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AHHOmMayus. B 0630pe npenctaBneHbl OCHOBHbIE pe3ynbTaTbl KNMAaCCUYECKNX U COBPEMEHHbIX nccnegoBaHumn
CTPYKTYPbl SKTOMUKOPUS. PaCCMOTpeHbI MOp(bO-aHaTOMVILIeCKOG CTpOeHune, OCHOBHble (byHKLWIVI OKTOMUKO-
pus. Takke nsnoxeHa np06nema BITMAHNA 3KTOMUKOPU3 HA COCTaB coobulecTBa un CYKLUECCUOHHbIe npoueccChl.
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BBenenue

Tecnasa ¢usumonoruyeckas, CTPyKTypHada U KO-
JIoTUYecKas CBA3b C rpubaMu-MUKOPU3000pasoBaTe-
JIIMU ¢ POPMUPOBAHUEM OCOOBIX CTPYKTYP — SKTO-
MHKOPH3 — OaeT JepPeBbAM BO3MOXKHOCTb JOMUHI-
PoOBaTh B paCTUTEIHLHOM IMOKPOBE HA OOIIUPHBIX IIJIO0-
magax 0OopeasibHOM 30HBI U SIBJAETCS BAYKHOU Kak
IS OTAEeJNbHBIX 0cO0€eil, TaK M NJIA dDKOCUCTEM B IIe-
agom. HampaBieHus ucciaenoBaHUii, MOCBAIIEHHBIE
SKTOMHKOPU3aM, BecbMa pasHooOpasHbl. Mukopu-
35l U3YUAIOT IPaKTUUECKHU BO BCeX pasfesax 6moJio-
I'MY Ha PasHBIX YPOBHAX — HAUMHAA OT MOJEKYJIAP-
HOTO M 3aKaHUYMBASA 3KOCHUCTEeMHBIM. B mamHOM 006-
30pe IpeJCcTaBjieHa YacTh MMEIOIUXCSa B JUTEPaTy-
pe cBeleHM 00 OCHOBHEIX (QPYHKIIMAX MUKOPU3, MOP-
¢do-aHATOMUUYECKOHN CTPYKTYpPE, COCTaBe COOOIIECTB
rpub0B-MUKOPHU3000pasoBaTeieii 1 CYKIIeCCUOHHBIX
mpolieccax.

O6urue cBeleHUA 0 MUKOPHU3HBIX CHMOM03aXx

Tepmun «Mmukopusa» BBes A.B. Frank B 1885 r.
JJIsI 0003HAUYEeHUA MOP(OJIOTO-aHATOMUYECKUX CTPYK-
Ty, BOSHUKAIOIIUX B KOPHAX BBICIIUX PACTEHUN IIPU
ux coxxureabcTBe ¢ rpubamu (Frank, 2005). OH ke
pasgenus MUKOPU3BLI HA 9HIO- U 9KTOMUKOPU3LI B
3aBUCHUMOCTHU OT TOTO, TJle B KOpHE pacTeHUd KOH-
meuTpupyiorca rudsl rpuda. Coraacuo U.B. Kapa-
TeIruHY (1993), MUKOpU3a — 3TO YBOJIOIMOHHO CJIO-
JKUBIITASACA MEXAY KOPHAME BBICIIUX pPacTeHUH
u rpubamMu, a Tak:Ke HepeaKo ¢ IPOKapuoTaMu, TPO-
doienoTHUECKaA, CTPYKTYPHO OOPMJIEHHASA acco-
IUAaInA, B KOTOPO mepevuncIeHHbIe OPraHu3MbI BOC-
TMPOUBBOAATCA U COCYIIECTBYIOT B GUBUOJOTUUECCKU
M 5KOJOTMYEeCKU B3aMMO3aBUCUMOM COCTOSHUU U B
OTHOIIIEHUAX, HA3bIBAEMBIX MYTYAJUCTUUECKUM CHUM-
6uo3oM. PasianuaioT ceMb THUIIOB MUKOPHU3: apoOyc-
KyJadpHasa, SKTOMUKOpPHU3a, 9KTIHAOMUKOPHU3a, ap-
OyTouaHAasg, MOHOTPOIIOUIHASA, SPUKOUAHAA 1 OPXUJ-
Hasg MuUKopusa. Haubosiee fpeBHUM THUIIOM CUMOMO-
3a CUUTAIOT apOyCKYIApPHBIE MUKOPU3bI, BOBHUKHO-
BeHUEe KOTOPBIX OTHOCAT KO BpeMeHU BhIX0Ja pacTe-
HU# Ha cymry (450-500 muau. ger masan) (Cairney,
2000).

Mukopusbl XapakTepHBI AJA OOJBITHHCTBA CO-
BpEMEHHBLIX (QUJIOTEHEeTHUECKUX T'PYII PacTeHUH.
Onu obpasyoreda y 82% HazeMHBIX pacTeHU, Ha-
IeHbl ¥ HeKOTOPBIX BOAHBLIX pacTeHuil (Brundrett,
2002). T'ameTodUTHl y ICUJIOTOBBIX U TJIAYHOBUJI-
HBIX, a TaKJKe CIOPO(MUTHI MJIAYHOBUIHBIX ABJIAIOT-
cda oburatabiMu MukoTpodamu (Kaparsirum, 1993).
B nurepaType onmmcaHbl MUKOPU3LI CIIOPOGUTOB U
raMeTo(UTOB MAITOPOTHUKOBUHBIX pacTeHuit (Sym-
biotic fungal..., 2000). ITokasamo, 4To B accomua-
nuu ¢ rpubamMu BCTymamoT okoao 90% xBoIeBum-
HBIX, 00pas3ysa IPHU 9TOM apOyCKyIApPHBIE MUKOPHU-
3w1 (Vesicular-arbuscular..., 1985). [laBHo u3BecT-
"o (Kapareirmu, 1993), uTo MHUKOPU3LI 06pasyioT
BCe TOJIOCEMEeHHBIe, a TaKJyKe IIOMaBJISIoNas YacThb
onHomoabHBIX (75% ) u aBymonbHBIX (90% ) 11BETKO-
BBLIX pacTeHuii. B meigom, MuKopmusa Kak OMOJIOTH-
YyecKoe siBJIeHHe o0HapyKeHa 6oJjee uem y 250 ThIC.
BUIOB pacTeHu# Hamielt niaaHeTsl. 13 Hux 200 ThIC.
BUIOB (DOPMUPYIOT apOyCKYJISIPHbIE MUKOPUS3EI, I
6 Thic. XapaKTePHBI SKTOMUKOPU3BI, OKOJIO 35 ThIC.
BUIOB 06Pa3yIoT OPXUAHBIE MUKOPU3BI 1 OoJjiee ueM
y 3 ThIC. BUA0B O0HAPYKEHbI 3PUKOUIHBIE MUKOPHU-
3u1. ITo mocaenaum ganubIM (Mycorrhizal ecology...,
2015; Tedersoo, 2017), ma 3emyie HAaCUUTHIBAETCS
okosio 50 ThIC. BUIOB pacTeHuii, He 00Pa3yOITUX
MHUKOPHU3Y.

NHTeHCUBHOCTH, MUKOPU3000pa30BaHUA B IIpeie-
JaX OJHOM TaKCOHOMUYECKOH TPYIILI MOJYKET Me-
HATHCS B 3aBUCUMOCTH OT YCJIOBUII IPOM3pacTaHUA
pactenus. Hanpumep, BOgHbIe PACTEHUA YacTO SAB-
JIAIOTCA 6€3MUKOPU3HBIMY, HO IPY ITOHMKEHUN YPOB-
HS BJIAXXHOCTH BCTYIIAIOT B CUMOMOTHUYECKUE OTHO-
mieHuA ¢ rpubamMu.

Ha cyiie HeMUKOpU3HBIE PACTeHUA TPe06IagaoT
B MepeyBJa’KHEHHBIX WM HaAPYIIEeHHBIX MeCcTooOuTa-
HuAX. [InoHepHbIe pacTeHUA OOBIUHO OE3MUKOPU3-
HBI, 8 MUKOTPODHLIMY OHU CTAHOBATCA II03Ke, KOTa
BOCCTAHABJIMBAETCS MOBPEXKIeHHBIH Mutieanii (Brund-
rett, 1991). PacTenusa B arpoiieHo3ax o6bIYHO KOJIO-
HU3WPOBAHBI MUKOOMOHTAMU B MEHbBIIIEH CTeleHH,
yeM B IPUPOJHBLIX MecTooOuTaHuAX. Kak mpasuJo,
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0e3MUKOPHU3HOE COCTOAHME ¥ PacTeHUll KOppeaupy-
€T C TPaBAHUCTOM KU3HEHHOU (HOPMOIi, HATUUYUEM
0GOJIBITIOTO YHMCJIa KOPHEBBIX BOJOCKOB M YKOPOUEH-
HBIM KU3HEHHBIM ITUKJIOM, KOTJa MUKOPHU3a He ycC-
meBaeT c)OPMUPOBATHCS WY HEBBLITOJAHA PACTEHUIO
(Kapatpiruna, 1993).

IIpakTHUuecKu Bce ApeBecHbIe PACTEHUA ABISIIOT-
cA 06IUTAaTHO MUKOTPOMGHBIMY B CBA3U C 3aMeAJIeH-
HBIM IIO CpaBHEHUIO ¢ TpaBamMu Metaboausmom (Ka-
pareiruH, 1993). Cpenu mepeBbeB M KYCTAPHUKOB
TMOJTHOCTHIO 0€3MUKOPU3HEI TOJBKO BUIBI ceMelicTBa
Proteaceae, pacupocTpaHeHHBIE B I0;KHOM ITOJIYIIIA-
puu. IInsa 3TuX pacTeHUil XapaKTePHBI «IeTKOBUJ-
HBbI€» KOPHH — IIJIOTHBIE CKOILJIEHUWS JaTepalbHBIX
KOpHel 0 2 cM B pauHy. Cpeau TpaB MUKOPHUBBI HE
BBIABJIEHBI ¥ IIEPBUYHOBOIHBIX pacTeHuil (cemelicTBa
YyacTyXoBble, IeiixiepueBbie U PIAEeCTOBBIE), Hace-
KOMOSITHBIX, PACTEHUI-TaPA3UTOB 1 MOJYIIapasuTOB.
Muorue snuduTh He 00Pa3yIOT MUKOPU3HI, OTZHAKO
Y HEKOTOPBIX M3 HUX OTMeUeHbI apOyCKyJIdapHEBIE,
OpPXUIHBIE UJIN 9PUKOUTHBIe MUKOPU3EI (Brundrett,
2002). Tamopursl TakKe OOBIYHO He BCTYIIAIOT B
cuM0Om03 ¢ rpubaMu, OJHAKO AJdI HeKOTOPBLIX BUIOB
MTaHHOM 9KOJIOTUYECKOH IPYINbl B JUTEpPaType OIu-
caHo oOpasoBaHUe apOYCKYIAPHBLIX MuKopus (Brund-
rett, 1991). Cpenu moKpHITOCEMEHHBIX HEMUKOPU3-
HOe cOocTOosfHUe mpeobiagaeT y IpeacTaBuTeseit ce-
melicTB Brassicaceae, Chenopodiaceae, Caryophylla-
ceae, Commelinaceae, Papaveraceae u Polygonaceae.
Panee Tak:ke oTMeuasoch 0€3MUKOPU3HOE COCTOS-
Hue y 74% Bugos cemeiicrsa Cyperaceae. OgHaxo B
HacTosIlee BpeMsa y MHOTUX BUI0B poaa Carex o006-
HapysKeHbl apOyCKYJIAPHbIe MUKOPU3bI, a HEKOTO-
pble nmpenacrasuTeaun poxa Kobresia o6pasymoT sKTO-
mMukopussl (Specialized cheating..., 2003; Muthuku-
mar, 2004; Ammarellou, 2008; Becenkuu, 2014).

Be3aMuKOpHU3HOCTE pacTeHUl CBA3aHA C NeCTBU-
eM KoMIlIeKca (aKTOpPOB OKpy:kalomieii cpelbl, a
TaKkKe C (PU3UOJOTUYECKUMHU W OMOXUMUUYECKUMU
ocobenHOCTAMU pacteHui. Hanmpumep, BTOpUUYHBIE
MeTaboJUThHI KPECTOIIBETHRIX MOMaBISIIOT 06pa3oBa-
HYe MUKOPU3BI He TOJHKO Yy IpeAcTaBUTeIel 9TOTo
ceMelicTBa, HO U Y BUIOB, PACTYIIUX IO COCEACTBY.
ITH BellleCTBa YacTO OBIBAIOT JIETYUMMHU U OOJama-
10T QYHTUITUAHOMN, aHTUOMOTHUYECKOII, ale0IaT-
YeCcKoi m MHCeKTuIuAHON akTuBHOCThIO (Differences
in glucosinolate..., 2000). OgHaK0 BO MHOTHUX CJY-
YyagxX IPUUYUHBI OTCYTCTBUA MUKOPU3 ¥ PACTEHUM 0
CUX TIOP HEM3BECTHHI.

Muxkopusbl IpefcTaBIeHBI BO BCeX OMOMax 3eM-
HoOro mIapa. PacmpeneneHusd pasHBIX THUIIOB MUKO-
pPu3 B PA3JIUUYHBIX 9KOJOTO-(PUTOIEHOTUUYECKUX YC-
JIOBUSAX 3aBUCHUT OT TOTO, KaKUe pacTeHusA mpeod.ia-
IaloT Ha JaHHBIX KOHKPETHBIX TeppuTopuax. Tak,
9PUKOUIHBIE MUKOPU3BLI, KOTOPhbie 00pPa3ymTca y
KYCTapHUUYKOB, ITPeobaagaoT B COO0IeCcTBaX TYH/I-
poOBOif 30HBI, B KOTOPHIX KYCTAPHUUYKU OOBIUYHO SB-
JITIOTCSA JOMUHUPYIONIEN KU3HEeHHOM (hopmoii. B je-
cax yMEpPeHHBIX IUPOT, a TaKyKe B HEKOTOPBIX TPO-

OUYeCKUX JECHBIX MacCHUBaX JOMHUHUPYIOT 9KTOMMU-
KOpu3bl, o0pasylomniuecd y OPEBEeCHBIX PAaCTEeHUU.
B nyrosunix coobiiecTBax yMepeHHOMN 30HBI, CaBaH-
HaX, IYCTBIHAX ¥ TPOIWUYECKUX JecaX COOTBETCTBEH-
HO HauMOOJIbINAA AOJA CPequ MUKOPU3 IPUXOAUTCA
Ha apOyCKyJspHBIE MUKODPU3bI TpaB. B 1mesmom, B
PaCcTUTEJILHLIX COOOIIeCTBaX MIPAKTUUYECKU BCEX IIPU-
POIHBIX 30H OOBIYHO IPEICTABJIEH IIOJHBIN CIEKTP
dopm u TunoB mukopus (CenuBanos, 1981; MyxuH,
2004).

PuTo- © MUKOOMOHTHI SKTOMUKOPHU3

B ucTopuueckoM naaHe BOSHUKHOBEHME S9KTOMMU-
KOpH13 yUeHbIe OTHOCAT K KapOoHy-Tpuacy (345-225
MJIH. JIET 0 H.3.) M CBA3BLIBAIOT C MMOSBJIEHUEM JPEB-
HUX TOJIOCEMEHHBLIX PacTeHUil u (GOPMUPOBAHUEM
JIECHBIX IIOYB coBpeMeHHOTo obsmuka (KapaTwirus,
1993). B HacTosIlee BpeMs pacTeHuUs, 00pasyoIue
SKTOMUKOPU3HI, JTOMUHUPYIOT B PACTUTEIHLHOM IIO-
KpoBe OopeasibHOUW 30HBI (cemeiicTBO Pinaceae), B
O 30HEe XBOMHO-IIUPOKOJIUCTBEHHBIX JECOB 1 30HE
TPONMUECKUX JiecoB (BUIBI ceMmeiicTBa Fagaceae). IK-
TOMUKOPU3LI XapaKTepPHBI IJisd BCeX BUIOB ceMeli-
ctBa Dipterocarpaceae (Taylor, 2005) u gas Tpomnu-
YeCcKUX BUAOB IIOJACEMeMCcTBa Ie3aJbINHUEBLIE Ce-
MmeticTBa 6060BbIe (Alexander, 1989). [JauubIH TUO
MHUKOPU3HOTO cuMOMO3a OOHAPYKEH Y HEeKOTOPBIX
TMOKPBITOCEMEHHBIX KYCTapHUKOB (BUIBI pomoB Dryas
u Helianthemum) u TpaB — Bistorta vivipara (L.)
Delarbre u Kobresia myosuroides (Vill.) Friori.
HexkoToprbie pacTeHuA 06aqal0T cIOCOOHOCTHIO (ha-
KYJbTATUBHO 0O0pPa30BBIBATH U SKTOMHUKOPU3BI, U
apOyCKyIsIpHbIE MUKOPU3LI. OTO IPEICTABUTEIH Ce-
meticTB Myrtaceae (Jones, 1998) u Salicaceae (Lodge,
1990), a Takxe pan BumoB cemeiictBa Dipterocarpa-
ceae. Cuuraercs, uro daKyabTaTuBHaAA opma 00-
pasoBaHUA SKTOMHUKOPU3 CBIA3aHA C TPaBAHUCTOH
WJIN KYCTAaPHUKOBOUM (hOpPMOIl KM3HU, a TaAKIKe CIIO-
cobuocThio K pukcamuu asora (Tedersoo, 2017).

IKTOMUKOPU3HI XapaKTEepU3yIOTCA BBICOKUM Pas-
HOOOpasueM TpuOHBIX CUMOMOHTOB. B Hacrosdlee
BpeMs AJIA 9TOTO THUIa MUKOPHU3 00HAPYIKEHO 0KOJIO
25 TeIC. BUJOB I'pr0OOB, B OCHOBHOM 0a3MUANO- U ac-
komurtetos (Rinaldi, 2008). C Tex mop, Kak HavaJIu
IPUMEHATH 00Jiee COBpeMeHHbIe METOIbI UCCJIeJ0BAa-
HUS, KOJIUUYECTBO MHMPOPMAIMKU O BUAOBOI HPUHA-
JIeKHOCTHU I'pubOB CTAJIO0 Bo3pacTaTh. PaHee moKasa-
TeJieM dKTOMUKOPH3HOTO CTaTyCca CUHTAJIOCH TPHU-
CYTCTBUE IIJIOMOBBLIX TeJ. B manbHeliIieM cTaau uc-
MOJIb30BAaTh MOPGOJIOTHUECKHUIT aHaJIN3 3KTOMUKO-
pus (Agerer, 1987-2012), a 3aTeM 1 MOJIEKYJIAPHBIE
MEeTOJIbI.

B nepBbIx MoneKynaApHBIX ucciaenoBaruax (Mito-
chondrial DNA..., 1991; Henrion, 1992; Gardes,
1993; Inter- and intraspecific..., 1997) nasa ompe-
JeJeHusd TPUOHOTO CUMOMOHTA UCIIOJIb30BaIU METO
aHaM3a MoJAUMOpP(MU3Ma AJIUHBI PECTPUKITMOHHBIX
dparmenToB (RFLP) B npuMeHeHNY K yUaCTKy BHYT-
peHHero Tpanckpubupyemoro cuneiicepa (ITS) meus-
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BeCTHBIX MUKOpu3. OfHAKO cpaBHEHUE PECTPUKIIU-
OHHBIX IIPO(duIeli, MOJTyUeHHBIX B PA3HBIX UCCIEI0-
BaHUAX, OBIJIO COIMPAMEHO C TPYAHOCTAMHU H3-3a
HEeTOYHOI OIleHKU padMepa (pparMeHTa U 3HAUUTEb-
HOU BHYTPUBUIOBON M3MEHUYUBOCTU. Bojiee BBICOKaA
TOYHOCTH B OIleHKE pa3dMepa MOKeT ObITh JOCTUTHY-
Ta MyTeM MeUYeHUsd KOHIIEBBIX (parMeHTOB U UX
ompejeeHUA C MIOMOIIbI0 AaBTOMAaTUYECKOTO CeKBe-
"Hatopa. Beia npenaoxkern meronq TRFLP, xoropsiit
TaK:Ke YIIPOIAaeT MoJyUYeHHbIe TPOMUIHN U JaeT BO3-
MOKHOCTH aHAJIM3a CMeCH 9KTOMUKOPU3HBIX TPUOOB.
Metox TRFLP Obli npuMeHeH OJIsd U3YUYEeHUI K TO-
MUKOpu3HBIX rpuboB B mouse (Dickie, 2002; Koide,
2005), omHaKO OBIJIO BBIABIEHO, YTO OH MOJKET IIPHU-
BOIUTH K BOBHUKHOBEHUIO apTe(aKTOB IIPU UCCJIIe-
MIOBaHUU CJIOKHBIX coobiecTB (Avis, 2006).

OTnenbHBIE TAKCOHBI MU T€HOTUIILI TPHUOOB MOXK-
HO MCCJeI0BATH C MCIIOJb30BAHUEM CIEIIUPUUHBIX
OHEK-3oug0B (Marmeisse, 1992; Bruns, 1993). Oxa-
HAaKO B HACTOdAINlee BpeMsA 9TO HaIpaBJeHUe Pas3sBU-
BaeTcA MeIJIeHHO, HeCMOTPS Ha ero IepClIeKTUB-
HOCTh, ITOKA3aHHYI0 HAa IpuUMepe U3ydeHus OaxTe-
puanbHBIX coobiiecTB (High-density microarray...,
2002).

Ilanee OCHOBHBIM MHCTPYMEHTOM HCCJIEIOBaTe e
SKTOMHUKOPHU3 CTaJl HEIIOCPEeACTBeHHBIN aHaau3 IIo-
caenoBaTenbHocTu [[THK. Brigenus THK us repbap-
HBIX 00pas3IoB M3BEeCTHLIX BuAOB rpubos, T. Bruns
¢ coaBTopamu (A sequence database..., 1998) co-
3nanu 6a3y HaHHBIX [JIS IIOCJeA0oBaTeJIbHOCTEHN He-
6GOJILIITOTO YUacTKa MUuToxXouHApuanbHoi pPHK 60J1b-
moil cyobemuHuIbl 80 PogOB rIMEeHOMUIIETOB, AB-
JSIONIUXCA IMIUPOKO PACIPOCTPAaHEHHBIMU 3KTOMU-
KOPUBHBIMHU poJaMu TIpuboB. PujaoreHeTuyecKue
WcCIeJOBAaHUS C MCIoJb30BaHueM sAxepHoit pPHK
6OJIBINON CYyObeIUHUIILI II03BOJINJIN CO30aTh OOIIIUP-
HyI0 0a3y JaHHBLIX IO YKTOMHKODPU3HBIM U CamIpo-
TpodHBIM 6asuauomurieraMm (One hundred..., 2002).
Haxonenue nocaenosarenbuocte ITS mo gaHHBIM
usoreHeTUYECKUX U SKOJOTUUECKUX PaboT Cr1ocoo-
CTBOBAJIO 00Jiee TOUHOMY BBISIBJIEHUWIO MHOTHUX TPYIII
9KTOMUKOPUBHBIX I'puboB. OO0HOBIAEMBIA HAaGOP I10-
caenoBaTenbHOCTEN ITS BKTOMUKOPUBHBIX IPUOOB 13
repbapueB comep:;xuT 6asa gaHHbIXx UNITE (http:
unite.ut.ee) (UNITE: a database..., 2005).

Braromapsa uCHoIb30BAHUIO MOJEKYIAPHBIX Me-
TOMOB CTAJI0 BO3SMOJKHBLIM peIllleHre MHOTUX TaKCo-
HOMUYECKUX ITP0o0JeM, CBA3aHHBIX C OCHOBHBIMHU PO-
mamu rpuboB. Tak, manpumep, OblJa mepecMOTpPeHAa
dumorenus poxa Rhizopogon, o6pasyioliero moasem-
Hble maomoBbie Tena (Biology of the ectomycorrhi-
zal..., 2002), coenan uiaoreHeTUUECKUH aHAIU3 PO-
ma Sebacina, HeKOTOpbIe MPEACTABUTENN KOTOPOTO
MOMUMO 00pa30BaHUA SKTOMHUKOPU3 YUYACTBYIOT B
cumbuosax ¢ BepeckoBeiMu (Culturing and direct...,
2003) u opxugubiMu (Symbiotic germination...,
2002), a rakxke ¢ neuenounbiMu Mmxamu (Heterobasi-
diomycetes..., 2003). C momoIp0 METOIOB, OCHO-
BaHHBIX Ha usyuenuu [JTHK, Gb1y10 BEIABIEHO 0OJIB-

1I10e KOJUYEeCTBO TaAKCOHOB, paHee He OTMEUEeHHBIX B
KavecTBe 9KTOMUKOPU3HBIX. Cpen HUX MOKHO BBI-
IeJIUTh IOPALOK Sebacinales, mpuHamIexaniuii K
rerepobasuauomuiieram (Sebacinales: a hitherto...,
2004), u psaxg roMo0a3uINOMUIIETOB C PECYIUHAHT-
HBIMHY TJIOJOBBIMU TEJIAMHU, CPeIu KOTOPHIX 0COGEH-
HO BuIAeaA0TcA poasl Tomentella u Tomentellopsis
(Diversity..., 2000).

IIpuMeHeHMEe MOJNEKYIAPHBIX METOMOB IO3BOJU-
JIO BHISICHUTH (pUJIOTeHEeTHUECKOe MOJ0KeHe acKo-
MUIETHBIX I'PUOGOB, KOTOPHIE TaKyKe ABIAIOTCSA K-
TOMUKOPU3HBIMU. Hampumep, OblJa ollpemesieHa
dusoreHna KOCMOIIOJUTHOTO, YACTO JOMUHAHTHOTO
9KTOMUKOPU3HOTO ackomurtiera Cenococcum geophi-
lum Fr., yHKIIUU KOTOPOTO HEe BBIACHEHHI 0 KOH-
IMa OO0 HACTOSAINEro BpeMeHHU, XOTd WM3BECTHO, UTO
BCTPEYaeMOCTDh 9TOTO BUIA YBEeJIMUYUBAETCS B SKTO-
MHUKOPU3HOM COOOGIIECTBE B 3aCYIIJIUBBIX YCIOBUAX
(Pigott, 1982). K ackoOMUIIETHBIM S3KTOMUKOPU3HBIM
rpubaM OTHOCATCA MpeAcTaBuTeau mopanka Peziza-
les. HauboJiee uaBecTHHI U3 HUX Tpiodenu (pox Tu-
ber), KoTopbix HacuuTbiBaeTrcsa Gosiee 100 BumoB u
HEeKOTOpbIe U3 HUX UMEIOT BHICOKYIO IHUIIEeBYIO IeH-
"HocTh (Pacioni, 1999). B pesysibTaTe MOJEKYJIAP-
HBIX HUCCJIEeTOBAHUN 9KTOMUKOPU3HBIX OKOHUYAHUMN B
CeBepHoii EBpone K CIIMCKY IIpeAIIoJaraeMbIX CHM-
OMOHTOB 9KTOMHUKOPU3 HEIaBHO OBLIIM H00aBJIEHBI
poxnser Geopora, Trichophaea, Helvella, Pachyphloe-
us, Peziza u Sarcosphaera (Molecular and morpholo-
gical..., 2006). IIpomoa:katoTcs MOJEKYyJIAPHBIE HC-
cJaeloBaHUA B TOM YMCJI€ M METOAAMU BBICOKOIPO-
IYKTUBHOTO CEeKBEHUPOBAHUS IIO BBIJEJEHUIO I'DU-
00B M3 MOYBLI U CTAPEION[UX YacTed SKTOMUKOPU3-
HBIX KOPHell, XOTs OHU coJepsKaT 60JIbIIoe KoJIuve-
CTBO XUMep U apTedaKTHBIX IOCIeq0BaTeIbHOCTEH
pIAHK, xoTopbie He MOTYT OBITH CEKBEHUPOBAHEI Me-
Tomom Caurepa (Genomics..., 2016).

Cuuraercs, 4TO pacTeHUe-IapTHEP B SKTOMUKO-
pusHOM cuMOMoO3e 06JaJaeT HU3KUM ypPOBHEM CIIe-
MU(PUIHOCTH, MOCKOJbKY OAWH BUJ PAaCTeHUI MO-
JKeT OBITH acCOIMUPOBAH C THICAYAMU BUIOB TI'DU-
60B. ITO HEOOXOAUMO IJA YBEJIUUYEHUS BEPOATHOC-
TH BCTPEUYM PACTEHUA C MOAXOAAIIUM IIapTHEPOM-
cumbuonTom. Kpome Toro, accomumaiusda ¢ BUAAMU
rpubOB, PA3INUYHBIMHU 110 CBOEH (hU3UOIOTUM, MOYKET
00eCcIIeunTh PACTEHUAM AOCTYHI K 6oJjee MHUPOKOMY
Habopy muTaTeJbHBIX 3JeMeHTOB B mouBe (Molina,
1992). IlosToMy TPUMEPOB BBLICOKOCIEIU(MUUHOTO
cumM0O1o3a B Ipupojie HeMHoro. OMHUM U3 TaKUX IIPHU-
MepOB Cpeau pacTeHuli-mapTHePOB ABJasgeTcs pox Al-
nus, BUABI KOTOPOTO BCTYIIAIOT B CUMOMOTHUECKIIE
oTHoIIeHU:A He Oosiee ueM ¢ 40 Bugamu rpu6os (Revi-
siting ectomycorrhizal..., 2009). Co cTOpoHBEI MU-
KOOMOHTOB TaKas CIenu(@UUYHOCTb O0HapyKeHa y
HEKOTOPLIX BUI0B poxa Lactarius. Lactarius salmo-
nicolor R. Heim & Leclair BcTynmaer B MUKOPU3HBIE
acconuanuy ToJabKo ¢ Abies alba Mill., L. deterrimus
Groger — ¢ Picea abies, L. blennius (Fr.) Fr. — c Fa-
gus sylvatica L., L. quietus (Fr.) Fr. — c Quercus
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robur L. (Oberwinkler, 1999). Buxabr cemeiicTBa
Suillaceae 06pa3yT MUKOPU3LI TOJLKO C PACTEHMU-
avu cemeiictBa Pinaceae. Taxk, Suillus pungens Thi-
ers & A.H. Sm. BcTpeuaeTcs UCKJIOUUTEILHO C IBY-
Ms BUJAMU CeBepOaMePUKaHCKUX coceH — Pinus ma-
ricata D. Don u P. radiata D. Don, npu 3TOM MUKO-
O6UOHT 06pa3yeT 60JbIII0e KOJIUUYECTBO IJIOMOBLIX T,
3aHMMAad MaJIYIO YaCTh SKTOMUKOPU3HOro KopHA (Gar-
des, 1996). BoamosKkHBIE TPeUMYIIeCTBa U HeIOCTAaT-
KU cuM0uo3a ¢ yuacTrueM BUI0B ceMeiicTBa Suillaceae
HYMKIAIOTCA B JajbHellem maydyeHuu. IIpenmoio-
JKeHUe, UTO TaKad CHeU(PUIHOCTh, BO3MOMKHO, CBiA-
3aHa C MoTpedJIeHneM yIepoaa, He JOKa3aHo, U Ia-
JKe, Hao0OopOoT, OIIPOBEPraeTcsa HAYUHBIMU KCCJIELO-
Banuamu (Rhizopogon..., 1999). TaBHO m3BECTHO
(JIo6auosB, 1971), uTo MMOHEPHBIE BUIBI JPEBECHBIX
pacrenuii (pombr Acer, Alnus, Betula, Populus u
Salix) 6osee cnenu@UUHLI IO OTHOIIEHUIO K MUKO-
OHMOHTAM, UeM PaCTEeHHUA IMMO3SHUX CTAAUI CYKIlec-
cuu (Abies, Fagus, Larix, Picea, Pinus, Qercus).
BeposaTHO, 3TO CBA3aHO ¢ YCUJICHUEM Pa3BUTHUA I'PUO-
HOT'0O MUIIEJINSI B OTCYTCTBUU KOHKYPEHIIUU CO CTO-
pousl Apyrux BunoB rpu6os (Molina, 1992).

®opMUpPOBaHNE JKTOMUKOPHU3HI U €€ CTPYKTypa

OcHoBHBIE QYHIAMEHTAJIbHEIE IPEICTABICHUA O
MOpP(0-aHATOMUUYECKON CTPYKTYyPEe MUKOPU3 pacTe-
HUli 66111 cHOPMYIUPOBAHBI UCCIeq0oBaTEIAMU B 70-
90-x rr. XX B. Iloutu Bce pacrenusi, GopMupYyIo-
I7e SKTOMAKOPU3bI, OTHOCATCA K MHOTOJIETHUM JIpe-
BECHBIM KM3HEHHBIM (hopMaM. OKTOMUKOPUIEL hop-
MUPYIOTCS HAa KOPHAX IIOCJETHEro IOopsaKa, 000-
3HAYAEMBIX KaK COCYII[HEe HJIM IIOTJIOIIAIoIIe KOp-
HU, MHOTJA — HA POCTOBLIX KOPHAX MEIJEHHOI'0 PO-
cra (JIo6anos, 1971; CemuBanos, 1981). ¥ muko-
PHU3HBIX KOPHEH OTCYTCTBYIOT KOPHEBBIE BOJIOCKH,
OHU YTOJIIIEHEl, BETBATCS, HHAYE OKPAIIEeHBI, HeXXe-
au 0e3MUKOPHU3HBIE WM IPOBOAAIINE KOPHU, Ha
IIOBEPXHOCTU TAKMX KOPHEH MMeITCA IrdabHbIe
o6pasoBaHusA pasauuHoii cTpyKTypsl (IllemaxanoBa,
1962; Jlo6anoB, 1971; CeauBanoB, 1981). 9xToMu-
KOPHUBHBIA KOPEHDb XapPaKTepPU3yeTCA HAJIUUNEM TPeX
CTPYKTYPHBIX COCTABIAMIINX: I'PUOHOTO UexJia Ha
IMOBEPXHOCTU KOPHSA, I'M(, PACTYIIUX BHYTPb MEIK-
Iy KJIeTKaMU KOPbl KOPHS — ceTu l'apTura, u cucre-
MBI PACTYIIUX HAPYIKY rud — CBOOOJHOIO0 MULIEIN,
KOTOpAasi COeIUHSAETCS C IOYBOM M MJIOJZOBLEIMU TeJia-
MU rpuboB, 00Pa3yIONINX SKTOMUKOPU3LI (puc. 1-3).

AHaToMHUUecKUe YepPThl CTPOEHUA YeXJja U OTXO-
OAIIEro OT Hero rpu0HOro MHUIEJINS CTA0MIbHBLI Ha
ypoBHe pona rpuba. [[laHHbIe IPUSHAKU IIIUPOKO KC-
IMOJB3YIOT IJIA XaPaKTePUCTUKY SKTOMUKOpu3 (Age-
rer, 1987-2012; A manual of concise..., 1998). Or-
JIMYUTEIbHON OCOOEHHOCTHIO 3KTOMUKOPU3BI SIBJIS-
€TCsI OTCYTCTBUE BHYTPUKJIETOUHBIX I'M(PAIbHBIX 06-
pasoBaHUuil, a UX HaJIWYMe YKasbIBaeT yyKe Ha IPY-
TOM TUII MUKOPU3, HA3LIBAEMbI 9KTO9HIOMUKOPH3a-
mMu. OgHAKO GOJBIIUHCTBO MUKOOMOHTOB 9KTOMUKO-
pus3 cmoco6HO 06pPa3oBLIBATH BHYTPUKJIETOUHBIE

Puc. 1. BHelwHee cTpoeHMe 3KTOMUKOPU3HBIX KOPHEBBIX
OKOHYaHui Picea obovata Ledeb. (a, B, A) n Pinus sylvestris L.
(6, r, e). bapbl cooTBeTcTBYIOT 3 MM (@), 2 MM (6), 2.5 MM (B),
1 MM (A), 2.7 MM (e) (dboTo aBTOpA).

CTPYKTYPHI B CTAPEIOINX KOPHEBLIX OKOHUAHUAX,
U B 9TOM cjyudae rpub 0ymeT ce0si BeCTU KaK CJIa0bIi
maToreH.

VY B3pOCIBIX ePEBLEB B €CTECTBEHHBIX YCJIOBUAX
KOPOTKNE KOPHU IIePBOr'0, BTOPOT'O U MOCJIEeAYIOIINX
IMOPALKOB, 00Jamarolue OrPAaHUYEHHBIM POCTOM,
00pas3yIoTCs Ce30HHO, HA OCHU IJIMHHBIX KOPHel He-
orpaHMYeHHOTO pocTa (puc. 2). ITu 60KOBLIE KOPHU
MOTYT OBITh KOJIOHM3UPOBAHBI U3 ceTu I'apTura muin
Y3 BHYTPEHHETO CJIOA YeXJa JJINHHOIO KOPHA. B aTux
ciaydasax KOJOHU3UPYIOMUHA rpub OyaeT TeM Ke, UTO
U Yy POIUTEILCKOTr0 KOpPHA. Ecim GOKOBOI KOpeHb
oOpasyercst u3 0e3MUKOPU3HON YaCTU JINHHOTO KOpP-
HS WJIN Y CeSHIIA, BOBHMKAET BO3MOXKHOCTBH KOJIO-
HU3aIM1 U3 CIOP B OYBE APYTUMU BUAAMU I'PUGOB.
I9TU ABJEHUA M3YUYAIOTCA B SKCIEPUMEHTAJIbHBIX
YCJIOBUAX, I'le CEAHIbI KOJOHUBUPYIOT OOBIUHO KOH-

Puc. 2. MoBepXHOCTb MUKOPU3HBIX KOPHEBbLIX OKOHYaHWI
Picea obovata Ledeb. bapbl cootBetcTBytoT 0.03 mm (a),
0.016 mm (6) (cpoTo A. W. Matosa).
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Puc. 3. Cxema BHyTpEHHEro CTPOEHMS SKTOMUKOPU3bI: @ —
rpnbHom Yexon, 6 — ceTb [@apTura, B — KNETKU KOPbI, I — TaHWU-
HOBas KneTka, 4 — KNeTku npoBopsiuero uunuHapa (n3: Ce-
nueaHoB, 1981, ¢ gononHeHMsaMN).

KpeTHBIM BugoM rpuba (Ontogency of Eucalyptus...,
1987; Horan, 1990; Malajczuk, 1990).

IIpu KOHTaKTe ¢ KOPHEBBLIMU BOJIOCKAMU DKTO-
MUKOPU3HBIE TU(DHI CITOCOOHBI N3MEHATh HalpaBJie-
HUe POocTa B CTOPOHY KOPHEBOM MOBEPXHOCTHU U Yac-
TUYHO 00BoJIaKuBaTh Bosocku (Massicotte, 1989).

Muorue Buabl 1epeBbeB, UMEION1e MUKOPU3HbIE
OKOHUYAHUA, GOPMUPYIOT CIOKHBIE OKPYTJIble CTPYK-
TYypPbl, B KOTOPBIX MUKOPU3bI ¢ MHAWBUIYAJIbHBIMHI
rpuOHBIMY YeXJaMu O0beIMHEHBI IO OOIUM YeX-
JoM. Tu 00pa30oBaHUSA HA3BIBAIOT KJIYOEHbKOBBIMU
Mukopuszamu. OHM OOHAPYIKEHBI Y COCEH, IICeBIO-
TCYTH, 9BKAJUNTOB U MuXThI [lyraaca (puc. le, 4e).
NUx GyHKIUA 10 KOHIIA He fACHA, OAJHAKO CYIIeCTBY-
eT IPeJNoJIoXKeHre, UYTO OHU UTPAIOT 3amacalollyio
poas (Dell, 1990). Kpome TOT0, OBIIM TOJYUYEHBI
KOCBEHHBIE JOKAa3aTeJbCTBA BEPOITHOCTU a30THOUK-
canuu B Takux cucremax (Paul, 2007).

30Ha KOHTaKTa MeXIy CUMOMOHTaMI UT'PaeT KJII0-
YeBYIO POJIb B (YHKIMOHUPOBAHUU SKTOMUKOPHUS.
B sT0ii 30He rudnl, IPOHUKAIOIINE MEXKIY KJIeTKa-
MU OCH KOpHs#, obpasyioT cerb I'aprura (puc. 3).
IIpoHUKHOBEeHWE HaUYWHaeTCsI OOBIYHO W3 BHYTPEH-
Hell YacTu yexJia, MHOTAA OHO IIPOUCXOIUT JaKe 0
dopMuUpoOBaHUA UeXJia, KAK TOJBKO THU(BI JOCTHUT-
HYT moBepxHocTH KopHsa (Nylund, 1982).

Y GosbIIMHCTBA MOKPBITOCEMEHHBIX BHEIpPEeHUe
orpaHMYMBaeTCA PU30JePMaJIbHBIM CJI0eM, 00pasysa
«pusogepmMaibuyo» ceTb ['aptura (Godbout, 1983).
IIpuMepoM MOTYT CIAYKUTh MUKOPU3LI IIPEACTABU-
teseit pogoB Alnus, Eucalyptus u Betula (puc. 4B).
B sToM TuIle pasamuaioT ABe PAa3HOBUIHOCTH: «IIa-
papusogepMaJibHasi» CeTh l'apTura, rie IpoOUCXOquT
YaCTUYHOE OKPYIKeHUe KJIeTOK PU30IAePMbl, U «IIe-
pupHU30AepPMAaIbHAs», Tle UMbl OKPYKAIOT KIETKY

nosHocThio (Godbout, 1983). ¥V romoceMeHHBIX CeTh
TapTura okpyKaeT HECKOJbKO CJI0EB KOPOBBIX KJIe-
TOK, WHOTA HocTUTrasd sHAomepmsbl (puc. 46). Yactb
nepudeprUeCKUX KJIETOK MOKET OTMUPATh B Pe3yJb-
TaTe OTAEJeHUA UX APYT Apyra rudamu rpubda u Ha-
pyIIeHus LIa3MOJeCMEeHHBIX KOHTAKTOB MEXKIY KJIeT-
kamu (HYymak, 1981; A structural study..., 1983).
Takue KJIeTKU HOCAT Ha3BaHUe «TaHUHOBBIX» (Gron-
bach, 1986), nx BbICOKOE KOJMYECTBO YKa3bIBaeT Ha
HUB3KYI0 JKU3HeHHOCTh MuKopussl (Becenxkun, 2004).
KopoBas cers I'apTura BcTpeuaeTcss y HEKOTOPBIX
nokpuiToceMenHbIx: Cistus (Giovannetti, 1982), Dry-
as (Alexander, 1981) u Populus. Paguansuas 3/10H-
ranusd pus3oAepMaIbHBIX KJIETOK XapaKTepHa TOJIb-
KO IJIsI MUKOPU3 C pu3ogepMabHOil ceTbio I'apTu-
ra, 4TO yBeJIWUYMWBAET IJIOIIALb TMOBEPXHOCTU KOH-
TaKTHOM 30HBLI MeXXIAy cuMOMOHTaMu. B cayuae Ko-
poBoit cetu 'apTura 3To gJocTUTraeTCA 3a CUET 6OJIb-
IIIero 4ymcJja KJIETOK KODPbI, OKPYKeHHBIX TUdaMu
rpuba.

Cers I'apTura oopasyeT oOIIUPHYIO 30HY KOHTAK-
Ta MeXAy IpuboOM U pacTeHmeM, HO ee Gmomacca
JOBOJIbHO MaJjia IO CPaBHEHUIO C HAPYKHBIM UeX-
jgoM. Oua 3anumaeT npumMepuo 2-3% oT 00111ero 00be-
Ma 9KTOMUKOPHU3HBIX KopHel (Beceaxkun, 2015),
TOorjga Kak rpuOHOii uexoa omeHuBamoT B 12-40%
o6beMa KosoHu3upoBaHHOTO KOopHA (Mycorrhizal
role..., 1982; Ostonen, 2003; Cusonenxo, 2012;
Beceakun, 2015).

OnuH U3 BasKHBIX IPU3HAKOB CTPOEHUA TPUOHBIX
yexJioB — TUN uX caokenus ([Jomumauk, 1963; Ce-
auBaHOB, 1981; Agerer, 1987-2012). B oTeuecTBeH-
HBIX paboTax wHccJaedOoBaTeIN YacTO WCIIOJb3YIOT
kaaccuduramnuio .A. CeruBanona (1981), ocHoBaH-
HYIO Ha aHATOMUYECKOM CTPOEHUU I'PUOHOTO uexJa.
Oxn Beigenaun 20 mMOATUIOB IPUOHBIX YEeXJIOB IIJIEK-
TeHXNMaTHUUYEeCKOr0o, TCEeBIOIapeHXUMaTUUeCcKOoTo,
IBOUMHOTO (KOMOMHMPOBAHHOTO) U OECCTPYKTYPHOTO
caoxkenusi. R. Agerer paspabora o6IenpusHaHHY 0
KJIacCu(UKAINI0 9KTOMUKOPU3, OCHOBAaHHYIO Ha CTa-
OUIBHBIX, JETKO PAaclio3HaBaeMbIX IpU3HaAKaX I'puod-
HOTO UeXJia U aCCOIIMUPOBAHHLIX C HUM MUIIEINAJb-
HBIX CTPYKTYD (Agerer, 1987-2012; http: deemy.de).
B knaccuduKaum yYuThIBaeTCA IIBET, MOP(OJIOTUA
KOPHA U cBOOOJHOTO MuIleand. Takol aHains, UiIn
«MOPGOTUTINPOBAHUE» MOMOJHAIOT CBeJeHua 00 aHAa-
TOMHUYECKOM CTpoeHuu rpubHoro uexJa. [lociennee
KOHCEPBATUBHO U 3aBUCUT OT 'PUOHOTO CUMOMOHTA.
BrIZenA0T [Be OCHOBHLIE PA3HOBUIHOCTU CTPYKTY-
PBI: IIIeKTeHXUMaTnuecKad (Ipo3eHxXuMaTuuecKas),
Korza B uexJje 000c00IeHbI OTAeNbHBIe TUu(DEL (puc. 3),
¥ TICeBIOTapeHXUMaTUUeCKas, KOraa OoTAeJ bHbIe T'H-
(bI HEPa3IUUYNMBI U3-3a IOTEPU UMU UCXOTHOH (op-
™Mbl (puc. 4r, n).

R. Agerer BoIfiessieT JeBATHh THUIIOB MJIEKTEHXMU-
matudeckoi (A-MI) m ceMb THUIIOB IICE€BAOIIapeHXU-
matudeckoii (JI-C) ctpykTypsi. HexkoTopbie Hanbo-
Jiee BayKHbBbIe TUIIBI MUKOpU3 onucaHbl B «Colour atlas
of ectomycorrhizae» m MoryT GBITH MCHOJIb30BAHBI
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I ugeHTUGUKAIUU MUKoOuoHTa (Agerer, 1987-
2012). Hanpumep, oauH u3 HauboJsiee YacTO BCTpe-
yapmuxcsa B EBpone TumoB skTomMukopus y Picea
abies (L.) H. Karst o6pasyet rpub Russula ochroleu-
ca Fr. Ero ugeatTudpukamnus Bo3MOXKHa Ha OCHOBa-
HUY TAKUX aHATOMHUYECKUX IIPU3HAKOB, KAK HAJU-
ure APKUX KeJITO-3€JI€HBIX YUYACTKOB M YIJIOBATBIX
KJIETOK UeXJa, COAEPKAIUX KeJITble TPAHYJIbI.

IToMuMo rpuGHOro YexJja, UI'PAOIIero OCHOBHYIO
POJIb B KOHTPOJIE€ TPAHCIOPTA BEI[eCTB MEKIY CUM-
OuoHTaMu, U ceTu l'apTura CyIIeCTBYIOT CTPYKTY-
pbI, HasbIBaeMble pu3oMopdamMu, PYHKIINA KOTOPBIX
3aKJII0YAETCA B YBEJIUUYECHUHN ILIOMIALN KOJIOHU3UPO-
BAHHOTO KOPHA, Ipujeramimneii k mouse. R. Agerer
BBIJIEJIAET IIeCTh TUIOB PU30MOP(} C Pa3HBIM CTPOE-
HUEM U TUIIOM «Pa3BeIbIBaTeJIbHBIX» cTpaTeruii. Im
HamucaHa 0030pHad padoTa, MOCBAIeHHAA B3AUMO-
CBA3YM MEKIY TAKCOHOMHUYECKHM IIOJIOMKEHUHEM K-
TOMUKOPUB3HLIX I'PU0OB, CTPYKTYPHLIMH 0COGEHHOC-
TAMU YeXJIOB, PU3OMOP() ¥ MHUIEJIUAIBHBIX CHCTEM
(Agerer, 2006). Bompochl, KacatIiuecsa cCBOOOTHO-
ro MUIleausa, Bce GoJiee MPUBJIEKAIOT BHUMAHUE VC-
cliegoBaTeeil, OMHAKO ero omomMacca, BepOATHO, He-
IOOIIEHUBAETCA B CUJIY OTCYTCTBUS HAMEKHBIX Me-
TOIUK €e KOJNUYECTBEHHOro onpeaenenusa. Vceaemno-
BaTeJM OIEHUBAIOT IIPOAYKIIUIO CBOOOLHOTO MUILE-
nusa B mouse ot 10-15 go 90-2000 r/m2/ron (Estima-
tion..., 2001; Mycorrhizal hyphal..., 2006; Measu-
ring external..., 2006), uTo comocTaBUMO C JaHHBI-
MU 1[I0 OPOAYKIMYM MHUIEJUS B dKTOMUKOPUIHBIX
KopHax — ot 10-30 mo 600 r/m2/rog (Fogel, 1979;
Mycorrhizal role..., 1982; Nilsson, 2003). B uacT-
HOCTHU, AJdA Jeca uid cocHHI (Pinus sylvestris L.) u
enu (Picea abies (L.) H. Karst) o6mjas macca sKTO-
MUKOPU3HOT'0 MUIEJNS, BKJIIOYAIOIAA CBOOOLHBIN
MUIIEJUA 1 rpubHbIe YeXJbl, OblIa OIpelesieHa KaK
700-900 xr/ra (Estimation of..., 2001). Oguako B
IeJIOM BOIIPOC OCTAEeTCA OTKPBITHIM. HeobGxommmo
IIPOBEeJeHNe UCCAeIOBAHNI B ITOYBAaX PAa3HOrO THUIA
¥ Pa3HBIX PACTUTEILHBIX COOOIIECTBAX, IOCKOJIBKY
0CO0EHHOCTY MUKOPH3000pa30Banud B 00JIbIIIEH CTe-
IIeHW CBS3aHBLI CO CPEIOBLIMHU YCIOBUSIMH’, UYeM C
BHUJOBOM IPUHAIIEKHOCTBIO nepeBbeB (Becenkus,
2013).

O1eHuTs 6OMAaccy COOCTBEHHO SKTOMUKOPU3HBIX
KOPHEHN W [OOJII0 MUIEJUS B HAUX TAKKe JOBOJBHO
CJIOKHO, IOCKOJBKY 3T0 (DM3UOJOTNUECKY HanboJiee
AKTHUBHAA U OBICTPO OOHOBJISIOIIASCA YACTh KOPHE-
BOII cucTeMbl pacTeHusa. IIpoIo/IKUTEILHOCTD MK I3-
HU U PYHKIMOHUPOBAHUA MUKOPU3HBLIX KOPHEH pas-
HBIMHU aBTOPAMM OIEHUBAETCA IIO-PA3HOMY. Y eIu
CcTapeHte KJIeTOK KOPOBOM MapeHXUMEI B pailoHe ceTu
Taprura HauwHaeTrca B TeUeHME ABYX-TpeX OHEH ¢
MOMEHTa KOHTaKTa rpuba u KopHa pacreHusa. Cpo-
KM (QYHKIMOHMPOBAHUS KOPOTKUX KOPHEN ompeie-
JISTIOTCS OTPE3KOM BPEMEHH, B TeUeHMe KOTOPOI'o Me-
pucTeMa MIPOLOJIAKAET (POPMUPOBATE HOBBIE KJIETKH
B IOUCTAJbHON dYacTu KOopHs. Crapemolnue KJIETKHU
MepucTeMbl Habmonatu B Bospacrte 20-85 gueit (Dow-

Puc. 4. BHyTpeHHee CTpoeHne KOpHen ApeBecHbIX pac-
TeHui (6apbl): a — 6€3MUKOPU3HBIN KOpeHb Pinus sylvestris L.
C KopHeBbIMU Bonockamu (10 mMkm); 6 — akTomMuKopm3a Larix
sibirica Ledeb. ¢ «kopoBon» cetbto apTura (10 Mkm); B —
aKToMuKopu3a Betula pubescens Ehrh. c «pusogepmansHon»
cetbto [aptura (10 Mkm); r — akTOMUKOpU3a Picea obovata
Ledeb., rpnbHoi yexon obpasosaH Tomentella sp. (20 Mkm);
O — aKToMukopusa Picea obovata Ledeb., rpubHon yexon u
rmdbl obpasoBaHbl Cenococcum geophilum Fr. (20 Mkm); e —
«knybeHbkoBasi» akTomukopusa Pinus sibirica Du Tour (10
MKM) (cpoTo aBTOpa).

nes, 1992). OgHaxo HeKOTOpPhIE CTapeolue Mepuc-
TeMbl MOTYT JaBaTh HOBTOPHBIE BCILIIIKU POCTA,
npuBogAniue K (OPMUPOBAHUIO HOBO Kopbl. Tak
MOABJAIOTCA YeTKOBUIAHBIe MuKopusbl (Thomson,
1990). Ins Picea abies (L.) H. Karst A.f. Opios
(1957) moxasaJ, 4TO TOHKHE KOPHU COXPAHAIOT CBOIO
JKU3HECIIOCOOHOCTD B cpegHeM 0ojiee TpeX JeT, MakK-
CUMaJIbHBIM UX Bo3pacT — BoceMb JieT (OpioB, 1971).
K.C. BoO6K0BOI1 OBLIO YCTAHOBJIEHO, UTO CPEIHUI BO3-
pacT ToHKUX KopHell Picea obovata Ledeb. u Pinus
sylvestris B UepHUYHO-3€JIEHOMOIIIHBIX TUIAX Jieca
CEeBEPHOI Talilr'Mm COCTABJAJ OKOJIO YeThIpeX JIET, B
MeHee 0JIaroNpPUATHBIX YCIOBUAX CHArHOBBIX JIECOB —
He 6oJiee Tpex JeT (Bo6koBa, 1987). Cxoxubie maH-
Hble OBLIM IIOJYYEHBI IIPU MCIOJb30BAHUU METKU
*CO, y TonKuX KopHeit Pinus taeda L.: nepuozn o60-
pOTa TOHKUX KOPHEN COCTABJIAI OKOJIO YeThIPeX JIeT
(Separation of root..., 1999; Impacts of fine...,
2003). Takum 06pa3oM, KOHTAKTHBLIE 30HLI CUMOU-
OHTOB B 9KTOMUKOPHUBHBLIX OKOHUAHUAX (PYHKI[HO-
HUPYIOT B IIpeJejiaX HEeCKOJbKUX AHEeW WIU Helelb,

@
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a IIPOJOJIKUTEJIHHOCTD *KUBHU BCEH CTPYKTYPHI MO-
JKeT COCTaBJIATH I'OJbI.

OcHOBHBIE PYHKIIMM MUKOPH3

OcHOBHas cxeMa B3aMMOOTHOIIEHWII TPubOB u
pacTeHu’ii CBOAUTCA K CJEAYIONIEMY: PACTeHUA CHA0-
JKaioT rpubbl yriIeBoJaMu, a Te B CBOIO ouepeab obec-
IMeYNBAOT BOSHOE U MHUHEePaJbHOE MUTAHNWE (PUTO-
6uoHTOB. OT pacTeHusA K MUKOOMOHTY IIOCTYIIaeT OT
10 1o 20% o611ero KoanuuecTBa aCCUMUINPOBAHHO-
ro B mpoiiecce oTocurTesda yraepoaa (John, 1983;
In situ..., 2002). B KopHu yrieBoabsl OOBIYHO TPAHC-
TMOPTUPYIOTCS M3 JUCTHEB B BUIE CaXapo3bl, KOTO-
PYI0 MUKOOMOHTHI MUKOPU3 HE CIIOCOOHBI YCBAMBATD.
Ha nmurommasmatuuecKoii MmeMOpaHe KJIETOK KOPHS
caxaposa IOoABepraeTcsa TuAPOIU3Y I0 GPYKTO3BI U
TJII0OKO3bI HBepTasdaMu pactrenus (Salzer, 1991; Car-
bohydrate metabolism..., 2001). I'pu6bI cI10cOGCTBY -
0T cHabOKeHUI0 pacteHuil pochopom u azorom (Ille-
MaxaHoBa, 1962; CeauBanon, 1981).

IloMuMO OTMeUeHHBIX BbIIle QYHKIUHA, B MHOTO-
YUCJIEHHBIX MCCIENOBAHUAX MOKAa3aHbl PEeryaailusd
MuKopusoit porocunresa pacrenud (Nylund, 1989),
TMOBLINIIeHNEe cOATaHCUPOBAHHOCTY COEPKaHUSI MUK-
poanemenToB (IllemaxanoBa, 1962; Thomas, 1983),
CHUKeHUe IIOCTYIIJIEHUs MeTaJlJIOB B mo0eru pacre-
auit (Wilkinson, 1995), yayumienue BomocHabKe-
HUS U MOBLIIIEHNE 3aCYX0YCTOMUYMBOCTU PACTEHUSA
(IlTemaxanoBa, 1962; Pigott, 1982), BospacTanmue yc-
TOMUYMBOCTU K maroreHHbIM opranudmam (Ritter,
1989).

Pusochepnaa GpyHKIus MUKOpu3

Muxopusa — 9To CTPYKTypa, B KOTOPOIi TOMUMO
CcOGCTBEHHO KOPHS PaCTeHUA U MHUKOOMOHTA 6O0JIb-
Y0 POJb UTPAIOT PA3JIUUYHBIE ACCOIMUPOBAHHEIE C
Hell OpraHu3Mbl. OKCCYAaThl KOPHeI comepKaT 00Jb-
1I10e KOJUUYEeCTBO HU3KOMOJIEKYJJIAPHBIX Opranuyiec-
KHUX coeIuHeHU# (AMUHOKUCIOTHI, caxapa, OopraHu-
YyecKue KHUCJIOTHI), IPUBJIEKAIONNX B KOPHEBYIO 30HY
pasInYHbIe MUKPOOPTAHU3MBI I CO3IAIOITUX B IPU-
KOpHEeBOIi 30He cueludruiyecKre YCIOBUA OOUTAHUA.
Tepmun «pusochepa» BrepBbie ynorpeous L. Hiltner
(Hiltner, 1904 — muT. mo: Mupuunk, 1976), same-
TUB pPe3Koe yBeJnUYeH’e UYHCJIeHHOCTH MUKpPOopra-
HU3MOB B 3TO¥ 30HEe (UUCJIEHHOCTHh OaKTEpUIl U TPU-
00B yBennumBaeTca B pusochepe B 5-20 pas, aKTH-
HomuieToB — B 2-12 pas). Kpome Toro, pusochepa
OTJIMYAEeTCA OT OKPY’KaroIieili mMOuYBLI mO (GUBUKO-
XUMHUYECKUM ITapameTrpaMm: 0osiee HuskKuit pH, Boz-
HBIW MOTEHIIMAJI, MOBbIINeHHada KoHmeHTpanusa CO,
U pacTBOpPUMEIX yrieBomoB (Garbaye, 1991). Ilo-
CKOJBbKY B MUKOpPU3e KOpHeBasA CHCTeMa CBA3aHa C
MHIleJNeM IIOUYBEHHBIX rpubos, B 1970-x rr. 6bLI0
MPEeaJ0KeHO MCI0Jb30BATh HOHATHE «MHUKOPHU30-
chepa» (Rambelli, 1973 — miut. mo: Jlo6poBoabCcKad,
2002). Murkopusdochepa COCTOUT W3 KOPHA, Tud
MHUKOOMOHTA, aCCOIIUUPOBAHHBIX C HUMU MHUKPOOP-
raHu3MoB u mouBbl. OHA MOXKeT GBITH IpeJcTaBIeHA

KaK COBOKYIIHOCTH 30H BOKPYI MUKOPU3HOTO KOP-
Hs, KOTOpasd BKJIOYaeT B ce0A MPUJIEramlnyio mou-
By (MuKopusochepHasa mouBa) U HOBEPXHOCTbL MU-
KOPU3HOTO KOpHA (Mukopuiongana) (Mukpomuie-
THI-KOJOHUBATOPHI..., 2000). ITockoabKy B 06pazo-
BaHUU MUKOPU30chephl IPUHUMAET yUacTue MUKO-
OMOHT, 9Ta 30HA OTJIMYAETCA OT pusocdepsl Mo CBO-
UM QUBUYIECKUM, XUMUUYECKUM U MUKPOOMOJIOTHUEC-
KMM XapaKTepHUCTUKAM B OCHOBHOM 3a cueT o0paso-
BaHUA SKCTPAMATPUKAJIBHBIX I MUKOPUSHBIX I'PHU-
60B, KOTOpPBIE PACIIPOCTPAHAIOTCA B IIOUBE HA JOCTA-
TOouHO O60abIiue paccroauusa (Graham, 1988). Muk-
po6GHoe coOBIIEeCTBO OCYIIECTBIISET IPOIEeCCHl Iepe-
BOJla CJIOKHBIX MUTATEIbLHBLIX BEIEeCTB B JOCTYIIHOE
JIJIST UX TIOTJIOIeHusI COCToOAHUe. PusochepHbie MUK-
pOOpPraHM3MBI UTPAIOT TJIABHYIO POJIb B 3aIl[TE OT
KOPHEBBIX HAaTOTeHOB, YYAaCTBYIOT B HOIIEPKAHUU
CTPYKTYPHI HOUBBI U YAEPKAHUU BOJABLI U IUTATEb-
HBIX BerecTB (Barea, 2002). Konronusanua MUKO-
OMOHTOM M3MeHAeT MeTaboam3M KOpHell pacTeHusI-
X03AMWHA, a CJIeI0BaTeJIbHO, KOJIMYECTBO M COCTAB
KOPHEBBIX 9KCCYIaTOB, BBIAEJIAEMbIX B IOUBY. I'pu-
OBI-MUKOPU3000pa30oBaTEN YMEHBIIAIT IIPUTOK
KOPHEBBIX 9KCCYyIaTOB B pusdocdepy myTem oTbopa
YTJIeBOIOB 13 KJIETOK KOPHEH A0 Toro, Kak OHHU JO-
CTUTHYT HOYBEI. B X0/me o0MeHa BellleCTBAMU MeXK-
Iy CUMOMOHTAMYN MUKOPHU3 IPOUCXOAUT U3MEHEHIE
cocTaBa caXapoB, aMUHOKMUCJIOT U APYTUX OpTaHU-
YeCKUX COeMIUHEHUI B KOPHEBHIX sKccymaTax (Laheu-
erte, 1990). YrieBoasl pacTeHUSA YaCTUUYHO IIEPEXO-
IAT B crnenuuuHble s rpuboB coequHEHUA, Ta-
KHMe KaK Tperajgosa, MaHUT, apabut (Soderstrom,
1988).

MuxopusochepHbie COOOIIECTBA CIOMKHEI 110 BU-
JIOBOMY COCTaBY, BKJIIOUAIOT IIPEACTABUTEIEH TOUTH
BCeX IIapcTB. BaamMomelicTBUSA MUKOPU3 C MUKPOO-
HBIMY COOOIIIeCTBaMU BLIBLIBAIOT OOJIBIIION MHTEPEC,
TaK KaK HeKOTOpble MUKPOOPTaHU3MBI, ACCOIUUPO-
BaHHBIE C MUKOPU30#, CITOCOOHBI JOMONHATh U IOJ-
Iep KUBaTh ee PYHKIIUYU, HATIPUMeP, a30THUKCUDPY-
oiue u pactBopsamoIiue dochar 6axrepuu. IlosTo-
My B HacCTOsIlee BpeMA MUKOPHU3Y BOCIPUHUMAIOT
He Kak cuMOM03 MBYX IIapTHEPOB — rpuba u pacrTe-
HUS, 4 KaK MYJbTUTPOMHBIN CUMOMOTUYECKUI KOM-
IJIeKC, BKJIIOUAIONIUI TaKKe CONYTCTBYIOIME OpTa-
HusMmbl (Ectomycorrhizal symbiosis..., 2005).

BbIZenAI0T OIATH OCHOBHBIX KaTeTrOpUil Oprammsa-
MoB B Mmukopusocdepe (Garbaye, 1991).

1. CanpoTpodbl, KOTOPbIE MOTYT MCIOJIb30BATH
IIUPOKUH AUATa30H CJIOKHBIX OPTaHUUYECKUX COeIH-
HeHU# (IUTHUHBI, 0€JIKU, TJINKOIIPOTENHBI, IIEJIJII0-
Jio3a u Ap. moaucaxapunabl). OHU He OTIUYAIOTCSA OT
OpTraHM3MOB, JKUBYIIIUX B IIOYBE, MOTYT OOUTATL B
JIeCHOH MOJCTUJIKE, HO 00Jiee MHOTOUMCJIEHHEI B MI-
Kopusochepe. OGBIYHO OHU HEe KOHKYPUPYIOT MEXK-
Iy co0oii B CBA3U C 0OJBINOI HMUINEBOI IIPUCIIOCO0-
JIEHHOCTHIO U He 3aBUCAT OT KOopHsa. OmMHAKO HEeKOo-
TOpbI€ U3 HUX MOTYT IIPOU3BOAUTH AHTUOUMOTUKHU U/
WK OBICTPO 3aHUMATDH 9KOJOTUUYECKYIO HUIIY B MU-
Kopusocdepe.
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2. Cenuaan3upoBaHHbIe MUKOPU30C(hepHbIe Op-
TaHU3MBI, KOTOPbIE€ MCIOJIb3YIOT IPOCThIE OpTaHU-
yecKue coefuHeHus (caxapa, aMUHOKUCJIOTEI, Opra-
HUYEeCKUe KUCJIOThI), BbIeJAeMblie PACTEHIEM U eT0
MHUKOOMOHTOM, W IIO3TOMY KOHKYPUPYIOT MEKIY CO-
6oii. K mamHBIM OpraHu3MaM OTHOCST HEKOTOPhIe
rpudsl, pusobaxTepuu Tuna GJIyOpPECIeHTHHIX ICeB-
IOMOHAa, 6aIujI, a3ocuupuI u ap. HekoTopsie us
9TUX OPraHM3MOB CIIOCOOHBI yCBamBaTh aTMocdep-
HBIHA a30T.

3. BosedHeTBOpHBIE MUKPOOPTaHMU3MBI KOPHSA.
9TU OPraHU3MBbI CTPOT'0 OMOTPODHBI, TPOHUKAIOT Ue-
pe3 TKaHUW KOPHS U XapaKTepPU3YIOTCA CJIOKHBIMU
B3aMMOOTHOIIIEHUAMHU, TaK KaK UX JKUSHEHHBIN ITUKJI
TMPOXOAUT CHAPYIKHU U YACTUUHO BHYTPHU KOpHA. OHU
ABJAIOTCS MIPUYUHOI IMOBpPEXKIACHUA KOpHell, uame-
HAT UX abcopOupPyoIyo GQYHKIINIO, M HaXOJATCA B
KOHKYPEHIIUU C APYTUMHU MUKOPU30chepHLIMU Opra-
HU3MaMU. B TaHHyI0 Ipynny BKJIIOYAIOT HEKOTOPEIE
6axTepuu, HO TJIaBHBIM 00pa3oM rpudsl pomoB Phyti-
um, Fusarium um Rhisoctonia, aBiasroIinquecsa maTo-
TeHaMu.

4. CuMOUMOHTHI KOPHA — 3TO OMOTPODHBIE MUKPO-
OpTaHU3MbBI C JKU3HEHHBLIM ITUKJIOM BHYTDPH W BHE
KopHA. OHU BRITOIHBI paCTEHUIO, TaAK KaK ycBauBa-
IOT aTMOC(EPHBIIT a30T, JOCTABISIOT BOAY, MUHEPAJb-
HBbI€ U POCTOBBIE BEIECTBA MOJO0HO MHUKOPU3HBIM
rpubaMm. CUMOHMOHTEI KOPHS SABJIAIOTCSA CIIEIIMAJIN-
3UPOBAHHBIMU MUKPOOPTaHU3MaMU, UCIOJIb3YOIH-
MU IIPOCTHIE MOJIEKYJIBI, KOTOPBIMU UX OobecleunBa-
eT pacrenme. OTIMYAIOTCS BBICOKOM KOHKYPEHIIU-
em.

5. Xumuuku. [lanHada rpynna BKJIOYaeT pasind-
HbIe OPTAaHU3MBI (IpocTeiiniue, HEMATOABI, KJIEIH,
KO0JIIeMOOJIBI U IPYTHe HaceKoOMbIe), KOTOPbhIe THUTAa-
I0TCA MUKPOOPTAHM3MAaMM, YMEHbITasd UX YHCJIEH-
HOCTb.

Muxopusocdepa okas3bIBaeT BIUSHUE Ha CTPYK-
TYpy MOYBLI U HAa MUKPO-, 1 HAa MAKPOCKOIITMUYECKUM
ypoBHe. HekoTopble 9KTOMUKOPU3HBIE TPUOBI MOT'YT
00pas30BBIBATD 9KCTPaMaTPUKAJIbHBbIE Pa3BeTBICHHbBIE
MUIleJInaJIbHbIe TAMXKY, KOTOPbIe TPOHU3LIBAIOT IIOY-
BY M JIECHYIO IOACTUJIKY Ha pacctoauuu g0 40 cm u
6osiee. [Ipyrue GopMUPYIOT IJIOTHBIE MUIIEIUAJTH-
HBI€ MAaThI B JiecHOI moacTuiake (Bowen, 1994). 9tu
CTPYKTYPBI CIOCOOHBI 3HAUUTEIbHO U3MEHATD yCJIO-
BUS MECTOOOUTAHUA U aKTUBHOCTh MUKPOOPTaHU3-
MOB IOYBHI U JIECHOU IMOACTUIKHU OJaromapsa HaJIu-
YUI0 KOMIIJIeKCca 9K30(DepMEeHTOB U Pa3HOOOPa3HBIX
BTOPUYHBIX MeTab0auTOB. KOpHU U rpubBI-MUKOPHU-
3000pas3oBaTes i TaKsKe yUYacTBYIOT B IIepeHoce Be-
IIeCTB Ha 3HAUUTEJIbHbIE PACCTOAHUSA B BEPTUKAJIb-
HOM ¥ TOPU3OHTAJIHLHOM HAIIPABICHUAX.

MHueHnus pasHBLIX HCCIEeLOBaTeIEeH 10 IIOBOLY IIPH-
CYTCTBUA B MUKOpPU30chepe TeX UIU UHBIX (PU3UO-
JIOTUUECKUX TPYIII OaKTepUil TOBOJIbHO IIPOTUBOPE-
yuBbl. HeKOTOpbIe uccIemoBaTe I CUUTAIOT, UTO Ha
PasHBIX CTAAUAX CYKIleCCUU (PYHKIIMOHUPYIOT pas-
Hble MUKPOOPTAaHU3MbI, YUaCTBYIOII[E KaK B JeCT-

PYKIINU PacTUTEJNbHBIX OCTATKOB, TaK M B IIPOIlEC-
cax, CBA3aHHBIX C KPYrOBOPOTOM a30Ta, yrjaepoaa u
IPYTHUX 3JIeMeHTOB B 6uoieHo3ax. Kpome Toro, ogux
W TOT K€ OpraHu3M CIIOCOOeH ydJacTBOBAaTh B pas-
HBIX (PU3UOJOTUYECKUX, YaCTO HPOTHUBOIMIOJOMKHBIX
IO HAIIPaBJIEHHOCTH IpolleccaxXx — aMMOHU(MUKAIIUNT
u azoTpukcanum, HUTpu(pUKaIum 1 jeHuTpuduKa-
U1, MO3TOMY pasjesieHre OaKTepUaJbHBIX C000-
IIeCTB II0 IPUHIUNY (PU3UOJOTUUECKUX I'PYIII B MU-
Kopusochepe He mMmeeT cmbicya ([loOpoBosibcKasd,
2002).

Cykieccuu 9KTOMUKOPU3
M COO0NIECTB 3KTOMUKOPHU3HBIX I'PUOOB

B IpupOAHBIX YCIOBUAX CYIIECTBYIOT PAa3JIUUUA
MeKy IpynnaMu rpuboB, CIIOCOOGHBIX KOJOHU3UPO-
BaTh KOPHU JepeBbeB B MMOHEPHBIX MU HaPYIIEeH-
HBIX MECTOOOUTAHUAX, U TPYHIaMu MUKOOUOHTOB,
KOJIOHUBUPYIOIIUX CEeAHIBI B HeHAPYIIIEeHHBIX Jiec-
HBIX coo0IecTBax. BakHOI uepTOoii OMOJIOTHUU TPU-
00B, KOJIOHUBUPYIOIUX PACTeHUA B HAPYIIEHHBIX
MEeCTOOOUTAHUAX, ABIAETCA CIIOCOOHOCTh 00Pa30BHI-
BaTh MHUKOPU3bI u3 cmop. S. Visser (Visser, 1995)
u3yyajga cMeHy MOPGOTUIIOB S3KTOMUKOPU3 Ha KOp-
HAX, a TaKKe o0pasoBaHUe rpubaMu IIJIOJOBBIX TeJ
B Pa3HOBO3PACTHBIX Jecax us Pinus banksiana Lamb.
(6, 41, 65 u 121 rox), BOBHUKIINX B pPe3yJabTaTe
€CTeCTBeHHOTO BO30OHOBJIIEHUA COCHAKOB ITOCJIE TIO-
skapoB. Efo mokasaHo, uTo rpubbl HaYaJIbHBIX CTAa-
Il cykIlleccum, Hanpumep, Thelephora terrestris
Ehrh., B xo1e pasBuTus JIeCHOT'O COODIIleCTBA CMe-
HAJINCH, HO He 3aMeIlaJuch ITOJHOCTHIO BUIaMu, 00-
Jlee XapaKTepHBLIMHU IJsd MO3THUX CTAAUIl CyKIiec-
cuu (Bugel ponoB Cortinarius, Lactarius, Russula u
Tricholoma). Kpome Toro, 66111 00HAPYKEeHBI BUIbI
rpuboB, He ABJSIONIMECA NOMUHAHTAMHU HU HA Of-
HOU u3 crajzuit, Hanpumep, Inocybe spp., Suillus
brevipes (Peck) Kuntze, Cenococcum geophilum Fr.
BriaBiaeHo, 4TO CTPYKTYypa I'PUOHBIX COOOIIECTB yC-
JIOXKHAETCA B IIepuoj ¢ mectoro mo 41 rox cykiiec-
cuu. I[Ipu 9TOM IOJHOTO NCUE3HOBEHUA KAKUX-JIN00
BUJOB U 3aMeIleHUs WX APYTUMHU He IIPOUCXOIUT.
IManee ¢ BO3pacTOM CTPYKTypa M BUIOBOH coOCTaB
COOOIIECTB SKTOMUKOPU3HEIX I'PUOOB CTAOUIU3UDPY -
forcsa. Hanbosbiiee pasuoodpasre SKTOMUKOPU3HBIX
rpubOB OTMEUEHO B ApeBocTosaX B BospacTe 20-40
JIeT, KoTj[a 3alac JEeCHOM MOACTUIKU MaKCHUMAaJeH
(Last, 1987). B cBasu ¢ sTum co3fgatoTcsa HauboJiee
6JIaTONIPUATHLIE YCIOBUS AJIA IJIOLOHOIIEHUA dKTO-
MUKOPU3HBIX TpuboB (Species richness..., 2002). Hasa
MOJIONHSAKOB XapaKkTepHa 6bicTpasd (5-10 seT) cmeHa
JOMUHUDPYIOIMUX BUJ0B-cuM6buorpodoB (Illyoun,
2000). C BospacToM IPOAYKTHUBHOCTH COOOIIECTBA
CHUKaeTCd U YMeHbIaeTcsAa BUAOBOE pasHooOpasue
¥ aKTUBHOCTDH IIJIOJOHOIIEHUS MUKOOMOHTOB.

Bce mopdoTunsl MUKOpU3, obGaamaroliue BHICO-
KuM o0uaneM B coolIirecTBe Bo3dpacTom 41 rox, opu-
CYTCTBOBAJU U B COOOIIlecTBaxX Bospactra 65 m 112
ger. S. Visser cuuraer, uTo HamboJiee BEPOATHOM

&
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OPUYUHON U3MEHEHUH B cOCTaBe 'PUOHBIX COOOIIIECTB
ABJAETCS U3MeHeHte XapaKTepa paciupeaeeHus yr-
Jepojia IIo Mepe pa3BUTHUA AepeBheB Pinus banksiana
Lamb., XxoTa MUKOpPU3HbIe KOPHU ITOTO JepeBa Ha-
XOAATCA MPEUMYIeCTBEHHO B MUHEPaJIbHOM mOUBe
mop opranmueckuM ropusonTom (Visser, 1995).

Ha mpumepe cocuoBbIX jecoB CeBepHoit AmMepu-
KM OBIJIO TOKAa3aH0, YTO CeSTHIIBI COCHLI, BEIPAaCTalo-
e Iocje JIECHOTO II0XKapa, ObIJIM KOJOHU3UPOBA-
HBI UCKJIIOUUTEJbHO rpubaMu BUIOB ceMeiicTBa Suil-
laceae (Rhizopogon subcaerulescens A.H. Sm.,
R. ochraceorubens A.H. Sm. u Suillus pungens Thi-
ers & A.H. Sm.). CegHuIisl TOTo ke Bo3pacTa B Jiec-
HOM COO00IIecTBe, He 3aTPOHYTOM II0KapoM, COCTO-
Ju B cuM0Ouo3e ¢ GOJIBIIIUM YMCJIOM BUAOB I'PHOOB,
cpeny KOTOPHIX HamboJiee YaCTO BCTPEUAJIUCh BUIbI
pomoB Russula u Amanita (A sequence database...,
1998). IlonyueHHble AaHHBIE CBUAETEILCTBYIOT O
TOM, UTO TpubbI ceMelicTBa Suillaceae criocoOHEI co-
XPaHATHCS B BUJE CIIOP IMOCcJe IMoXKapa 1 KOJOHU3HU-
poBaTh KOPHU, UTO 3aTeM OBLIO IIOATBEPKIEHO dKC-
nepumenTtanbuo (Taylor, 1999).

CyiecTByI0T paboThI, TOKA3LIBAIOIINE, UTO HET
CBA3W MEXKIY YacTOTOH BCTPEUAEMOCTH U OOUJIUEM
MJIOMOBBLIX TeJ W 3KTOMUKOpu3. Tak, B mcciegoBa-
auu M. Gardes u T. Bruns (Gardes, 1996) mokasa-
HO, UTO B coobOmiectBax usd Pinus muricata mecMoT-
pA Ha JOMUHUPOBaHUE B SKTOMUKOPU3HBIX KOpHeE-
BBIX OKOHUAHHUAX BUIAOB pomoB Russula, Boletus u
Tomentella ux naomoBLIe Tejia He OLIIN OOHApPYIKE-
HBI B TeUeHNUe UeThIpexXJeTHero mepuoja HabJiome-
auii. Suillus pungens Thiers & A.H. Sm., o6pasysa
60JIBITTOE KOJIUYECTBO IJIOAOBLIX TEJ B TOM 2Ke QUTO-
HeHo3e, B OKTOMUKOPU3aX IPUCYTCTBOBAJ B He3HA-
YUTEJTbHOM KOJUUYecTBe. [[pUUMHBI TAKUX HECOOTBET-
CTBMU BBISCHEHBI He OO0 KOoHIla. B maHmoii pabore
npeamogaramT, uro Suillus pungens HecMOTpPA Ha
HHU3KO0e 00uIre B SKTOMUKOPU3axX hopMupyeT 60Jb-
1I10e KOJUYECTBO IJIOMOBBLIX TeJl OJaromapsa HamOo-
nee 3(ppeKTUBHOMY TPAHCIOPTY yrJjaepoma MexxXIy
pacTeHueM u IpubOM, IOCKOJIBKY ABJIAETCS Y3KOCIIe-
MUAJTU3UPOBAHHBIM BUIOM JJIA 3TOTO BUIA COCHBI.

Ilpenmono:kuTeIbHONM IPUUYMHON U3MEHEHUI BU-
JIOBOT'O COCTaBa I'PUOGHBIX COODOIIECTB AKTOMUKOPU3 B
CYKIIeCCUAX SBJISETCS N3MeHeHNe KOJInUecTBa yrJie-
poza, mocTymamoIinero K MUKOOHMOHTY OT pacTeHuA.
Hiis o6pasoBaHUA GOJBIITOTO KOJMUYECTBA MJIOJOBBIX
TeJl M Pa3BUTON MUIEINAJBHON ceTHu TpedyeTcs Ho-
CTATOYHO OOJILIITOE KOJUUYECTBO YIJIEPOIa, IIO3TOMY
rpubbl MO3AHUX CTaAUil CYyKIleccuu, Takue Kak Lacta-
rius pubescens Fr., He cnocoOHBI KOJIOHU3UPOBATH
cTepUJIbHBIE CEAHIILI mepBoro roaa kusuu (Gibson,
1988). B meHapyIieHHBIX COO0IIeCcTBaX I'PUObI O3] -
HUX CTaAull CYKIIECCUU MOTYT 00pa3oBBIBATH MUKO-
puB3HI y CEAHIIEB, HO TOJIHKO BOMM3U CTAPBIX JePEBb-
€B, MUKOPU30BaHHBIX 9TUMU BUAAMU ITOCPECTBOM MHU-
neanaabHbIX Taked (Ilyoun, 1990; Bowen, 1994).

WccrnemnoBanusa KPyroBOpoTa yrjaepoja B PasHBIX
y4acTKaxX KOPHEBOII CHCTEeMBI CTAalX TEOPETUUEeCKU
BO3MOXKHBI IPU MCIOJb30BaHuU MeTKH “CO,, HO Ha
JaHHBIA MOMEHT TaKue padoThl He ONMYyOJIMKOBAHBI U
BOIIPOCHI, CBSI3aHHBIE C ITepeMeIlleHreM yrJjepoaa B
MHKOPH3aX, OCTAIOTCSI OTKPBITHIMMU.

3akaoueHne

Ob0surarHasg MUKOTPO(GHOCTEL — BasKHelIIee 6110-
JIOTUUECKOe U SKOJIOTHUECKOe CBOIMCTBO APEBECHBIX
pacTtenuii, KOTOpoe MO3BOJIAET UM JOMUHUPOBATH Ha
OTPOMHBIX TIPOCTPAHCTBAX JIECHOW 30HBI. MuUKOOU-
OHTBHI DYKTOMUKOPU3, 00JIamas BLICOKOM Omomaccoit
¥ BBICOKMM YPOBHEM BHIOBOTO pasHooOpasusd, fAB-
JATCA JOMUHUPYIONE TPYyHIONi OPraHWU3MOB B
JIECHBIX IIOYBaX. BceTymieHue B CUMOMOTHUUYECKIE
B3aMMOIeCTBUS MO3BOJISIET (PUTO- I MUKOOMOHTAM
9KTOMUKOPU3 3(h(PeKTUBHO IIPEO0S0JIeBaTh qelicTBre
MHOTHUX JUMUTHUPYIOMINX (PAKTOPOB, UTO PaCIIUPSI-
eT aJalTUBHbBIE BO3MOKHOCTU MMapTHEPOB, IO3BOJIA-
eT MM OCBauWBaTh Pa3HOOOpas3HbIe MeCTOOOUTaHUA,
3aHUMATh KJIOUEBbIe MTO3UIIUHU B COODOIECTBAX.

B macrosdiee BpeMs B paMKax HaIpaBJeHHUd,
M3yYarolnero 9KTOMUKOPU3EI, MOYKHO BBIJEIUTD PAL
OoJiee cIienmaIU3WPOBAHHBLIX ObOJlacTell ucciemxoBa-
Hui (mo: Beceakun, 2013).

1. YcraHoBIeHMEe MHUKOPU3HOTO CTaTyCca BUAOB
pacTeHuii, MOTEHIIMAIBLHO CIIOCOOHBIX K (POPMUPO-
BaHUIO 9KTOMUKOPU3HI.

2. UpeaTudpuranusa (BusyaabHO) COCTaBa 3KTO-
MUKOPUBHEIX I'Pub0oB, Ouoreorpadusa rpubos.

3. UnenTudpuranua (MOJIEKYIAPHO-TeHETUUECKH-
MU MeTOZaMM) COCTaBa SKTOMUKOPU3HBIX I'P1OOB HaA
KOPHAX PACTeHUU WU B IIOUBE, U3yUeHUE dKOJIOTUU
U CTPYKTYPHI COOOIECTB SKTOMUKOPU3HBLIX I'PUOOB.

4. Nzyuenue GpU3UOJOTUUYECKUX, T€HETUUECKUX,
PeryJaATOPHBIX, CUTHAJIBHBIX MEXaHU3MOB, JIEXKAIITUX
B OCHOBe (DOPMHUPOBAHUSA SKTOMUKOPU3HOTO CUMGMO-
3a.

5. IsyueHune ypoBHEl M MeXaHH3MOB yCTONUM-
BOCTH SKTOMUKODPHU3HBIX pacTeHUll K HebJarompu-
ATHBIM 9KOJIOTUYECKUM YCJIOBUAM, B TOM UHCJE aH-
TPOIOTEeHHBIM.

6. M3yueHne IEeHOTMYECKUX W BKOCUCTEMHBIX
3)(peKTOB, COIIPOBOKIAONIUX (hOPMUPOBAHUE IKTO-
MUKOPU3: OIpejieieHre PO SKTOMUKOPHU3HBIX B3a-
UMOJENCTBUHN B CO3JaHUU NMEPBUYHON M BTOPUUHOM
NPOAYKIIMYU B 3KOCHUCTEMAaX, B IPOIleccax AeCTPYK-
WU ¥ OBIXaHUI, B KPYroBOPOTax GMOTEHHBIX 3JIe-
MEHTOB, B (DOPMHUPOBAHUU COCTaBa (YUTOIEHO30B.

7. syueHre MeXaHU3MOB Peryaanuu s(pPeKTus-
HOCTH cMOMO3a — MOUCK ONTUMAJLHBLIX COUCTAHUH
BUJOB CUMOMOHTOB W YCJOBUH UX KYJIbTHUBUPOBA-
HUS B PA3JIUUYHBIX MPUKJIATHBIX IeIAX.

Bripaskaio 6JiarogapHOCTEL BeAYIIEMY HHIKEHepYy-dJIeK-

TPOHUKY OTJeJsia Jecobuosormueckux mnpobisem Cerepa

.U. IlaroBy 3a TexHHUecKoe obOecmeueHue pabOTHI Ha
39JIEKTPOHHOM MUKPOCKOIIEe U cleslaHHBbIe (poTorpaduu.
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MODERN CONCEPTS OF THE STRUCTURE OF ECTOMYCORRHIZAL ASSOCIATIONS

T.A. Sizonenko
Institute of Biology of Komi Scientific Centre of the Ural Branch of the Russian Academy of Sciences, Syktyvkar

Summary. The review presents main classic and modern results of studies of ectomycorrhizal structure. Interest
in symbiotic issues grows every year and covers a number of areas of scientific knowledge. Mycorrhiza, being
one of the most important symbioses on the Earth, is a specific structure occurring as a result of plant-fungus
interaction. This review contains brief general description of mycorrhizal symbiosis with a special attention to
the functioning of forest ecosystems in the North. During the time elapsed since the opening of mycorrhiza by
A. B. Frank in 1885, important scientific achievements dealing with this phenomenon have been made.
Mycorrhizas occur in all plant associations and strongly affect the ecosystems. In the boreal zone, ectomy-
corrhizas are an integral part of plant dominants and edificators involving the plants into the system with joint
turnover of nutrients. Mycorrhizal fungi are a part of wide range of interactions between soil organisms of
various taxonomic and trophic groups, uniting the main kingdoms of living organisms. Mycorrhizal fungi, being
the absolutely dependent on plants, have an advantage over the saprotrophs in mobilizing phosphorus, nitrogen
and other elements and soil organics that are rare and poor in the soil., Classification of mycorrhizas was
made using traditional molecular methods. Morpho-anatomic structure and composition of mycorrhizal phyto-
and mycobionts were also studied. The review is also devoted to the problem of ectomycorrhizal influence on
the structure of plant communities and the vegetation dynamics that are actively developed due to the
development of modern molecular approaches.

Key words: ectomycorrhiza, mycobiont, morpho-anatomical structure, mycorrhizal functions, mycorrhizal
successions




