJIUKOBO-
CTU B OTCYTCTBUU MHOKYISILIMU AM-rprboM u ycJio-
BUSIX HU3KOT'O YPOBHS AOCTYITHOTO (poccopa B MouBe
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PA3SBUTUE APBYCKYJIAPHOU MUKOPU3bI

(Pn). st THOKYJISIMU MCIIOJIBb30BaH IITaMM apoyc-
KYJISIPHOI'O MUKOpHM3HOTO rpubda (AM-rpuba) Glomus
intraradices Shenck&Smith — u3omssr RCAMO00320
(o panee nmpuHsTOMN Kiaccudukammm — CIAMS) u3
KOJUIEKIIMH JIaA0OPAaTOPUM KOJIOTUM CUMOMOTUYECKIIX
M accoIMaTMBHBIX MuKpoopraHmsmMos BHUUMCXM.
JIaHHBIM IITaMM IpeacTaBiisieT co00ii BbICOKOI(D-
dexTuBHBI ITaMmM AM-rpuba (Slxkoou u gp., 2000;
IOpxkoB u ap., 2008) u, SBISASACH OOJIUTaTHBIM CUM-
OUMOHTOM, TIOAAEPKUBACTCS B JIAOOPATOPHBIX YCIIO-
BUSIX Ha 1teKkTpantyce (Plectranthus australis L.) co-
I1acHO MeTogudeckum paszpadorkam C. IxxmanuHa-
33U ¢ coaBT. (Gianinazzi et al., 2002).

Mukxpoeecemayuornnutii memoo

B pabote npuMeHeH MeTo BEreTallMOHHOTO 9KC-
nepuMeHTa, 00eCceuYnBaOIIMI ONITUMAJIbHBIE YCIIO0-
BUS 11 pa3BUTUSI AM U TO3BOJISIOLINI M30eXaTh
CIIOHTAaHHOTO 3apakKeHUS PU300MSIMU Y UHBIMH CUIM-
onotnuyecknuMu Mukpoopranmnsmamu (FOpkos u ap.,
2007). Cyoctpat st BhIpallMBaHUsI — BO3AYIIHO-
CYXYIO TIOYBEHHO-IIECYaHYI0 CMECh B COOTHOIIIEHUU
2 : 1 aBroxyaBupoBaiv nipu 134°C, 2 aT™M. B TeUyeHUE
1 4, TOBTOPHO Yepe3 2 cyT (TOKCUMYHOCTD Mocjie oopa-
OOTKM He BO3HUKaeT). PacTreHust BeIpaliyBaim B cTe-
PUJIM30BaHHOM YJIBTpa(pHrOJIETOM CBETOBOM OOKCE C
HEaKTUBHOU BEHTUJISILIME. PeXXuM cMeHbBI THSI U HO-
yn: 18 1 6 4, cooTBeTCTBeHHO. TeMmepaTtypa Bo3ayxa
24—26°C, cBetoBOi1 MOTOK ~1400 M. ArpoxumMunye-
cKasl XapaKTepHUCTHUKA IMOYBHI MpeAcTaBIcHa B paboTe
A.II. FOpxkoBa c coant. (FOpkos u ap., 2007).

Ceemosas MUKDOCKONUA

ITpu MUKpPOCKOITMYECKOM aHaIn3€e pa3BuTus AM
WCITOJIb30BaH METOI Mallepallii W OKpallMBaHUS
00pa31oB KOpHeil, pa3paboranHbiil Jx. M. ®uinrc
u JI.C. XeiimaH 11s1 otleHKU AM-MHGEKIINU B KOp-
Hsax 6000BbIX pactenuii (Phillips, Hayman, 1970),
BKJTIOYAIOIINI OKpaIIMBaHWE TPUITAHOBBIM CUHUM B
pacTtBope, comepxaiem 10%-ii pacTBOp MOJIOYHOI
KMCJIOThI, DMIWMLEPUH, TUCTULIMPOBAHHYIO BOAY U
KpacuTellb “TPUIIAHOBBIA CUHUI” B COOTHOIIECHUU
62 M : 62 M : 875 mut : 0.3 1, cooTBeTCTBEHHO. M3-
BECTHBI U APYTUe CITOCOOBI OKpaIllMBaHUS: XJI0pa30-
oM E, xuciaeim pykcrnHoMm m depHmiamu (Utobo
etal., 2011). HaumeHee moporoit 1 HanboJjiee Oe3-
OomacHBIN cnocod — okpacka yepHmiIamu (Cao et al.,
2013). UMeHHO 3TOT METOI MOXET B OJIMzKai1ieM Oy-
IyIIeM CTaTh OCHOBHBIM CITOCOOOM OKpAacKH ITpH
MpPOBEeICHUN TIOTOKOBOW OLIGHKM MUKOPU3ALIUHU,
0COOEHHO UIST 3HAYMTEILHOTO KOJIMYECTBA TTOJIEBBIX
obpasnos; mo gauHeIM E.b. FOT00O y:Xe ceromHs Ta-
K€ aHanu3bl mpoBoasaT 6osee 1000 MUKpOOMOIOTOB
n3 77 crpan mupa (Utobo et al., 2011). OmHako B Ka-
YecTBe KpacHTesI HaMU OBLT BHIOpaH TPUITAHOBBIM
CUHMM B CBSI3U C TE€EM, YTO HOCTUTA€MbIid KOHTPACT
CUMOMOTHYECKUX  CTPYKTYp,  HM30MpaTeIbHOCTH
3 OHTOTEHE3 Ne 5
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OKpaCKM TPUOHBIX CTPYKTYP IIPOTUB PACTUTEIILHBIX
TKaHell y TPUITAHOBOIO CUHEro Bhlllle Wi G. intrara-
dices B XopHsiX M. lupulina 1o cpaBHEHUIO C OKpaIlln-
BaHUEM YEepHUJIAMMU.

I1pu olieHKe OCHOBHBIX KOJUYECTBEHHBIX U Kaye-
CTBEHHBIX XapakTepuUCTUK AM TNpHUMeHEH MeTOJ CBe-
ToBoIi MUKpockornuu (Trouvelot et. al., 1986) u paspa-
o6otanHas A.I1. KOpkoBbIM KOMITBIOTEpPHAS TTIpOrpaMMa
“Mycorrhiza”, mpencraBisolIasi B MHTEPAKTUBHOM
peXXrMe OlLleHOUYHbIe 3HaUeHUs ToKa3aTesieid MUKOpH-
3allUM U pacyeTHOE YMCJIO TIOIei 3peHMs IJ1sT TOCTUKE-
HUSI 3aIaHHOTO YPOBHSI TOYHOCTH (YPOBEHb 3HAUMMO-
CTM IJIsl KJIaCCOB TUIOTHOCTUM MUKOPU3bl COCTaBJISIET
5%). I1poGOITOArOTOBKY ITPOBOIWIN Ha CTEPEOMUK-
pockorie Stemi 2000 (Zeiss, Germany). /ljist MUKpo-
CKOMUYECKOro aHaau3a CTpyKTyp AM B naBjieHOM
rpernapaTe — OKpallleHHBIX, TIPOMaIePUPOBAHHBIX U
MOpe3aHHbIX (JIMHOW B 1CM) KOpHEW JIIOLIEpHBI MC-
MOJIb30BaH MUKPOCKOI UCCIIEA0BaTeIbCKUM TTPOXO/Isi-
iero ceeta “Mukmen-2” Bap. 2 (JIOMO, Poccust; xa-
pakTepucTuku: okyisip X 10, oobekTuB X 10, mepeaHsist
JIMH3a Bo (raHIe OMHOKYJIsIpHOM Hacagku X 1.0). Pac-
YyeTHAas IMTPOTSKEHHOCTD 1 Mot 3peHns “Mukmen-2”
cocrapisieT 1.69 MmM. Ha KirroueBBIe CPOKU pa3BUTHS
AM u pacTeHuii orpenesieHbl OCHOBHbIE IMOKa3aTeu
MUKOPHU3aINN, BKII0Yast BcTpedyaeMocTb AM m mH-
TEHCUBHOCTbh MUKOpM3aILl1, OOMUIME apOyCKys 1 Be-
3UKyJ1. MuHUMaJIbHasl O1oJIoTUYecKasi TOBTOPHOCTD
B KaXKJIOM 13 MCCJIeTOBAHHbIX BAPUAHTOB COCTaBUJIa
12 pacteHuii. JIocTOBEpHOCTh pa3jIMuMii MEXIy Ba-
pUaHTaMU OLIEHUBaIU T0 f-KpuTeputo CThbloJeHTa
npu P<0.05. @ortorpaduu 1mosydeHbl ¢ IpUMEHEHU -
eM kKamepbl Canon 5D Mark II, yctaHoB/IeHHO#T Ha
WHBEPTUPOBAaHHOM MUKpocKomne Axiovert 35 (Zeiss,
Germany; XxapakTepuCTUKU: pabouee IoJie 3peHUs
1.97 MM nipu okyssipe X 10 u oobexkTuBe X 10).

TpaHCMLlCCMOHHClﬂ INEKMPOHHAA MUKPOCKONUA

JJ1st MUKPOCKOTIMU YJIBTPATOHKUX CPE30B MUKO-
PU30BaHHBIX KOPHE JIIOIEPHBI UCITOIb30BaHA METO-
nuka, npuMmeHeHHas JI.M. fIkoou c coanT. (Jacobi
et al., 2003). O6pa3ibl — 1 cM parMeHTbl KOpHEN,
TIIATEJIbHO OTMBIThIE BOMOI, (PMKCHPOBAIU B Tede-
Hue 34 B 2.5%-M rinytapanpaeruae Ha 0.1 M Hatpuii-
KakoaunaTHoM oydepe (pH = 7.2). ITocie Tpexkpar-
HOM ITpoMbIBKY 110 20 MHH B TOM Xe Oy(depe, oOpa3z-
bl MOABEpPTaIN IOCT-(PUKCALMA B TeyeHUE 3 4 B
1%-M TeTpokcuae ocMusl Ha ToM Xe oydepe. Ilocie
HOBOI IIPOMBIBKHU CJIeayeT 00e3BOKMBaHUE OOpa3-
IIOB B 3TWJIOBBLIX CIIMPTaX Bo3pacTalollleii KOHIIEH-
TpallMU C KOHTPACTUPOBaHMEM B 2%-M ypaHWIT-alle-
tare Ha 70%-M criupTe. [danee MpoOBOMMIA IPOGHYIO
MIPOBOIKY 00Pa3lioB B CMECH alleTOHA M CMOJI C TTOCIe-
IyIoIei 3aMBKOM OOpaslioB B B3MOH-apaIUTHYIO
CMECh. YIBTPAaTOHKYE CPe3bl TOMIIMHOM 70 HM, IIpUTO-
TOBJICHHBIEC C MCITOMb30BaHneM yisrparoma EM UC7,
1 yJIOXEeHHbIe Ha MeHble ceTouyku (200 mesh), ObLUIM
KOHTpacTUpOBaHbI B TedeHue 15 MuH B 2%-M BOJI-
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Puc. 1. JTrouiepHa XMeieBUIHAs, BbIpAlllcHHAs Ha TIOYBE C
HMU3KUM YpoBHeM Pn ¢ mHOKymsmei (cripaBa) m 6e3
WHOKYJIsIuu (ciieBa) rpuoom G. intraradices Ha 70 cyT OT
BBICAJIKH TTIPOPOCTKOB.

HOM pacTBOpE ypaHuJalerara Ipyu KOMHATHOM TeM-
rneparype, a 3aTeM IocJie aKKypaTHOI MTPOMBIBKU JH-
CTIJTMPOBAHHOM BOIOI 06pa3Ibl UMITPETHUPOBAII
B TeueHue 30 MuH B LuTpaTte cBuHuA 1Mo B.C. Peii-
HOJIBJICY IIpYM KOMHaTHo# Temreparype (Reynolds,
1963). TpaHCMUCCHOHHAS MUKPOCKOTIHS TIPOBeAcHA
C TNIpMMEHEHHMEM 3JIEKTPOHHOIO MHMKpockora Jeol
JEM-2100HC nipu 120 kB (PLI “Pa3Butue MoJieKy-
JISIPHBIX U KJIETOYHBIX TexHojoruii” CII6IY).

PE3VIJIBTATBI 1 OBCYKAEHUE

Bausinue muxopusauuu nHa pocm
CUNBHO MUKOMPOGDHOR0 pacmeHusl

B HacrosmeM ucciaegoBaHUM TPOBEIEH aHAIN3
CTaHOBJICHUS W pa3BUTUSI AM y pacTeHHH JTIOC PHEI

XMEJIEBUIHOM, a TaKXKe aHAJIU3 U3MEHEHUST CUMOMO-
TUIeCcKON 3PPEeKTUBHOCTA B3aMMOIEUCTBUS (PUTO-
¥ MUKOOMOHTOB B MpOlieCcce OHTOreHe3a CUMOMOCH -
creMbl. B KauecTBe 00bE€KTa MCIOIb30BaHA CUJIBHO
MUKOTpOodHas JIIoLepHa, paCTeHUSI KOTOPOIi 6e3 MU -
KOPM3BI CITOCOOHBI (POPMHUPOBATH KM3HECITOCOOHBIC
ceMeHa, HO UMEIOT IPU3HAKU KapJUKOBOCTH (OTCYT-
CTBHE OOKOBOTO BETBJICHMUS, MEJIKASA U 00JIee TEMHO-
3eJieHasl JIMCTOBasl MJIaCTUHKA, YKOPOUEHHBIN CTe-
OeJb, cnabopa3BUTasl KOpHEBasi CUCTEMa) IpU HU3-
KOM YpOBHE JOCTYIHOTO IJIsi TIMTAaHUSl pacTeHUM
¢ochopa B mouse (puc. 1). PazButne MUKOpHU30BaH-
HBIX pacTeHU I B TeX Xe ycaoBusiX ¢ocopHOro nura-
HMSI HE MMEJIO OTKJIOHEHMI, YTO CBUIAETEIbCTBYET O
3HAYUTEJbHON CUMOUOTHYECKON 3¢hGhEeKTUBHOCTU
AM u OBICTPOM OTKJIMKE Ha MUKOPHU3ALIUIO B CUM-
ouocucteMe “M. lupulina + G. intraradices” (Ta6m. 1).
OIHUM U3 TIEPBUYHBIX MEXaHMU3MOB BbICOKOI OT3bIB-
YMBOCTHU JIIOLICPHEI, TI0KA3aHHOI B HAIIIMX SKCIICPH-
MEHTaxX, MOXKET OBbITh afarTalys pacTeHUM K HU3KO-
My YpoBHIO (pochopa B mouBe 3a CUET aKTHMBALUU
rpubomM AM cekpeunu ocgara3 pacTeHUSI-X035IMHA
(Ezawa et al., 2005). B xauecTBe BTOPUIHOIO MeXa-
HU3Ma MOXHO pacCMaTpUBaTh I'MAPOJIN3 BHEKOpPHE-
BbIMU TudaMu AM-rpuOOB MOYBEHHOIO OpraHu4e-
ckoro ¢ocdopa (Koide, Kabir, 2000), KoTophblit 3aTemM
nocpeacTBoM (hocOOpPHBIX TPAHCIIOPTEPOB ITOCTYIIAET
B KOpHUM pacteHus-xo3siuHa (Karandashov, Bucher,
2005). B cBs13u ¢ 3TUM HaMU IIpoBeeHa OLleHKA U3-
MEHEHUI B HAKOIUIEHUMM OMOMACCHI LIEJbIX pacTe-
HHIA, a TaKKe coaepkaHus pocgopa B 4aCTIX pacTe-
HUI JTIoLepHEI (Tab. 11 2).

M3 mromy4eHHBIX JaHHBIX BUTHO, YTO OTKJIMK Ha-
Oronancs yxe Ha 7-€ CYT OT BbICaJIKi MPOPOCTKOB,
HO K 14-M CyT OH HUBEIUPOBAICS, ITO-BUINMOMY,
BCJIEICTBUE OTTOKA MUTATEIbHBIX BEIIECTB U3 KOPHSI
MUKOPHU30BAaHHOTO pACTeHUs] B HAO3eMHYIO €ro
yactb. O06 3TOM CBUIETEIBCTBYET TOT (haKT, YTO K
5TOMY CPOKY HaOJII01aI0Ch TIOJTHOE pa3BUTHE TTIEPBO-
ro HACTOSIIIIETO JIMCTA, a BeC KOpHeil (BO3MyIITHO-CY-
Xasl Macca KOpHei) Ha 14-e cyT OBLI CyIIeCTBEHHO
HUKE TIPU MUKOPM3ALIMKU PACTeHUI B CpaBHEHUU C
TaKOBBIM B KOHTPOJILHOM BapHaHTe 0€3 MHOKYJISIIINT
(Tabi. 1). 3aTem, yxe Ha 21-e cyT 3a¢hMKCHPOBaH J0-
croBepHbIi (P < 0.05) OTKIMK Ha MUKOPU3ALIUIO I10
BeCy KaK HaJ3eMHBIX YyacTeil, Tak u KopHeii. Kpome
TOTO, ¢ 21 CYT YeTKO TIPOSIBIISIETCS POIb MUKOPH3a-
LIMU B YCKOPEHUU pa3BUTUSI pacTeHUsI (puc. 2). 3Ha-
YUTEJIbHOE YCUJICHWEe MHTEHCUBHOCTH POCTa pacTe-
HUIl MpU MUKOPHU3alUU paHee ObLIO MOKa3aHO He
TOJBKO UTST 6000BBIX KYIBTYP, HO ¥ JUTSI MHOTHX IpY-
TMx pacTeHul, HanmpuMmep, meHuisl (KOpkoB u ap.,
2012), 6ambyka (Jiang et al., 2013) u T.1. OgHaKo Ha-
psiAy C 3TUM B psiie UCCAENOBaHUI YCTAaHOBJIEHO, UTO
TIpY HEOMAroNpUSITHBIX YCIOBUSIX Tpud G. intraradices
CIoco0eH 0Ka3bIBaTh 0OpaTHOE JeHCTBUE — MOJAB/ISTh
POCT pacTeHUIT HEKOTOPHIX BUIIOB, KaK ObLTO ITOKa3aHO
Ha mmenwuue ( Triticum aestivum) (Li et al., 2008).
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Taommma 1. CpeaHuii cyxoii BeC paCTeHUM CUJIBHO MUKOTPO(MHOM JIIOLIEPHBI XMEJIEBUIHOM, MTHOKYIUPOBAaHHBIX (+AM)
Y HEMHOKYIUpoBaHHBIX (—AM) rpubom G. intraradices

Cpok, cyT Bec KopHeit pacTeHuUst, MT Bec Haa3. yacTeit pacTeHUsI, MT Bec 1iesioro pacrteHus, Mmr
OT IToCaaku —AM +AM —AM +AM —AM +AM

0.25£0.01 0.25+0.01 0.64 £0.02 0.64 £ 0.02 0.89 +0.02 0.89 +0.02

7 0.58 £ 0.04 0.87 £ 0.08 1.22 £0.06 1.65+0.11 1.79 £ 0.07 2.53+0.13

14 1.73 £0.03 1.29 £0.02 3.31+0.02 3.321+0.02 5.04 £ 0.09 4.61+£0.07

21 3.01 £0.06 2.85£0.06 6.47 £0.08 10.39 £ 0.13 9.48 +0.23 13.24 £ 0.32

28 3.54+0.09 7.32+0.20 8.71+0.12 25.86 £ 0.48 12.26 = 0.37 33.18 £1.02

35 5.03+0.11 13.42 £ 0.37 12.59 £0.24 60.24 £ 0.97 17.61 £0.53 73.65+2.14

49 9.34 £0.30 23.16 £ 0.46 35.94+0.75 [134.57 £4.05 4528 £1.72 |157.73£5.67

IMpumevanue. “Bec” — Bo3myliHo-cyxas 6ruomacca.

Taomuna 2. Conepxxanue gocdopa B TKaAHSIX pAaCTEHUI CHMIBHO MUKOTPOMHOM JIIOLIEPHBI XMEJIEBUIHOM, MHOKYIUPO-
BaHHEIX (+AM) 1 HemHOKyIMpoBaHHLIX (—AM) rpudomMm G. intraradices

Conepxanue docdopa (P,05), %
Cpox, cyr B CYyXOU Macce KOpHel B CYXOM Macce Haa3. yacTen B CYXOM Macce pacTeHUs
OT MOCaaKHu
—AM +AM —AM +AM —AM +AM

2.76 £0.003 2.76 £0.003 2.76 £ 0.005 2.76 £ 0.005 2.76 £ 0.006 2.76 £ 0.006
7 2.04 = 0.007 2.08 = 0.009 2.19 £ 0.003 2.23+0.014 2.14 £ 0.008 2.18 £0.017
14 0.788 £0.006 | 1.671 £0.031 | 0.301 £0.001 | 0.686 £0.004 | 0.468 +0.006 | 0.961 = 0.032
28 0.585+0.026 | 1.674+0.071 | 0.254 +£0.003 | 0.729 £0.006 | 0.350 £0.027 | 0.937 £ 0.072
49 0.499 £ 0.035 | 1.441£0.014 | 0.198+£0.012 | 0.802 £0.003 | 0.260+0.037 | 0.896 = 0.014

AnHanu3 HakoruieHus: ¢ocdopa B TKaHSIX pacTe-
HUM JIIOLIEPHBI TOKa3aJl CYlleCTBEHHOE BJIUSTHUE MU-
KOpH3allMM Ha 3TOT MOKas3aTesib yKe Ha 3Talre CcTa-
HoBJieHUs1 AM (Ta6J1. 2). [TokazaHO, UTO OTKJIUK T10
copepxannio pocdopa Hadbmomancs yxe B ¢asy 1-ro
HacTosIero jJucta (Ha 14 cyT) B OT/IM4YMe OT Beca pac-
TEHUsI, YTO MOATBEPXKAAETCS CTATUCTUIECKU JOCTOBEP-
HOI CMMOMOTHYECKON 3(h(EeKTUBHOCTHIO PAaCCUUTAH-
HOM 11 JaHHOoTrO cpoka (Ta6s. 3). IMociaenHsst mpen-
CTaBjisieT co0oif pasHully (IpubaBKy) MOKAa3aTels
MIPOIYKTUBHOCTY B BapyaHTe C MHOKY/IsIuueid (+AM) u
B BapuaHTe 0e3 MHOKYJIsuu (“—AM?” , KOHTPOJIb), OT-
HeceHHasl K BapuaHTy “—AM” u BbIpaxkeHHasl B po-
HeHTax. TakuMm oOpa3oM, HaKOIUIEHUE MaccChl Haj-
3€MHbIX YacTell JIIoLepHbl HAYWMHAETCS cpa3y Mociie
ctaHoBieHUs1 AM, kKorna cuMOMOTpodHOE MOCTYM-
neHue ocdopa B pacTeHUE HAUYMHAET IIPe00jI1agaTh
HaJl COOCTBEHHBIM ITUTAHWEM PACTEHUS-XO35IMHA.

®dochop, MNOCTYyNUBIIMI B pacTeHUE, HMeEeT
OrpoMHoe (hM31UO0JIOTUYECKOEe 3HaUEeHHE B CBSI3U C aK-
TUBHBIM Y4YacTMEM B PETYJSIIMU DHEPreTUYEeCKOro
cTaTyca pacTUTEIbHOM KJIETKU, B TOM YUCJIE TTIOCPE-
CTBOM JMaupytolieid poau docdaroB B peryassuuu
YIJI€BOAHOTO OOMeHa KiaeTku. OOIIen3BeCTHbI JaH-
HbIE O TOM, 4YTO KOHIIeHTpalus (pocdaTtoB B IMTO-
TIa3Me SIBJISIETCSI OCHOBHBIM PETYISITOPHBIM 3BEHOM
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MHTEHCUBHOCTHU OTTOKA aCCUMWJISITOB M3 XJIOPOILIA-
CTOB, a, CJIEIOBATEIbHO, TTOIIePXKaHWsI MHTEHCUBHO-
CTU paboOThl POTOCUHTETUYECKOTO arrapaTa KJIeTKU
(Mensenes, 2004).

IMonyyennnsle Hamu pe3ynsraThl (Tabn. 3) cBude-
TEJIbCTBYIOT O 3HAYUTEILHON CUMOMOTUYECKOI 3 PeK-
TUBHOCTH B3aMMOACHCTBUSI MOLEPHBEI ¢ AM-rpnoom
G. intraradices B xolie BCETO pa3BUTHS PaCTCHUH JIFOLIEP-
HbL. DPGHEKTUBHOCTD Obllla MAaKCUMaTbHOM (+274.4%)
JUIST HaI3eMHBIX YacTell B (pa3y IJIOAOHOIICHUS (Ha
49 cyT), Ha 3TOT Xe MO3AHUIN CPOoK ObLIa HAUOOJb-
el 1 cumounoTudeckasi 3pheKTUBHOCTb, paccyu-
TaHHas Mo colepkaHuio ¢ochopa B HAA3EMHBIX Ya-
CTIX pacTeHuii mouepHbl (+304.3%).

JlaHHBIE IO CUMOMOTHYECKON 3(PPEKTUBHOCTH
HapsioTy C JAaHHBIMU O KapJIMKOBOM POCTE PacTCHUIA
motuepHbl 6e3 AM (puc. 1) ITO3BOJISIOT 3aKJIIOYNUTh,
YTO MCCJIeAyeMasl JIIollepHa XMeJIeBUIHAS JeUCTBU-
TEJILHO SIBJISIETCSI CWJIbHO MUKOTPO(HBIM PACTEHUEM —
9KOJIOTUYECKU O0IUTaTHBIM MUKOTPO(MOM B YCIOBHU-
SIX HU3KOTO YpoBHS (pocdopa B mouBe. OTMETUM, YTO
JUIST MHBIX PacTeHMWil, He SIBJISIOIIMXCS OOJIUTIaTHO
MUKOTPO(MHBIMU, OTKJIMK Ha MUKOPU3ALUIO OOBIYHO
MPOSIBIISIETCSI CYILIECTBEeHHO mno3aHee. Hampumep,
st exeBUKM (Rubus fruticosus) ToKazaHO, 4TO OT-
KJIMK II0 colepxkaHuio pochopa B paCTCHUM PEru-

3%
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Puc. 2. BricoTa ctebmns u (aza pa3BuTHUSI paCTEHUN JTIO-
LIEPHBI XMEJIEBUIHOM, MHOKYJIMPOBaHHBIX (+AM) U He-
MHOKYJMPOBaHHBIX (—AM) rpuboM apOyCKyISIpHOI M-
Kopu3kbl G. inrtraradices. Ham cton6aMu yka3aHbl pa3bl
pasButus: “tur” — daza MepBOro HACTOSIIIETO JIMCTA,
“Bn1” — (paza BTOPOTO HACTOSIIEro JucTa, “Ti” — dasa
TPEThETO HACTOSIIIIETO JIUCTA, “HCT” — Havayio cTebJieBa-
HUS, “cT” — cTebneBaHue, “B + 1I” — BETBJIEHUE U IIBETE-
HUe, “HB + 0” — Hayvajo BETBJICHUS U OyTOHM3ALIMS,
“B + n” — BETBJIEHUE U TUIOJOHOIIEHUE.

cTpupyetcs pubam3uteabHo Ha 30-e cyt (Carredn-
Abud et al., 2007). 171 GOJbIIMHCTBA paCTeHUN Cy-
IIECTBEHHO HMXe M MOKa3aTeJIM OT3bIBYMBOCTU Ha
MuKopu3aiuio. Hanpumep, B HelaBHUX HMCCIeq0Ba-
HUSX BJIWSHUS MUKOPHM3allMM Ha POCT pacTeHUM
6amOyKa ObLIO IT0Ka3aHO, YTO CUMOMOTHNYECKasI 3¢-

IOPKOB wu np.

dektuBHOCTE AM-TpH6OB Ha 60-¢ CyT OT MmocaaKu
CaxXeHIIEB BapbrpoBaja B nuana3oHe 18.6—74.3% 1o
CyXoMy Becy KopHeit u 67.2—93.0% — 1o Becy Hal-
3eMHBIX YacTell (pacuyeTHast 3¢h(HEeKTUBHOCTH MO TaH-
HBIM B. 2KaHr ¢ coaBrt., Jiang et al., 2013). I[Ipumepom
pacTeHui, 001agaoIIX CUJIBHBIM aBTOTPOMHBIM (B
MMPOTUBONOJIOXKHOCTh CUMOMOTPO(HOMY) TMTaHU-
€M, MOTYT CIyXuTb, 1o pe3dyiabraTam C. Hemek u
Jx.C. By, pacrennsa amnenwcuna Cifrus aurantium,
yOpaHHbIe Ha cTaauu mogoHolneHust (Nemec, Vu,
1990). B 3ToM 3KcriepuMeHTe MpubaBKU, pacCUUTaH-
HbIe IO TIOIIOIIeHUIO (ocdopa, TP WMHOKYISLINN
pactenuii rpubdoM G. intraradices Ha HU3KopochHOpPHOI
nouBe (9—12 ppm) ObLUTM CONOCTABUMBI C IIPUOaBKaMU
Ha IT0YBe ¢ BBICOKUM conepxkanueMm Pr (420 ppm). Ta-
KHE pe3yJIbTaThl MOTYT CBUIETEIBCTBOBATh O Pa3INy-
HBIX MEeXaHM3MaX, OMPeAeIsIOIINX CTAaHOBIEHUE 3(h-
($EeKTUBHOr0 MUKOPU3HOTO CUMOMO3a y pacTeHMIA
pa3HbIX CEMEMCTB.

Pazseumue apoyckyaapHoli MUKOpu3o!
8 KOPHSX CUNBHO MUKOMPOGDHO20 pacmeHnus

MUKpOCKONMYECKM aHaJIu3 KOPHEH JIIoLepHbI
MokKasaj, 4YTo Ha 4-e CyT OT BbICAIKU MPOPOCTKOB B
KOPHSIX paCTEHUSI-X03I1MHA CUMOMOTUYECKUX CTPYK-
TYyp He HaOI0aan0Ch. MI3BECTHO, UTO Ha 3TOM 3Tarie
MPOXOAUT MNPEeUH(MEKIIMOHHOE pPa3BUTHE, KOTOPOE
BKJIFOYAeT POCT BHEKOPHEBBIX M@ B HampaBJIeHUU
KOpHel pacTeHMs, a Takke ux BeTBiaeHue (Hirsch,
Kapulnik, 1998). Mukopu3aius JolepHbl Ha 4-€ CyT
orcyTrcTBOBasia. IlepBbie anpeccopuu cpopMrpoBa-
JIUCh B Tepuoj ¢ 4 Ha 7-€ CyT pacTeHUI JIIOLIePHBI,
BcTpedaeMocTb AM B Kope KOpHsI Ha 7-€ CyT coCTa-
Buia 10.7% (ta6a. 4). ApOycKyan M Be3UKyJ He Ha-
omonamock. Havano MuKopuzaluu TIPeACTaBICHO
Ha puc. 3a. K 7 cyT rpub npoHuKaeT B KOpY KOpHS,

Ta6mauna 3. CumouoTruuyeckast 3(PEeKTUBHOCTb apOYCKYISIPHOM MUKOPU3bI, (DOPMUPYEMOI CUITBHO MUKOTPOGHOI JT10-

LIepHOi1 XMeJIeBUIHOU U rpruboM G. intraradices

CumobunoTtnyeckast 3¢ GeKTUBHOCTD (%), paccyMTaHHas 10
Cpoxk, cyT
Becy BeCy HAIS. Becy COIEP>KaHUIO cofiepKaHUIO cofepKaHUIO
o Hocamen KOpHen qacrten ACTEHUS docdopa ocdopa B Hans. docdopa
P p B KOPHSIX 4acTsax B pacTeHUU
1 0 0 0 0 0 0
7 51.1% 36.1°% 40.9* 1.9 1.9 1.7
14 —25.7 0.4 —8.6 112.1* 128.0* 105.3*
21 5.2 60.6* 39.7*
28 106.5* 196.8* 170.7* 186.2* 186.8* 167.9*
35 166.8* 378.6* 318.2%
49 147.9%* 274.4* 248.3%* 188.7* 304.3* 244.0%*

IMpumevanue. 51.1* — cymectBeHHast (mpu P < 0.05) nmpubaBKa B 3HaYEHUHM IT0Ka3aTeJIsi IPOIYKTUBHOCTU ITIPY MUKOPU3AIUK B CPaB-
HEHUM C HEMHOKYJIMPOBaHHBIM KOHTpoJIeM. “Bec” — Bo3myliHo-cyxas 6momacca. OlieHKa ITpoBeeHa 10 pa3IuiMIo CPeIHUX 3HAYCHU M
rokasareJieil MPOIYKTUBHOCTU B KOHTPOJIE U TIPU UHOKYJISIMU AM-rprboM ¢ mpumeHeHreM f-Kputepusi CTbiogeHTa TIpu 5%-HoM

YPOBHE 3HAYMMOCTU.
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Tabmuna 4. TTokazarean MUKOPU3AIUK PACTEHUI CUIILHO MUKOTPO(MHOI JTIOLEPHBI XMEJEBUIHON, MHOKYIUPOBAHHBIX
rpuboM G. intraradices

O?;I%‘Z’a‘;fn F, % M, % m, % A, % a, % B, % b, %
1 0+0 0+0 0+0 0+0 0+0 0+0 0+0
0x0 0X+0 0+0 0+0 0X+0 0X+0 0X+0
7 10.7
14 68.9+4.8 296 £4.0 422+39 26.4 £+ 3.8 88.8 + 5.6 55+09 19.3+£ 3.0
21 798+18 | 307430 | 383+34 | 292429 | 949+48 | 27406 | 9.1+19
28 585+24 202+ 1.5 345+2.6 16.3£1.7 80.3+6.2 1.2+0.5 6.0+23
35 785+ 1.8 284+ 1.5 36.2+1.9 224+1.7 78.7+5.2 3.5+0.8 126 £3.0
49 813426 | 533434 | 66061 | 234+39 | 433+47 | 74+08 | 13.9+18
[Mpumeuanue. [Tponycku “—” 03HAYAIOT, YTO MPU EAUHUYHBIX CTPYKTYpaX MUKOPHU3bI B KOPHE OLICHOYHBIE TTOKa3aTe I MUKOPU3aLIuU

MMEJIM BBICOKYIO MOTPEIIHOCTD; F'— BCTpeUaeMOCTh MUKOPU3HOM MHGEKIIMYU B KOpHE; M Y m — UHTEHCUBHOCTb MMKOPU3HOM MHbEK-
LIMY B pacyeTe Ha BCIO KOPHEBYIO CUCTEMY M B pacuyeTe Ha MUKOPM30BaHHYIO 4YaCTh KOPHEI, COOTBETCTBEHHO; A U @ — 00wIre apOyCcKyIt
B pacyeTe Ha BCIO KOPHEBYIO CUCTEMY M B pacueTe Ha MUKOPHU30BaHHYIO YaCTh KOPHEU, COOTBETCTBEHHO; B U b — 00WIKe BE3UKYJT B
pacueTe Ha BCIO KOPHEBYIO CUCTEMY U B pacuyeTe Ha MUKOPU30BaHHYIO YaCTb KOPHE, COOTBETCTBEHHO.

MpPOXOsl Yyepe3 BHEIIHUE PU30JAePMaIbHbIC KJIETKU
pacTeHusi-xo3siuHa. HabGmogaeTcst pocT MeXXKIeTou-
Horo munennsa. Ha ciaemyiomiem ararie rudbel B Kope
KOpH: (opMmupyrot apoyckyisl (puc. 30). EnuHuy-
Hble apOyCKyJbl OOHapyXeHbl Ha 12 cyT pa3BUTHUS
pactenus. [anaee IIpOMCXOOUT paCIIPOCTpaHEHUE
MEXKJIETOUYHBIX TU(} Tprba mo KOpHIO M pOCT YHMCIIa
apoyckyn (puc. 30). K 14 cyr omHOBpeMEeHHO C po-
CTOM 4ucJia apOyCKyJl BbISIBJIEH Tpoliecc (hOpMUPO-
BaHMS BE3UKYJ I'prba B MEXKJIETHUKAX KOPHEH pac-
TeHus1-xo3siMHa (puc. 3B). K 1aHHOMY cpoKy o0ouine
apbyckyn (A) u Be3ukya (B) B KOpHE COCTaBUJIO
26.4+3.815.5+0.9%, COOTBETCTBEHHO.

B dazy crebneBanus (Ha 28 cyT) pa3BUTbie apOy-
CKYJIbI 00pa3yloT B KOPHSIX JIOLIEPHBI XMEJIeBUIHOM
IUIOTHBIE cKoryieHus. Hamu ObLT MpUMEHEH METO/
MOJIy4YeHUsT TaBJICHBIX MpernapaToB, YTO MO3BOJIUIIO
aHAIM3UPOBaTh HECKOJBKO CJIOEB KOPTUKAIBHBIX
KJIETOK, YETKO BUIMMBIX TP MUKPOCKOMUU. Takoii
METOA TIpUMEHSIeTCSl I eTalbHOro aHaiuza AM
(Trouvelot et al., 1986; Utobo et al., 2011). O6Hapy-
>KEHbI MOJIOJIbIE, pa3BUBAIOIIMECS apOyCKyJIbl, 310~
HSIOIIME YacTh KJIETKU pacTeHUsI-XO3siMHa (puc. 3T,
yKa3zaHbl TOHKMMH CTpEJIKaMM), pa3BUThIE AKTHUBHBIC
apOyCKyJIbl, 3aIIOJHSIOIME KIETKY LIeIUKOM (puc. 3T,
yKazaHbl XUPHBIMU CTpeJIKaMu), a TakXKe cTapble
“CXJIONHYBIINECS” pa3pyllarolIecs apOyCcKyIbl, 3a-
MOJIHSIOIINE KJIETKY C OTHON CTOPOHBI — B MECTE
MPOHUKHOBEHUS (puUC. 311, yKazaHbl TOHKUMMU CTPEJI-
KaMM). AHAJOTMYHO HEMELKWE MCCIeI0BaTeIn
E. IlImMmug u ®. OGepBUHKIIEDP BBISIBWIM pPa3BUTHIE
(“living” — “>xuBble”, 3peJible) U “BbIpoxKaaloliecs’”
apOyckybl (“degenerated arbuscules™) B cTapbIX KOp-
Hsax TanoptHuka Ophioglossum  reticulatum L.
(Schmid, Oberwinkler, 1996).

I1o pesynbraram aHanm3a ¢otorpaduii TaBJIEHBIX
rperapaToB KOPHEN paCTeHUM JIIOLIEPHbBI XMEJIE€BU/I -
HOI MOXHO 3aKJTIOYUTh, YTO TpUb (popMuUpyeT Be3UKY-
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JIbI B BUZIE TEPMUHATBHBIX B3MYyTUI MULIEUSI, PEXKe — B
BUJIC MHTEPKAJSIpHBIX B3OyTHUii (puc. 3e). x odpazo-
BaHUE HaOmomaeTcs yxke ¢ 14 cyt. Unorma ¢popmupy-
OTCSI “TpOMHBIE” BE3WKYJIBI, YTO OBLIO ITOKA3aHO
BriepBbIe (puc. 3xk). OOHapyXeHbl MEKKJICTOUHbIC Be-
3UKYJIBI, HO BHYTPUKIIETOUHBIC BE3UKYJIBI, XapaKTep-
HBIE VTSI TTapa3uTHYECKOM CTaauy TpuO0B, 0OHAPYKEHBI
He ObUIM. PopMa Be3WKY/l BapbUpyeT B IIIMPOKOM JUa-
Ma3oHe: MpeodaJaloT OKPYIJIble, OBalbHbIE, BCTpeUa-
TOTCS TAKSKE TPYIIEBUAHBIC, TIPOIOJITOBATHIE Y HEOTIpE-
neneHHoi opmel. ComtacHo naHHbIM k. B. MopToH
Be3WKYJbl BceX rpuboB poma Glomus NeWCTBUTEIbHO
SIBJISIFOTCSI BEICOKO TToJIMMopHBIMU (Morton, 1988).
ABTOp TIpHMpaBHUBACT MOHITHUS “BHYTPUKOPHEBEIC
cnopbl” U “Be3uKybl AM-rpuba”.

Hacrosiimee wmcciiemoBande Ha CHJIBHO MHKO-
TpoHOI JIoIIepHE XMEJIEBUIHOM MOKAa3bIBAET, YTO
criopbl obpasyrorcst u3 AM-rpuba, rjIaBHBIM 00pa-
30M, Ha TTO3MHUX CTaAWsIX OHTOTeHe3a pacTeHUs (B
¢azy IIogoHOIIIeHNS, BBISIBJIEHBI Ha 49 CyT, puc. 3X).
®dopma criop Oiu3ka K cPepuyecKol, CTeHKa —
nBoiHas. B To e BpeMsi 10 cMX MOp B JIUTepaType
HET eAMHOTO MHEHMST O Pa3BUTUH CIIOP U3 BE3UKYIL.
OcHoBHOI1 (hbopMOIi BHYTPUKOPHEBBIX CITOp, OOHa-
pyxeHHbix JIxx.b. MoptoHn mns G. intraradices
Schenck & Smith, kak 1 s G. diaphanum Morton &
Walker, gBnsgimack »syummMntTudeckas. ComocTabiisis
¢opMy BHYTPUKOPHEBBIX CIIOP 3TUX BUAOB C APYTH-
MU BUIaMu poxaa Glomus, aBTOp OTMETHII, YTO BUIBI
G. clarum Nicolson&Schenck n G. manihot Howeler,
Sieverding&Schenck o6pa3yioT B KOpHsiXx HauboJiee
01u3KkMe K chepuyeckoit popme cropsl, obdyamaro-
1I1e 3HAYMUTEeJbHO OoJiee TOJICTON cTeHKOW. OH Tak-
Ke TToKa3ajl, 4To rpuobl AM 0o0pa3yloT TakKe siifie-
BUIHEBIE, TPYIIIEBUIHBIC, HEIIPABUJIBbHBIE, TTIOUKOBUII-
HbIe, BEPETEHOBUIHBIE W OYJIaBOBUIHBIE CITODHI.
Jx.b. MopTOH MpeanoyioKWI, YTO BBICOKMIA ITOJIU-
MophH3M T10 (popMe BHYTPUKOPHEBBIX cItop AM-rpH-



320 IOPKOB u 1p.

OHTOT'EHE3 Tom46 NeS 2015



PA3SBUTUE APBYCKYJIAPHOU MUKOPU3bI 321

Puc. 3. PazButue ctpyktyp AM B KOpHSIX JTIOLIEpHBI XMeJieBuaHOM. Ha puc. 3a cTpeiika yka3biBaeT Hauajo 3apaxkeHust AM; Ha
puc. 30 cTpeJIKM YKa3bIBalOT Ha apOyCKYJbl; Ha pUC. 3B TOHKME CTPEJIKM YKa3bIBalOT Ha apOyCKYJIbl, >)KUPHbIE — Ha BE3UKYJIbI;
Ha puc. 3T TOHKWE CTPEJIKA YKa3bIBAIOT Ha PA3BUBAIOIINECS MOJIOAbIE apOYCKYIIbI, (KUPHBIE — HAa aKTUBHBIE Pa3BUTHIE apOy-
CKYJIbI; Ha pUC. 31 TOHKMMM CTpeIKaMM yKa3aHbl pa3pyliatoiiecs: apoycKyJibl, )KUPHOM — aKTUBHas1 apOycKyJia; Ha puc. 3e
CTpEJIKOM yKa3aHa Be3uKyJia B BUIe MHTePKaJISIpHOTO B3AYyTHSsI; HAa pUC. 33K TOHKOM CTPeJIKOI yKa3zaHa TpoliHasl Be3UKyJia, XKUp-
HOM — Be3UWKyJIa C IBOMHOI 000JIOUKOIT; Ha puC. 33 CTPEJIKOI yKa3aH allpeccopuii, 00pa3oBaHHBIN B pe3yJIbTaTe BTOPUIHOTO
MPOHUKHOBeHUsT AM-Tpuba B KOpeHb; Ha pUC. 3U—3K TOHKOI CTPEJIKOM yKa3aHO HaJW4Yle MULICJIHUS B HEITIOCPEACTBEHHOM
OJIM30CTU OT 30HBI AeJIeHUSI KJIeTOK KOHYMKA KOPHsI; Ha pUC. 31U XKUPHOI CTPEJIKOM yKa3zaHO Haju4yue apOycKy, Ha puc. 3K
KMPHOU CTPETKON yKa3zaHa Be3WKyJsa; Ha puc. 371 CTpeIKaMM yKa3aH TOJICThIN Muliesnit AM-rpuba, COOCTaBUMBIi T10 pa3-
MepaM C CoCylaMU LIEHTPaJILHOTO LIMJIWHAPA KOPHS JIIOLIEPHBI; HAa pYC. 3M TOHKMMH CTPEIKaMM yKa3aHbl BE3UKYJIbI — CITOPHI,
pacIupaloliie KopeHb, XKUPHOU CTPEJIKOI — KOHYMK KopHsi. Ha puc. 3a mpeacraBieHa AM Ha 7 cyT OT BbICAAKHU IIPOPOCTKOB,
Ha puc. 36—3B — Ha 14-e cyT, Ha puc. 3r—3e — Ha 28-e cyT, Ha puc. 3k—31 — Ha 49-e cyT, Ha puc. 3M — Ha 88-¢ cyT. Pazmep

MaciiTabHoii TuHeiiku coctapisieT 100 MKM.

0a MOXET OBITh pPE3yJIBTAaTOM peaklWu TpuOOB Ha
CTpPECCOBOE BO3JEWCTBUE pACTEHUSI-XO3MHA WIU
okpyxatoieit cpensl (Morton, 1988).

OO0mwmii aHamu3 CTPYKTYyp, (hopmupyembix AM, a
TaKXe OTCYTCTBUE CKPYYEHHbBIX B KoJiblia Tu¢ rprubda
BHYTPU KJIETOK KOPbl, CBOMCTBEHHBIX napuc TUMY
AM, 1o3BOJISIET 3aKJII0OYUTh, YTO MJIsI TIOLEPHBI XMe-
JIEBUTHOM XapaKTepeH apym TUT apOyCKyISIPHOU MU -
Kopm3bI ¢ TpuooM G. intraradices. I1orydeHHBIC HAMHT
JIaHHBIC COMIACYIOTCS C JIMTEPATYPHBIMU O LIIMPOKOM
pacrpocTpaHEeHUU UMEHHO apym TUMa y TpelCcTaBU-
Teneit 6060BbIX (Pawlowska et al., 1996), a Takke ¢
JMAaHHBIMU, TOJYYSHHBIMU JJIsT JTIOLEPHBI cliaboyce-
yeHHol (Medicago truncatula), koTopasi o0pasyeT TOT
xe turrt AM (Smith et al., 2004). OnHako U3BECTHO,
YTO pacTeHMs AaxKe OTHOTO poja (HO pa3HbIX BUIOB)
MOTYT 0Opa30BbIBaTh pa3iudHbie TUTTBI AM — apym
(Arum), napuc (Paris) i npomexncymounutii (Interme-
diate) (Muthukumar, Tamilselvi, 2010; Burni, Hus-
sain, 2011). I[TokazaHo, YTO HA OMHOM PACTEHUU MOTYT
(dopMupoBaThcsl pa3Hble TUIIBI AM B 3aBUCUMOCTU
oT Bujaa MukocuMouonra (Dickson, 2004) 1, Hao60-
pOT, OMH PO MOXET (POPMUPOBATH Pa3HbIE THUIIbI
AM Ha pas3HbIX BUaax pacreHuii. Hanpuwmep, G. in-
traradices obpasyet apym tail AM ¢ 1yKoM-mopeeM
(Allium porrum) n napuc Tun AM c acdoaenocom
nyndateiM (Asphodelus fistulosus) (van Aarle et al.,
2005). C. IukcoH mpeacTaBujl HanboJiee moaApoOHYIO
WHTEpIIpeTalnio 8 MMOATUIIOB (DOPMUPYEMOI pacTe-
HussMu AM (Dickson, 2004). BepositHo, Tunn AM 3a-
BUCUT HE TOJIbKO OT FTEHOTUIIOB PaCTEeHUSI-X0O3s5IMHA U
MMKOCUMOMOHTA, HO 1 OT YCJIOBUI B3aUMOJECTBUS
napTHepoB cuM0Ouo3a. Torma MOXHO MPEAnoI0XKUTb,
YTO M pacTE€HUs OTHOTO BUA B pa3HbIX YCIOBUSIX MO-
ryT ¢opMuUpoBath pasdHbie TUNBI AM. OmHaKo 3TO
MPEATOJOKEeHUE ellle He HAIIUIO MOATBEPXKACHUSI.

Pe3ynabTaThl Hallero ucciemoBaHUSI TOKAa3aju,
YTO YK€ Ha HaYaJIbHOM 3Tare pa3BUTUSI paCTeHUS (K
14 cyr) opMuUpyIOTCSI BCE OCHOBHBIE CTPYKTYpPBI
AM. [lanHble 110 comepxaHuto pocdopa (Tadi. 2) B
pPacTeHUSIX JTIOLEPHBI CBUACTEIBCTBYIOT B TTOJIB3Y TO-
ro, 4TO yXe K 3ToMy cpoKy (paza 1 HacTosIIero Jm-
cra) AM npUHUMAET aKTUBHOE yJacTHe B PETYISIINU
pocTa TIOLEPHEI B YCIOBUSX HegocTaTka (pocdatosB B
nmouBe. Ha Gosiee mo3gHux aTanax (¢ 35 cyrt) HabJo-
JIaJIOCh BTOPUYHOE IIPOHUKHOBEHUE Tpuba B KOPHU
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JirolepHbI (puc. 33). O6 akTUBHOM pa3BUTUU AM Mo-
XKET CBUACTEIILCTBOBATh 1 BBISIBJICHHASI HAMM CITO-
COOHOCTh MEXKJIETOYHOI'O MUIIEINS BIUIOTHYIO IO -
CTylnaTh K 30HE JEJICHUS KJIETOK KOHYMKa KOPHSI
(puc. 3u—k). Ciaenyer OTMETUTh, UTO B 3TOW YacTu
KOpHSI TpuO obpa3yeT He TOJbKO TMdbl, HO U apOy-
CKyJnbl (puc. 3m, apOycKysia yKazaHa TOJICTOI CTpell-
KOI) 1 Be3UKYJhbl (puc. 3K, BE3MKYJIa yKa3aHa KUPHOU
cTpeskoit). HecMoTpst Ha Takoii TECHBIM CUMOMO3 JIIO-
LIEpHBI XMeJieBUIHOM ¢ AM-rpuboM G. intraradices, no-
CJICIHUI He MPEACTaBISIeTCs] Mapa3uToM, a, Hao0OPOT,
CIOCOOCTBYET 3HAUMTEILHOMY YCUJICHUIO POCTa pacTe-
HUsI-xo3sinHa (puc. 1, Tadmn. 3). Bunumo, Takoe TecHOE
B3aMMOJIEAICTBUE MOXKET ObITh OObSICHEHO OOJIUTaTHO
MUKOTPOGHBIM CTATYCOM JIIOLIEPHBI B YCJIOBUSIX HU3-
Koro ypoBHs P B mouse.

HanpHelimumii aHaIm3 pa3Butus AM mokasain, 4To
Ha 49 cyT y JIOLIepHBI XMEJeBUAHONM HaOII0IaeTCs
HaJIM41e B KOPHE HE TOJILKO BE3UKYJ C OMHOI 000JI0Y-
KO KaK Ha IMepBbIX 3Tarax Mukopusaiuu (puc. 3B), HO
U ¢ IByMsI 00o109KaMu (puc. 33K, Be3UKyjla yKa3aHa
XKUPHOH CcTpelikoii). OOIIen3BEeCTHO, YTO BE3UKYIIbI
MMEIOT OJHY 000JI0YKY M BEICTYIAIOT B POJIM OPraHOB
HaKOIUICHUSI 3alacCHbIX 3HEPreTUYECKMX BEIECTB,
m1aBHBIM oOpa3om mnuaoB (Bago et al., 2002; van
Aarle, Olsson, 2003). Ha 6osiee mo3nHux cpokax (Ha
88 cyT) 3T BE3UKYJIBI IIPUOOPETAIOT BU HEIIPO3pad-
HBIX, 00JIee KPYMHBIX M OKPYIJIBIX CTPYKTYp (pucC. 3M).
Takue Be3UWKyJIbl MOXHO, IO-BUIAMMOMY, CUMTATb
cropaMy WM aHAJOTUYHBIMU CTPYKTypaMu, IIO-
CKOJIbKY JaHHbIC BU3YyaJIbHBIX HAOJMIOAESHUI, IIPOBE-
JIEHHBIX C MCIIOJIb30BAaHUEM CTEPEOCKOIIMYECKOrO
Mmukpockomna Stemi 2000, Toka3anan, 9To TaKMe HOBO-
oOpazoBaHusl AM ciocoOHBI U3pacTaTh MULIEJIMEM B
BOJIHOM cpene Ha vaiikax [Terpu. OObIYHBIE BE3UKY-
JIBI C OTHOM 000JIOUKOI TAKOM CIOCOOHOCTBIO HE 00-
nanatoT. 1.M. BaH Aapib u I1.A. OJicon Takke oOHa-
pyxuim Ha nomopoxkHuke (Plantago lanceolata L.)
KaK BHYTPMKOPHEBBIE CIIOPbI, TaK U Be3UKYJIbl AM
(van Aarle, Olsson, 2003). Psn aBTopoB npeamosara-
€T, YTO Be3UKYJIbl AM SIBJISIIOTCSI HAYaJIbHOM CTagueil
pasButus criop (Schenck, Pérez, 1988; Fortin et al.,
2002). B Hacrosei padboTte IToKa3aHo, 9YTO Y CUIIBHO
MUKOTPO(MHOM JIOLEPHBI XMEJIEBUIHOM yKe B HaJa-
Jie TuionoHolIeHus (Ha 49-e cyt) (popMUpYIOTCS He
TOJILKO BHYTPUKOPHEBEIE CITOPHI (pHcC. 4a), 00pa3yio-
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Puc. 4. Criopst AM-rpuba (puc. 4a—06) u ctpyktypsl AM (puc. 48—3) B (pasy mmomoHomeHus jrolepHbl. Ha puc. 4a xxupHoit
CTPEJIKOM yKa3aHa OBaJIbHasi BHyTPUKOPHEBasl Criopa rpruba, TOHKOW CTPEJIKON — rpyllieBUaHast Be3UKyia rpuba; Ha puc. 40
TOHKOI CTPEJIKOI MOoKa3zaHO 00pa3oBaHUe BTOPUYHOI BHEKOPHEBOM CITIOPHI rpuba, a TOJCTOI CTPEJKON — BTOPUYHBIN am-
TIpeccopuii; Ha puc. 4B—3 TpeAcTaBlieHbl MUKpodoTorpacdhuu AM, tae “B” — pacTUTeNbHBIE BAKYOJIU, “MT” — MEXKJIETOUHbBIC

[Pt

rucbl rpuba, “Br” — BHYTpUKJIIETOYHas riucda rpuda, “11” — pacTUTeIbHasI IUTOoIIa3Ma, “a” — BeTBU apOycKyJI, “Hi” — HavaJlo
Jlerpasaliuy BEeTBU apOycKyIibl, “1n” — merpagupymoinue (puc. 43) u nerpanvupoBaHHbIe (puc. 41) BeTBU apOyckyn. Ha puc. 4a—
43 ripencrarieHa AM B a3y 11ogoHOIIeHUs JIIoliepHbI (Ha 49-¢ cyT). Pazmep macirabHoit imHeiiky Ha puc. 4a u 46 cocTaB-
ssiet 100 MKM, Ha puc. 4B—11, 45X — 2 MKM), Ha puc. 4¢ — 5 MKM, Ha puc. 43 — | MKM.

LMecsT U3 BE3UKYJ I'puba, HO U BHEKOPHEBBIE BTO-
pUYHBIE CITOPEL (pHC. 40).

OCHOBHOI MOP(OJIOTrNYEeCKOil 0COOEHHOCTBIO
AM, oGpa3yeMoii TIOLIepHOH, IBIISIETCST (DOPMUPOBa-
HME Ha IMO3JHUX CpoKax pa3BuTUs (B ¢a3y II0A0HO-
1LIEHYs) MOIIIHOTO BHYTPUKOPHEBOIO MULIEIMS, KOTO-
PBIii TOCTUTAET TOMIIMHBI B 8—12 MKM 1 COIOCTaBUM
Mo TOJIIWHE C COCyJaMM LIEHTPaJbHOIO LIMJIMHAPA
(puc. 3m). Hanpumep, Muliennii B KOpHSX pacTeHUI
JIBYJICTHEM JIIOLIEPHBI TOHbIIIE B 2—3 pa3a 1 COIocTa-
BUM I10 TOJIIIMHE C BHEKOPHEBBIM (PKCTpamarpu-
KaJIbHBbIM ), KOTOPbI# COIJIACHO MOJIYyYeHHBIM HAMU U

JIMTEPATyPHbBIM TaHHBIM COCTABJISIET IJisl TpuO0B AM
pona Glomus 3.5—5.5 mxMm. Cienyer OTMETUTD, YTO
conepxxanue ¢ocdopa B pacuete Ha 1 pacteHUe (BbI-
paXkeHHOe B MT Ha 1 pacTeHue) He CHUKaIOCh (OHO
JIETKO PacCUMUTBHIBAETCS MEPEMHOXEHUEM COOTBET-
CTBYIOIIMX 3HA4YeHUI B Taba. 1 u 2), comepxKaHue
docdopa B pacTeHUSIX MOCTOSTHHO BO3pacTajio Kak
JUUIST HAI3eMHBIX YacTeil, TaK U JJIs KOPHE, YTO CBU-
JIeTeJIbCTBOBAJIO O TOM, YTO B (pa3y IUIOJOHOIIECHUS
(k 49 cyT) pacTeHHe-X035IMH He OCTAaHOBUJIOCH B pa3-
BUTUM, a TIOCTyIUIeHUE cuMOuoTrpodHoro ¢ochopa
MPOIOJIKAIO BO3pacTaTh K 3TOMY CpoKy. Takum 00-
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pa3oM, IoJiydeHHbIe MOP(OJIOTUYECKUE JaHHbIE MO~
TYT CBUJIETEILCTBOBAThL 00 AKTUBHOM ydyacTuu AM B
MeTaboNMM3Me CHMJIIBHO MHWKOTPO(MHON JIIOILIEPHBI,
BKJII04as (pa3y MIOAOHOIIEHMS, YTO MMOATBEPKAACT-
csl JaHHBIMM O BBICOKOM cojepxXaHuu ¢ocdopa B
TKaHSIX MUKOPU30BAHHBIX PACTEHUI ITPOTUB pacTe-
Hult 6e3 AM.

AHaM3 3JeKTPOHHBIX MHUKpodoTorpaduit AM
JIIOLIEPHBI XMeJIEBUIHOM ¢ TpudoMm G. intraradices Bbl-
SIBWJI CJIEIYIOI1€ OCOOEHHOCTU B pa3BUTUU CUMOUO-
Tuyeckux cTpyktyp. [TokazaHo, 4To KJIe€TKH, HE CO-
Jepxaline apOycKyabl, XapaKTepu3ylOTCsl Pa3BUTOM
BaKyoJblo (pUc. 4B), KaK 1 KJIETKHU ME30AePMbl KO-
Hell JMoLepHbl B BapuaHTe 0e3 MHOKyIssuuu AM-
rpudoM. B KireTkax, comepKalirx MoJIOAbIe apOyCKy-
JIbI, HAOMIOAaeTCs HaW4due (3HAYUTEIbHOE pPa3BU-
THe) muToILIa3Mhbl (puc. 41). B x1eTkax ¢ 6osee 3pe-
JILIMU apOyCKyJIaMU TIJIOLIAlb LIUTOTIIa3Mbl Ha cpe3e
MeHble (puc. 4x). McciaegoBaHue rokasano, 4To
MEXKJIETOYHBIEe TU(HBI (pUC. 4B) HE BBI3BIBAIOT TAKOTO
pPa3BUTUSI LIMTOILIA3Mbl B COCETHMUX KJIETKaX, KaKk U
BHYTPUKJIETOUHBIE TU(hBI B TOH Xe KJIeTKe (puc. 4e).
Ha puc. 4e B cpeaHeii yacTu TnpeacTaBiieHbl 3 KpyIi-
Hbl€ KJIETKU SHIO0AEPMbI, BbIIIE KJIETKU LIEHTPATbHO-
ro HWJIMHApPa KOPHS (31€Ch KIETKU (hJI0OMBI), @ HIKE —
KJIeTKu Me3oaepMbl. [TokazaHo, 4To y UCClieyeMOoro
CIJIBHO MUKOTpOodHOTOo pacTteHus rpud G. intraradi-
ces He TIPOHUKAET B KJIETKU SHIOAEPMBbI 1 (hJIOSMBI
(puc. 4¢). TakuM oOpa3oM, Mapa3suTUIECKOrO pa3Br-
Tt AM-Tprba B KOpHE JIIOLEPHBI XMEJIEBUIHON BBI-
sIBJIeHO He ObL10. I1pu 3ToM AM-rpu0, Kak npaBuiio,
OoJIbllie BCEro pa3BMBAJICS B HauOoJiee TIIyOOKHUX
ciosix Me3oaepmbl. Ha puc. 43 3aukcupoBaHo Ha-
YyaJjio Jierpagaliii BeTBU apOycKyabl. Ha puc. 41 mo-
Ka3aHo, YTO B OJTHOM KJIETKEe pacTeHUsI-X0O3sIMHA MO-
KET MMPOXOIUTh OMHOBpeMeHHO 2 mpoitecca: (1) 3a-
KJIIOYEHME B BaKyoJib M MOCJEIyIOlllee pa3pyllieHue
CTapoi gerpagupyrolleil apoycKyJibl (IO LIEHTPY pH-
CYHKa, BbIIIIE U TTpaBee MpecTaB/eHbl 3 30HbI Aerpa-
Jalyrun), a Takke (2) akTUBHOE pa3BUTHE HOBOI apOy-
ckyJbl (cieBa). B padote JI.M. fAkodu ¢ coanT. (Jacobi
et al., 2003), anaau3zupyss AM ropoxa IIOCEBHOIO
(Pisum sativum L., copT SGE u 2 cumMOunoTnyeckmux
MyTaHTa) ¢ G. intraradices, MOXHO TaKKe BBISIBUTb
CYILIECTBEHHOE Pa3BUTHE LIUTOILJIa3Mbl BOKPYT BET-
Bel apOycKys Kak 1j1s1 AM y ucxogHol TMHUM, TaK 1
w1t AM y myranta SGEFix™! (sym40), xapakrepu3syo-
1rerocst BEICOKUM (~90%) conep:kaHueM KJIETOK C Jie-
rpaIvpoBaHHBIMU apOyckyiamu. B padore M. Bumi-
HeBcka U B. ToMMHOBCKM MpoBeleH aHaIu3 KJIETOK
tabaka (Nicotiana tabacum L., copT Samsun), MUKO-
puszoBaHHBIX Ipudbom G. mosseae Nicol. & Gerd.
(Wishnevska, Golinowski, 2011). ComnocraBieHue
MOJIYYEHHbBIX aHHBIX MOKa3aao, YTO 3peJibie apOy-
cKyabl y N. tabacum Takke UMEIOT 3HAYUTETBLHOE KO-
JIMYEeCTBO TOHKMX BETBEU, OKPYKEHHbBIX LIUTOIJIa3MOM
KJIETKM PaCTeHUSI-XO3MHa, PacTUTE/IbHAs BaKyoJlb
TakKe CUJIbHO (pparMeHTUpPOBaHA, a KOJIJIAIICMPOBaH-
Hbl€ BETBU JETPagupyolnUxX apOycKyJl IUIOTHO yIa-
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koBaHbl. CorjlacHO TuUmoTe3e 3pejble apOyCKYJIbI
paspylialTcs B pesyabraTe 4ero oprodocdar, Ha-
KOIUIEHHBI TpOOM B IpaHyJjIax, MOTJIOLIACTCS KIIeT-
Kol pacteHusi-xo3siuHa (Brown, King, 1982; CMmur,
Pun, 2012).

Koopounauus e pazeumuu AM
U pazeumuu CUAbHO MUKOMPODHO20 pACMeHUs]

CpaBHUTENbHBIM aHaJIW3 CTATUCTUYECKUX JaH-
HbIX 00 U3MEHEHUU YaCTOThl BCTPEYAEMOCTU OCHOB-
HBIX CTPYKTYp AM B X0Ji€ pa3BUTUSI paCTeHUS, IPeI-
CTaBJIEHHBIX B Ta0J1. 4, TTO3BOJIMJI BBISIBUTD JABa KJIIO-
YeBbIX ATara pa3BuTus AM:

1) 7—14 cyT OT BBICAAKU IIPOPOCTKOB XapaKTepHU-
30BJIMCh CTAHOBJIEHUEM OCHOBHBIX CTPYKTYp AM,
MpuYeM HaOJII0JaIOCh PE3KOE YBEJIUUEHUE KOIruYe-
CTBEHHbBIX XapaKTepUCTUK MUKOPU3ALIUU;

2) 21—28 cyT OTAUYIUCh 3HAYMMbBIM CHUXKEHUEM
0 BCEM KOJMYECTBEHHBIM XapaKTepuCTUKaM MUKO-
puzauuu (1o F cHuxeHue coctaBuio 21%) ¢ mocie-
IYIOIINM MX BOCCTAaHOBJIEHHUEM K 35 cyT (Tabm. 4).

CrnenyeT OTMETUTb, UYTO BbISIBJIEHHbIE MEPUOJIbI
COOTBETCTBYIOT U3MEHEHUIO Pa3BUTHUS PACTEHUSI-X0-
3guHa. Ha 7—14 cyT IpoucXoauT MocaenoBaTeIbHOe
pa3BUTUE MEPBOTO OKPYIJIOTo JMCTA JIOLEPHbI U Ha-
Jayio 00pa30BaHMs OOKOBBIX KOPHEN. DTOT 3TAIl CME-
HsIETCS pa3BUTUEM TIE€PBOTO HACTOSIIIETO (TPOMHOTIO)
JIMCTa U BTOPUYHBIM BeTBJIeHHWEM KopHeii. BeTnie-
HME KOpHEl pacTeHUii, COIrJacHO JUTepaTypHbIM
JaHHBIM, TECHO CKOOPAWMHUPOBAHO C pa3BUTUEM
CUMOUMOTUYECKUX CTPYKTYp I'puba B KOPHSIX pacTe-
Huii (Marsh, Schultze, 2001). B Hamem ucciemoBa-
HUU T0Ka3aHo, YTO MpU MOSBJIEHUU TTePBbIX OOKO-
BBbIX KOpHEU y pacTeHU I TTPOUCXOUIIO TIPOHUKHOBE-
Hue rpuba B KOPHU M Pa3BUTUE BHYTPUKOPHEBOTO
MUILIEIUs, a TTIpu 00pa3oBaHUM BTOPUYHBIX OOKOBBIX
KOpPHEM HaOJII0Ja10Ch aKTUBHOE pa3BUTHUE apOyCKYJI.
CrenoBaTeibHO, HaJaW4yMe Ie€PBOrO BbISIBJIEHHOTO
HaMU 3Tara o0ycJIOBJIEHO MHTEHCUBHBIM Pa3BUTHEM
AM (cMm. BctpeuaemocTb — F B Ta0u. 4). [Tokazatens F
OBICTPO BEIXOONT Ha “TI;IaTo” — y>Ke Ha MOMEHT peTu-
cTpaumm apOycKyJI M Be3uKyJ ¢ 7 Ha 14 cyt. BcTpeua-
€MOCTb MUKOPHU3bl, HAYMHAs C 3TOTO Nepuoaa, npak-
TUYECKU He U3MEHSIETCS, a KoJjiebJeTcsl B mpeaeaax
70—80% (tabi. 4). OTMeUeHO TaKXKe OYEHb BBICOKOE
obuyiue apOycKyJl B pacueTe Ha MUKOPU3OBAHHYIO
JacTh KopHeit (a) — 6omee 80% Ha MPOTSKEHUH BCETO
paHHero 1eprona pa3sutust AM (ta6a. 4). BepositHo,
3TO OINpenessieTcs O0MUTaTHOMUKOTPOMHBIM CTaTy-
COM JIIOLICPHBI XMEJIEBUIHOU 110 OTHOIIEHUIO K AM-
rpudy G. intraradices, KOTOpbIil BbIpaxkeH B IIpU3HA-
Kax KapJIMKOBOCTU pacTeHUiI 6€3 MUKOPU3BI MO OT-
HOILLIEHUIO K HOPMaJIbHOMY Pa3BUTUIO pacTeHuii ¢ AM,
BbIpallleHHbIX Ha TTOYBE C HU3KMM ypoBHeM dochopa
(FOpxkoB u ap., 2007). Ipno AM ycunuBaet pocdat-
HOE€ IMTAaHWE PACTEHUI JIOLEPHbI XMEJIECBUIHOM,
cHuMast 3dEeKT NogaBICHUST pOCTa B YCJIOBUSIX HU3-
KOro ypoBHs ¢ocdopa B MOYBE, T.€. CIIOCOOCTBYET
ajanTalyu pacteHuli. B cBolo ouepenapb pacTeHue-xo-
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3IMH Ha paHHMX 3TallaX aKTUBHO pa3BUBAETCsl, YTO
XapaKTepu3yeTcsd yBEJIUYEHUEM YUCJIa JIMCThEB.
IIpoucxoanut ycuieHue padboThl aCCUMUIISILIMOHHOTO
anrmapaTta pacTeHUi JolepHbl xMmelaeBuaHoi (FOp-
koB, Cemenos, 2008; IOpkosB u ap., 2010). Tem ca-
MBIM YBEJIMYMBaeTCs CHaOXeHUe MUKOCUMOMOHTA yT-
JIEBOJIAMM, YTO IIPUBOIMUT K ellle 00jiee MHTEHCUBHOMY
pasButuio AM (Koide, Mosse, 2004). Ctumympyro-
it apdpekT AM MOXKET CKa3bIBaThCS HA COAEPKAHUU
xopodWUIa, YBEIWYEHUM IUIOIIAONA JIMCTOBOM I10-
BEPXHOCTU U cKopocTh pukcarimu CO,. [TokazaHo, 4yTo
AM ycuimBaeT TIPUTOK TIPOAYKTOB (POTOCHHTE3a B
KOpPHHU, TJI¢ OHU MOTYT MCHOJb30BaTbCSI MUKOCHM-
ouonToM (Nemec, Vu, 1990; Paradi et al., 2003).

B niepuon ¢ 14 Ha 21 cyr AM y JIo1iepHBI TTOJTHO-
CThIO c(hopMUpOBaiach 1 Mepelnia B COCTOSTHUE TU-
HAaMMYECKOro paBHOBECHUSI, TTOoKa3zaTead MUKOpU3a-
oy (pakTUIECKM He MeHsUTUCH (Tadit. 4). OmHako 3a-
TeM B Iriepuos ¢ 21 Ha 28 cyT HabJII0AaJ10Ch CHIDKEHIE
00U CUMOMOTUYECKUX CTPYKTYP B KOpHsIx. UMeH-
HO B 3TOT MepUO IIPOUCXOIUT TIEPEX0] PACTEHUI B
da3zy crebneBanus (puc. 4). BepostHo, nHTEeHCUDU-
KallMsl POCTa PacTeHUI JIIOLIEPHBI U B CJCNCTBUE C
9TUM Tiepepacnpee/ieHue MOTOKOB aCCUMWISITOB U
MpHUBeJIa K CHUDKEHUIO ToKa3aTeieii MUKOPU3aIN K
28 cyT ¢ TTOCAeAYIOIIMM BOCCTAHOBIICHMEM UX 3HAUe-
HUI yXe yepe3 Henelo (Tadi. 4). Takum oGpaszom,
AM — 3TO TMHAMHWYecKas CTPYKTypa, pa3BUTHE KO-
TOPOI1 MOXKET, KaK YCUJIMBATBLCS, TaK U MOAABJISIThCS
pacTeHUEeM-XO3SIMHOM.

SAKJITIOYEHUE

CyMMUpys TOJIyYeHHbIE Pe3ybTaThl, CIeAyeT 3a-
KJTIOYUTh, UTO PACTEHUS JIIOLIEPHbI XMEJIEeBUIHOMN 00-
pasytot ¢ rpudomM G. intraradices apym TAN apOyCKyJIsIp-
HO#1 MuKopu3bl. [To TaHHBIM TPAHCMUCCUOHHOM 3JIeK-
TPOHHOW MMKPOCKOIIMK KOPHEU JItoliepHbl ObLIO
MOKAa3aHO, YTO KJIETKU ME30JepMbl MUKOPU30BAHHbBIX
KOpHel, He comepxKallue apOycKyJibl, KaK U KJIETKH
KOpHEU B BapuaHTe 6€3 MHOKYJISILMU AM-rprubom xa-
PaKTepU3yIOTCS Pa3BUTOM BakKyosblo. Haubosnbiiee
pa3BUTHE LIMTOILIA3Mbl (TUIOIIAAbL Cpe3a, 3aHsTasl 1y-
TOILJIa3MOI1) HabJoaaeTcsl B KJIETKaX, Colep Kaliux Mo-
JopIe apOyCcKyJIbl. MeXXKITeToUHbIe TH(MBI HE BBI3BIBA-
0T TAKOT'O Pa3BUTHUS LIMTOILIA3Mbl B COCETHUX KJIETKaX,
KaK ¥ BHYTPUKJIETOUHBIE TM(bI B TOU 3Ke KIIETKE.

BrisBiieHa cnocOOHOCTh MEXKIETOUHOTO MUIIE-
JIYSl BIUIOTHYIO IMOACTYIIaTh K 30HE JEJICHUST KJIETOK
KOHYMKa KOpHsI, IpuyeM AM-rpub dopMupyeT He
TOJTbKO MUIIEJINIA, HO W apOyCKyJibl, U BE3UKYJbl. He-
CMOTPSI Ha 3TO, B MCCIICAOBAHNHY ITOKA3aH MYTyaJICTH-
JecKUii XapakTep cuMOmno3a; He ObLI0 OOHAPY:KEHO HU
OIHOTO ITPOHUKHOBEeHMS Tproa G. intraradices B KIIETKA
LIEHTPAJbHOIO LIWIMHAPA KOPHSI pacTeHUSI-XO3sIMHA,
KOTOPOE XapaKTEPHO IS Mapa3uTUIEeCKUX TpUOOB.

B xopHe moniepHbl MaAeHTUGULIMPOBaHbI Bce da-
3bl Pa3BUTUS U pa3MHOXEeHUsI AM-rpula, 4To yKas3bl-
BaeT Ha aKTUBHOE KCIT0JIb30BaHUE MUKOCUMONOHTOM
MUTATEIBHBIX CYOCTpaToB pacTeHus-xo3samHa. C apy-
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roil CTOPOHBI, NMTOKAa3aHO, YTO MOCTyIIeHue dhocdopa
B MMKOPHU30BaHHbIE PACTEHUsI CYIIECTBEHHO YCUJIU-
BaJIOoCh Ha Bcex (pazax pa3BUTUSI — HE TOJILKO B a3y
crebJieBaHUSI, HO U B (Da3bl LIBETCHUS U IUIOAOHOIIIE-
Husa (ta6mn. 2). Tak, cumOmorudeckas 3¢h(HeKTUB-
HocTh AM, paccumTaHHasl Kak nmpubaBKa coluepKa-
HUs (ocdopa B paCTeHUSIX, OblJ1a JTOCTOBEPHOI 1 Ha
14-e, 1 Ha 28-¢ u Ha 49-¢ cyT OoT nocaaku (Tadiu. 3).
HaHHblIe 110 conepxkaHuio ¢ocdopa B TKaHSIX pacTe-
HUI, a TaKKE II0 €ro BBIHOCY MHOATBEPKIAIOT TOT
¢axTt, uTo AM Haxonujaach B aKTUBHOM COCTOSIHUU
MMOCTOSTHHO, HAOJIIOJAaeTCsl MOBBILIEHUE CUMOMOTH-
yecKoi 3(pPEeKTUBHOCTH C Pa3BUTHEM PACTCHHUSI-XO-
3s1Ha (Taba. 3). DTU pe3yabraThl CBUACTEIbCTBYIOT
00 3(pGEeKTUBHOM U aKTMBHOM B3auMMOJAECHCTBUU
MapTHEepPOB CUMO103a, IIpU KOTOPOM pacTeHUE-X035I-
WH CIIOCOOHO KaK yCWJIMBaTh MUKOPU3ALIMIO, TaK U
noaaBiIsATh pa3Butue AM-rpuba B KopHe (Tadi. 4),
obecrieynBasi COOCTBEHHBIN POCT U pa3BUTHE.
Pabora BbIIIOJIHEHA TpHM TOCYIApPCTBEHHON (u-
HaHCOBOH MOAAEPKKE BEAYIINX YHUBEpCUTETOB Poc-
cuiickoit @enepanuun (cyocunust 074-U01), rpanTa
Ipesunenra PO (MK-5964.2013.4), rpanta PODOK
15-29-02753 opu_M U ¢ UCTIOJIL30BAaHUEM O0OPYI0-
BaHus1 PLI “Pa3Butre MOJEKYTSIPHBIX U KJIIETOYHBIX
texHosoruit” CII6IY (mpoekt Ne 109-98).
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The main phases of arbuscular mycorrhiza (AM) development were analyzed in black medick (Medicago lupulina)
with Glomus intraradices. Methods of light and transmission electron microscopy were used to investigate AM. The
first mycorrhization was identified on the seventh day after sowing. M. lupulina with AM-fungus Glomus intraradi-
ces formed Arum type of AM. Roots of black medick at fruiting stage (on the 88th day) were characterized by the
development of forceful mycelium. The thickness of mycelium was comparable with the vascular system of root
central cylinder. The development of vesicules into intraradical spores was shown. Micelium, arbuscules, and vesi-
cules developed in close vicinity to the division zone of root tip. This might be evidence of an active symbiotic in-
teraction between partners. All stages of fungal development and breeding, including intraradical spores (in inter-
cellular matrix of root cortex), were identified in the roots of black medick, which indicated an active utilization of
host plant nutrient substrates by the mycosymbiont. Plant cell cytoplasm extension was identified around young
arbuscular branches but not for intracellular hyphae. The presence of active symbiosis was confirmed by increased
accumulation of phosphorus in M. lupulina root tissues under conditions of G. intraradices inoculation and low
phosphorus level in the soil. Thus, black medick cultivar-population can be characterized as an ecologically obli-
gate mycotrophic plant under conditions of low level of available phosphorus in the soil. Specific features of AM
development in intensively mycotrophic black medick, starting from the stage of the first true leaf until host plant
fruiting, were evaluated. The obtained plant-microbe system is a perspective model object for further ultracytolo-
gical and molecular genetic studies of the mechanisms controlling arbuscular mycorrhiza symbiotic efficiency, in-
cluding selection and investigation of new symbiotic plant mutants.

Keywords: arbuscular mycorrhiza, Medicago lupulina, black medick, Glomus intraradices, arbuscular mycorrhizal
fungus, symbiotic structures, arbuscules, vesicles, spores, light mycroscopy, electron microscopy
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