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I'pubam npUHAWICKHUT BakHAS POJIb B (YHKIMOHUPOBAHUM 3KocucTeM. OHM UpE3BBIUANHO IIEHHBI
KaK TPOJYKTHl NMHTAHUA U OOBEKTHl OMOTCXHOJOTHYECKUX pa3paboTok. B To ke BpeMs HEKOTOpHIE
BUJIBI SIBIIIOTCSL TPUYMHOW Cephe3HBIX 3a0ojeBaHWH. ['pHOBI pasIMYHBEIX TaKCOHOMHYECKHX M
TPOPUIECKUX TPYNI CIOCOOHBI TPOAYIHPOBATE (UTOTOPMOHBI, B YACTHOCTH IIUTOKMHHUHEIL.
HccnenoBaHns OUTOKWHHUHOB TPHOOB OBUIM HadaThl ITOJIBEKa TOMY Has3al, OJHAKO JI0 CHX IOp HE
CYIIECTBYET €MHOTO MHEHUS O (YHKIUIX, KOTOPEIC OHU BBIITOJIHAIOT B PETYJLILMA IIPOLECCOB pPOCTa
W pasBUTHS ITHX OPraHM3MOB. B 0030pe mpoaHaIM3HpOBaHBI CBEJCHMS O KaUECTBEHHOM COCTaBE
CHHTE3UPOBAHHBIX TPHOAMHM IMTOKMHWHOB, SK30TCHHOM BIMSHHM TOPMOHOB Ha POCT IpuOOB B
KyJIbType H in Situ, usmenenunit B ¢usuonornu rpubOB BCIIEICTBHE IEHETHYECKUX TpaHC(HOpMaIHid,
CBS3aHHBIX C IIMTOKMHWHAMH. BOJBIIMHCTBO TpHOOB TECHO B3aMMOJCHCTBYIOT C PACTCHHSIMH,
co3laBas acCOIMalMU KaK JPY>KEeCTBEHHOTO (CMMOMO3), Tak W BpaXAeOHOrO Xapakrepa
(mapasumuszMm). B oboux ciaydasx i M3MEHEHHS B CBOIO TOJB3y METabOIM3Ma PACTCHHUS-XO3SIHMHA
rpuUOBl HCIOJB3YIOT BemecTBa-3(EKTOPEl, B COCTAB KOTOPHIX BXOAIT HUTOKMHHMHBL. C IIETBIO
3apakeHHUs pacTeHUI TPHOBI MapasUTUIECKON MPUPOIbl MAHHUITYJIMPYIOT Kak COOCTBEHHBIMU T'eHAMHU
6mocuHTe3a M MeTabomM3Ma NUTOKUHMHOB, TAK U COOTBETCTBYIOIIMMH T'€HAMU PACTEHUS-XO3AMHA.
ITposiBieHUs] TAKOTO B3aHMMOJCHCTBHS 3aBUCAT OT MPHUPOJBI MATOTEHA M MPUMEHEHHOW UM CTPAaTerHH,
a TaKkKe OT PEaKTHBHOCTHM MMMYHHON CHCTEMBI OKKYIHMPOBAaHHOTO opraHu3Ma. [Ipu uccienoBaHuu
CUMOMOTHYECKMX B3aMMOOTHOWIEHWH TpUOOB M  pacTeHU, B YacTHOCTH (QopMUpPOBaHUSA
apOyCKyJSIpHOH MHWKODPH3BI, IIOJIyYEHBI IPOTHBOPECUUBBIE JaHHBIE, KOTOPBIE CBHJICTEIBCTBYIOT O
HENpsIMOM  Xapakrepe JeHcTBUs LUTOKMHUHOB. OTmenbHO 0O0Cyskmaercss posib LIUTOKHHHUHOB B
pa3sBUTUM  MaKpOMMIETOB, KOTOPHIE  COCTaBISIIOT  HECHCTEMATHYECKyl0 TIpymmy  TIpuOOB,
(GOpMHUPYIOIIMX MAaKpPOCKONUYECKHE IUIOJOBbIe Tena. L[UTOKMHMHBI OOHAapy>KeHbl Kak B
BETCTATUBHOM MHIEINH, TaK M B Kapnodopax MaKkpOMHILETOB. YCTAaHOBJICHHBIE 3aKOHOMEPHOCTH
JMHAMUKH HAKOIUICHUs II03BOJIIIOT paccMaTpHBaTh T'OPMOHBI 3TOr0 Kiacca Kak MOTCHIUAJbHbBIC
perymiTopsl pocta rpuboB. B 0030pe cpenmaHo 3aKMOYEHHE, YTO LUTOKMHHHBI TPUOOB H3YUYCHHI
HEJOCTATOYHO II0JHO. [loHMMaHMe € MEXaHM3MOB pas3BUTHA IPHOOB W BBIABICHHE BEIECTB,
KOHTPOJHMPYIOMHUX HX, MO3BOJHMIM OBl yCOBEPIICHCTBOBATh OMOTEXHOJOTHH, MCIOJB3YIONINE TPUOBI
B Ka9eCTBE CHIPHS I MOTPEOHOCTEH MEIUIIMHEI ¥ MUIIEBOH MPOMBIIUICHHOCTH.
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[{uroknHMHEBI — TOMM(YHKIMOHATBHBIE To- MO  HAa  CTPECCOBBLIC

Bo3neiicTBus  (Kieber,

PMOHBI PaCcTCHHUH, MPHHAMAFOIIVE YIacTHE B PETy-
JISIIK WX POCTA W Pa3BUTHS HA BCEX dTamnax OHTO-
rene3a (BememmuoBa, KocakiBebka, 2017). Onu
KOHTPOJIMPYIOT JIeJICHHE KICTOK W (popMHUpOBaHHE
MEPUCTEMATHIECCKHIX TKaHEH, JIOHOPHO-
AKICTITOPHBIC ~ OTHOIICHUS OpPraHoOB, MPOIECCHI
MpOpacTaHusi CEMSH M CTapeHHs JIUCTHEB, pPeak-
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Schaller, 2018). K kmaccy IMTOKMHHHOB TpWHAJI-
JeXKaT TPOW3BOIHBIE aJIEHNWHA, OMOTOrHIecKast ak-
THBHOCTH M (PyHKIMM KOTOPBIX 3aBHCSIT OT Bapua-
IMA CTPYKTYphl OOKOBOW IIETIM M KOHBIOTAIH
(Zircher, Miiller, 2016). KauecTBeHHbIN COCTaB U
KOIIMIECTBEHHOE COJICpKAHKE IMTOKWHMHOB 3HA-
YUTEIILHO BapbHUPYET B 3aBUCHMOCTH OT THIA TKa-
Hell, BUa pacTEHUW, CTaUM Pa3BUTUA U YCJIOBUN
okpyxatomeir cpenbl (Murai, 2014). T'omeocras
UMTOKHUHWHOB OIPEIESIeTCs] AKTHBHOCTHIO KJTIO-
4yeBbIX (DepMEHTOB MX OMOCHHTE3a (M30MEeHTEHMII-
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BEAEHHYEBA, KOCAKOBCKAA

TpaHcgepasa, IPT) u gerpamarmm (IMTOKMHAHOK-
cunasza, CKX), a Taxke 3KCIpeccHel COOTBETCT-
Bytoumx reHoB (/PT u CKX) (Frébort et al., 2011).

Morekynbl IMTOKHHMHOB B OBOJIOIMOHHOM
OTHOIIICHUM OY€Hh KOHCEPBATHBHBI, OHU MPHUCYTC-
TBYIOT KaK B CBOOOTHOH (opMe, TaK U B COCTABE
TPHK y cambIx pa3HOOOpa3HBIX TPYIIT OpraHW3-
MOB: OaKTepuili, HIBIINX W BBICIINX PaCTCHUH,
rpuOOB, HEMATO]I, HICEKOMBIX, yesoBeka. [Ipemrmo-
JaraloT, YTO MEPBHYHBbIE (PYHKIMU 3THUX MOJEKYIL,
3aKpeIUiCHHbIC ABOMIOIMOHHO, COCTOSUIM B YIIyd-
[ICHAW TPaHCISIMU OeNka B pUOOCOMAax, OCKOIb-
Ky MOAMpUIMpOBaIM 3'-KOHEI[ aHTHKOJOHA CIie-
mapraecknx TPHK (Persson et al., 1994). [uro-
KWHWHBl B PACTHUTEILHOM OpraHm3Me AEHCTBYIOT
KaK CUIHAJIbHBIE MOJIEKYJBI, Tiepeatoiiye nHQop-
MaIMi0 OTHOCHTENILHO Pa3HOOOpa3HbIX (aKTOpOB
OKpyXXalolle cpeibl B T€HOM KIETKH, 3aIycKas
OTBETHYIO PEaKIMIO B BHAE OEIKOBOTrO CHHTE3a.
Pemaronmm MOMEHTOM B 3TOM MpoLiecce SBISIETCS
B3aUMOJICHICTBHE TOPMOHA CO CHELMPUYECKIMU
perenTopaMy, KOTOpoe MPUBOAMUT K Mpeodpa3oBa-
0 oTBeTHOro curuaiga (Romanov et al., 2018).
JIByXKOMTIOHEHTHAasl CUCTEMa TepeJadu IUTOKU-
HUHOBBIX CHTHAJIOB HaloeHa y OaKTepuid, paHHHX
9YKapuOTOB W PACTEHHi, HO CUMTAETCS yTpaueH-
HOW B xone sBomompH y >kuBoTHBRIX (Pils, Heyl,
2009). V opraHM3MOB, IpHHAJICKALIHX K TIAPCTBY
['puboB, perymsiTopHble W CHTHalbHbIC (YHKIMH
[IMTOKMHWHOB TIPAaKTHMECKU He M3y4deHbl. M3BecT-
HO, YTO TPHOBI Pa3IMYHBIX TAKCOHOB CTIOCOOHBI
npoayrmpoBath 3T Topmonbl (Chanclud, Morel,
2016). OpnHako wHTEpeC K M3y4CHUIO (DYHKIMOHA-
JBHOTO 3HAYEHWs] IMTOKMHMHOB B TpoOIieccax poc-
Ta W pa3BUTHI TPUOOB BO3ZHHMKAJ CIIOPaJIMYECKH,
CHUCTEMAaTHYECKHE W MAacIITaOHBIE HCCIIEIOBAHMS
HE TPOBOJIUIIHCH.

['puOBI OTSIMYAIOTCS OONBIIMM Pa3HOOOpa-
3ueM  (OpM, SKOJIOTUIECKOE 3HAYCHHE KOTOPBIX
TPYIHO TepeolieHuTh. MM mpHHaIeKUT ocodast
ponb B 0OECTICUEeHHH YCTICIIHOTO CYIIECTBOBAHUS
9KOCHCTEM, YTO 00YCJIOBICHO CIIOCOOHOCTHIO Pa3-
JaraTh UEJUTI0I03Y U JurHMH. OHM TaKkKe TOCTaB-
JSIOT THIICBOM OCJIOK M TIeJNBIN Psi JPYrHuX MUTa-
tenbHeIX BemecTB (Ponting, Hyde, 2001). [lns
JFOJIeH B TE€UYEHUE THICSUEIICTHIA TPUOBI SBISIFOTCS
HE TOJBKO MPOMYKTOM IuTaHus. biaromaps mMHO-
TOYHCJICHHBIM JIEKAPCTBEHHBIM CBONCTBAM T'PUOBI
3¢ deKTHBHO MPUMEHSIIOTCS KaK CpeJicTBa HCIee-
Hus oT pasmmdHeix HemyroB (Chang, Wasser,
2018). I'puObI 00JaArOT YPE3BBIYAWHO BBICOKUM
OMOTEXHOJIOTMYECKUM TOTCHIMAJIOM JIJISl KCTIONb-
30BaHMS B Pa3MYHBIX chepax 4eIOBEUESCKOM HKU3-
HH, 0COOCHHO B (h)apMaKOIIOTHH W arponpOU3BOJIC-
TBe. Hapsigy c 3TuM, OHM TpeACTaBISIOT OMac-
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HOCTbh, TIOCKOJIBKY BBI3BIBAIOT 3200JICBaHUs BCETO
JKUBOTO, OOPOTHCSI C KOTOPBHIMH BEChMa CJIOKHO
(Hyde et al., 2019). Hecmorps Ha Heocropumoe
3HaYCHHEe TPUOOB, MX (PHBHONOTHS M3ydeHA HENO-
CTaTOYHO, 0COOEHHO 3TO KaCaeTCsl CUCTEM PeryJIs-
IMM POCTa M Pa3BHUTHs, KOTOPbIE OCTAIOTCS terra
incognita 10 HacTosero Bpemenu. Llenpio Harre-
ro o030pa cTany aHaau3 U 00O0OIICHHE pe3yibTa-
TOB M3y4eHWs (PUTOrOPMOHOB LIMTOKUHUHOBOM
NPUPOJIBI, KOTOpBIE, HECOMHEHHO, BEChbMa BaKHBI
JUIS CYIIIECTBOBAHMUS 3THX OPraHM3MOB.

Ilamozennvie zpuowt

I'puOBl B3aMMOAECHCTBYIOT C PAaCTEHUAMH,
o0pa3yst accolmammy Kak JIPYy>KeCTBEHHOrO (CUM-
0uo03), Tak W BpaxkaeOHOro xapakrepa (rapasu-
Tm3M). B 00oux ciydasx oHM HpOOYLWPYIOT DA
BelecTB-3()GEeKTOPOB, WCTIONB3Ysd HMX JJIT MPeoo-
pa3oBaHMs MeTa0oIM3Ma pPACTCHUSA-XO3SIMHA B
CBOIO M0JIb3Y. B cocTaB TakMXx KOMITIEKCOB BXOJISIT
(UTOrOpMOHBI, B YAaCTHOCTH,  IMTOKHHHHBI
(Fonseca et al., 2018; Shen et al., 2018; Akhtar et
al., 2019; Dodueva et al., 2020). [Tapa3urnueckue
TpUOBI BBI3BIBAIOT BO3HUKHOBEHHE 3a0O0JICBaHMIA,
NPOSIBIITIONIMXCS B BUIE OIMyXOJICH, «3EJICHBIX OC-
TPOBKOBY», HaJeTOB U T.IL [lopakeHHbIEe TKaHH OT-
JMYAIOTCs TOBBIMICHHBIM COACp)KaHMEM CBOOOJ-
HbIX ()OPM IMTOKMHMHOB. Tak, MOYaTKH KyKypy3bl,
MHUIMPOBaHHBIE TONOBHEBBIM rpuooM Ustilago
maydis, comepxaiu HAMHOrO OOJbIINE, YEM 3]10-
pOBBIC KOJMYECTBA YUC-3€aTHHA W TIOHIKCHHBIC
YPOBHH TJIFOKO3HMIHBIX KOHbIOratoB (Morrison et
al., 2015a). MHoKymsiiwst JIMCTHEB KYKYpPY3bl BO3-
Oynuresnem aHTPaKHO3a Colletotrichum
graminicola Bei3biBasia 00pa3oBaHUe «3EJIEHBIX OC-
TPOBKOB» B MeCTaxX MH(UIMPOBaHMUS, KOTOPbIE OT-
JMYAJNCh OT 3/I0POBBIX TKAHEH PE3KMM HaKOIUIE-
HUEM yuc-3eaTHHPUOO3WIa M €ro HyKJICOTHIA |
CHIDKCHHEM KOHIICHT paliiy yuc-3eaTnn-O-
rimoko3una (Behr et al., 2012). B ymctoBbIX 1mwiac-
THUHAX TPOPOCTKOB pHCA, TOPAXKEHHBIX T'PUOOM
Magnaporthe oryzae, noBbIIIAIOCH COMEPIKAHUE
VBOTICHTCHIIbHBIX  (popM  1mrokmanHOB (Jiang et
al., 2013).

[MonbeM ypoBHEW NWTOKWHWHOB B WH(MIIH-
POBAHHBIX TKAHSIX TMPOUCXOAWT KaK 3a cUeT Mpo-
JYIMPOBAHMS (DUTONATOTCHAMHM, KOTOPBIC HCTIONb-
3YIOT MX Kak (pakTop, TMOBBIMIAIOIINNA BOCTIPHHAM-
YUBOCTh K MH(EKIMH, TaK U MyTeM MOIYJIMPOBa-
HUs TpuOaMU OMOCHHTE3a TOPMOHOB PAaCTCHHEM -
xo3siuHOM (Spallek et al., 2018).

CriocoOHOCTh TPHOOB TPOM3BOAUTH 1T O-
KUHUHBI B OOJBIIMX KOJMYECTBax MOKa3aHa IpPH

BEIpAIllMBAHMM B KYJILTYype TATOTCHHBIX TI'PHOOB
Botryodiplodia theobromae (Castillo et al., 2014),
Taphrina sp.  (Streletskii et al, 2019),
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Pyrenopeziza brassicae (Murphy et al, 1997). I1a-
pasurmaeckuit epub Claviceps purpurea, X03su-
HOM KOTOPOTO MPEUMYIIECTBEHHO SIBISIETCS PHC,
MPOAYLMPYET IIUPOKUH CHIEKTP IMTOKWHHHOB,
BKJIIOYAsi JOMHMHAHTHBIC y 3TOTO PACTCHHS yYuUC-
dopmer (Hinsch et al, 2015). CpaBaurenbHBIN
aHamm3 xeMuOuoTpodHoro rpuda Leptosphaeria
maculans, Bo3OyauTens 4epHOH HOKKH parica, B
KyJIbTYpEe U B 3apa)KCHHBIX UM TKaHIX MOKa3all Ha-
JUYKEe [IMPOKOr0 CIEKTPa IMTOKHHHHOB B OOOHX
cllydasx ¢ HpeoOJsialaHueM mpaHc-3eaThHa, U30-
IeHTeHWIaIeHnHa 1 N-TJIIOK03uIoB 3eaTuHa. [1pu
3TOM B KyJbType IN Vitr0 (yHKIMOHHPOBAIH OC-
HOBHbIE (pepMeHTHI MeTabom3Ma UTOKUHAHOB —
IPT nu CKX (Trda et al., 2017).

Y Fusarium moniliforme oGHapyxeHo
BKIIFOUCHHE MEUYEHHOTO aJIeHWHA B IUTOKUHUHBI,
YTO CBUIETEILCTBYET O CHHTE3¢ ropMoHa de novo
(Van Staden, Nicholson, 1989). Takas B0O3MOX-
HOCTH OBLIa TIOATBEP)KACHA CEKBECHHUPOBAHUEM Te€-
Homa atux rpuooB (Nichaus et al., 2016). Bmecre ¢
stuM, y Claviceps purpurea (Hinsch et al., 2016) u
U. maydis (Morrison et al., 2017) Ha¥imeHsI TeHbI
tRNA-IPT, uTo n0Kka3piBaeT HaJIMUWE Y Mapa3uTu-
YECKUX TPHOOB SBOMIOIMOHHO OoJiee TPEeBHErO ITy-
TH 00pa30BaHKWsI LMTOKMHMHOB 3a CYET Jerpasna-
i TPHK.

IIponyuppoBaHue  LMTOKWHUHOB  WIPAET
KIIOYEBYIO pOJIb B TpoIecce HMHpUImMpoBaHus. B
sKcrepuMenTax in planta ypoBeHb IMTOKUHUHOB Yy
Brassica napus Bo3pacTtai mo Mepe pa3BUTHS HH-
¢deximm L. maculans (Trda et al., 2017). Penyim-
POBaHHYIO BHPYJICHTHOCTB TPOSIBIISUTM MYTaHTHbIE
mrramMbl Claviceps purpurea (Hinsch et al., 2016;
Kind et al, 2018) u U. maydis (Morrison et al.,
2017), ¢ BBIKIFOUCHHBIMYM T'¢HAMH OCHOBHBIX (ep-
MEHTOB OMOCHHTE3a IMTOKMHMHOB. [loxoxkue pe-
3yNbTaThl  ObUIM  TOJMYYEHBI C  IMTOKWHHH-
nebumrHeIMU [TamMmmMamMu M. Oryzae, xortopsie
Takke ObUIM He CNOCOOHBI MH(UIMPOBATH pacTe-
HUS pHUCAa, HO HAHECEHHE SK30TCHHBIX ITOKHHI-
HOB BOCCTaHaBJMBajio BupyneHTHOCTH (Chanclud
et al, 2016). ITatorennsie TpUOBI MOTYT MHOYLH-
pOBaTh AKTUBHOCTH IMTOKMHMHOBBIX TCHOB WM B
TKaHAX OpraHM3Ma-xo3sinHa. Hampumep, mHbuim-
poBaHKe pacTeHui Jukoro prca Zizania latifolia
rpudbom Ustilago esculenta uHmyimpoBaio akTus-
HocTh reHoB /PTu CKX B Tkamsx cTebust (Wang et
al, 2017). B mpopocTkax KyKypy3bl 3apa)XeHHe
rpubamu poma Fusarium axTHBHpPOBaJO SKCTIpeC-
CHIO TEHOB OHOCHMHTE3a LMTOKUHMHOB PAaCTEHUS-
XO3s5IMHa, TPU 3TOM TaKXKe aKTHBHPOBAJINCH I'€HbI
CKX nns CcHIWKEHMS YPOBHS IATOKHHUHOB, YTO
MOXKHO PacCMaTpHBaTh KaK MEXaHW3M CONPOTHUB-
nenust mapasuram (Vrabka et al.,, 2019). ITaroren-
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ueiid Tpu6 Verticillium longisporum, Bei3siBatormit
XJIOpO3 U TPEKACBPEMEHHOE CTapeHue JIHCTHEB
apabumorcuca, MPOBOLMPYET CHIDKEHHE COZIepKa-
HUSL MpaHC-3eaThHA BCIIEICTBHE MHIYKIMH T€HOB
CKX oxxymmpoBanHoro pactenus (Reusche et al.,
2013). CnenyeT OTMETUTb, YTO MHAYKIMS LUTOKH-
HUHOBBIX T€HOB Y PAacTEHM puca MpOUCXOJWIa Ha
caMbIX paHHHX cTajausix nHpekmn M. oryzae, eme
JI0 TIpoHMKHOBeHWs1 TatoreHa B TkaHu (Chanclud
et al., 2016). Bo3Oyaurens ¢y3apro3a MICHHIBI 1
ssamenst Fusarium pseudograminearum cunre3u-
pyeT cremMpuyecKue TOPMOHBI, OTHECEHHBIC K
HOBOMY IMOJKJIACCy LMTOKMHHHOB, MOCKOJbKY OHH
UMEIOT OMNpe/IeNICHHbIE OTIMYMS CTPYKTYPhI M OU-
OJIOTMIECKOM aKTUBHOCTH B OvoTectax. HecMmotps
HA 3TO, OHM AKTHBHPYIOT CHIHAJIMHT LATOKMHHHOB
in planta u penporpaMMupyrOT pa3BUTHE pacTe-
HUSI-XO35IMHA, YTO CBHIETEIHLCTBYET 00 MX Y9aCTHH
B peryJisilMy npoTekaHus 3aboneBaHus (Serensen
et al., 2017).

WHnymmpyss CHHTE3 IMTOKHMHWHOB, TPHOBI
YIy4IIAOT TOCTYIUIEHHE AaCCUMWIITOB, TaK Kak
3TH TOPMOHBI BBICTYIAIOT B Ka4ECTBE aTTparupy-
I0IIeTO (haKTOpa IJIsl MMTATEbHBIX BEILECTB B Me-
crax umHpekmH. Tak, BO3pacTaHHe COIACPKAHK
AKTUBHBIX ()OPM IMTOKWHUHOB B «3€JICHBIX OCTPO-
BKax» sAMeHs mpu 3apaxkenuu Pyrenophora teres
U KyKypy3bl Tpu uHbmmpoBanun Dreschslera
maydis compoBOXKIAIOCh aKKyMyJsiimeld MeTabo-
muroB (Angra-Sharma, Sharma, 1999). beuto mo-
Ka3aHO, YTO AKTHUBAIMs T'CHOB IMTOKHHMHOBOI'O
CUTHAJIMHra y puca Impu 3apaxkeHun M. oryzae
NPUBOIUT K CTUMYJIALMA T€HOB, KOAHMPYIOIIHNX CH-
HTe3 0eJIKOB-TPAHCIIOPTEPOB CaXapoB, a 3HAUUT, U
K YBSJIIMUCHUIO TIOTOKA THMTATENBHBIX BEIIECTB K
3apaxenHsiM ydacTtkam (Cao et al., 2016). Cssi3b
MEXIY MPOJAYLMPOBAHUEM LUTOKHUHHUHOB TI'PHOOM -
napasuroMm 3iakoB Fusariumpseudograminearum
¥ a30THBIM MHUTAaHHEM ObLJa YCTAHOBJICHA TPH UC-
crnepoBanmsx in vitro (Blum et al., 2019).

B orpempHBbIX paborax cooOmanoch 0 BO3-
MOYXHOCTH HCTIOJb30BaTh MAHHITYJISIIN YPOBHIMH
IMTOKWHAHOB [Tl TIOBBIIICHUS PE3UCTEHTHOCTH
pacTeHWid K MATOTEHHBIM TpuoaMm. Tak, yBemmiu-
Basl COJICp)KaHUE IMTOKUHUHOB y PACTEHUI TOMaTa
aKTHBAlLWeN SKCTPECCUM T'€Ha, KOAMPYIOIETo Oc-
HOBHOH (epmenT ux Ouocunresa IPT, ynanocs 3a-
TOPMO3UTH MHIYKLMIO CTapeHMs JIMCTHEB HEKPOT-
podubiM Tpubom Botrytis cinerea (Swartzberg et
al., 2008). Onrako 00pabOTKa AK30TCHHBIMU TOP-
MOHAMH HE JiaBaJia OJHO3HAYHO TIO3MTHBHBIX pPe-
3ynbTaToB. Hampumep, 3aBUCHMOCTBH pE3UCTEHT-
HOCTH TIPOPOCTKOB TiiieHuIbl K Erysiphe graminis
OT KOHIICHTPALMM SK30T€HHOTO 3€aTHHA WIH 3ea-
THHPHOO3WIa MMesa MHOro(a3HeI XapaKTep: Toj



BE/JEHHYEBA,

JIEHCTBUEM PACTBOPOB Pa3HbIX KOHLUEHTpaLMil BO-
CTIPHFIMYHUBOCTH JIMOO YBEJIMUMBANIACH, JTMOO yMe-
HbIIaJach 0€3 ONpeeNIeHHBIX 3aKOHOMEpPHOCTEH
(Babosha, 2009). [Ton BimsitHHEM SK30T€HHBIX IH-
TOKWHMHOB B BBICOKMX KOHICHTPAISIX BO3pacTa-
Ja CTeTeHb 3alUTHBIX PeaKimii apaduIorcuca oT
naToreHHoro  oomwmrera  Hyaloperonospora
arabidopsidis, B yacTHOCTH, HAKATUTMBAJIACh CaJIH-
[WIOBAasi KUCIIOTA W aKTHUBHUPOBANACH 3KCTIPECCHSI
3aIUTHBIX T€HOB. TeM He MeHee, NP BO3IEHCT-
BUM HUBKHX KOHIICHTPAIMii BOCIPUUMYMBOCTH pa-
CTeHW ToBbIanack (Argueso et al., 2012). DTo
CBUJIETEJILCTBYET 00 OTMOCPEJOBAHHOM XapaKTepe
ydacTHsl [IMTOKWHVHOB B PETYISIMU NaToreHe3a. B
YACTHOCTH, TIONyYEHBI CBEJICHHS O B3aHMOJICHUCT-
BUM LWTOKWHWHOB C JIPYTUMHU (PUTOrOpMOHAMMU.
O0paboTKa JIMCTHEB pUCA IMTOKMHUHAMM OJ[HOB-
PEMEHHO C CaJMIMIOBOM KUCJIOTOW MHIYIMpOBAsa
aktuBHOCTL reHa OSPR1b, cBasannoro ¢ marore-
HezoM M. oryzae. [1o oTaenbHOCTH 3TH TOPMOHBI
nooOHoro 3hekTa He MaBai, 4YTO CBUACTEIbCT-
ByeT O CHHEPIW3Me WX JEWCTBHS NpU BBIpAOOTKE
3amuTHOW peakmyy Ha martoreH (Jiang et al,
2013). Iloka3aHo, 4TO CHHTE3 JUTEPICHOMIHBIX
(UTOANICKCHHOB BO BpEeMs OTBETa PacTCHUH prca
Ha uHpmmpoBanne M. Oryzae Takke peryimpyet-
Csl COBMECTHBIM JICHCTBUEM IMTOKMHUHOB W CaJIv-
mwioBoil kuciotel (Akagi et al, 2014). V puca
npu 3apakenud M. Oryzae axTuBauysi CUrHAJIMHIA

ABK omepexaeT aKTUBAlMIO CUTHAJIMHIA IUTOKH-
OB (Cao et al., 2016).

Takum oOpazom, JUIS 3apaskeHUs] PacTeHUN
BO30yauTenH 3a00eBaHi TPHOHON MPUPOIBI MO-
TYT WCTOJb30BaTh MAHHIYISIIMU KaK COOCTBEH-
HBIMU TeHaMU OMOCHHTE3a M MeTa0oim3Ma IUTO-
KWHWHOB, TaK M COOTBETCTBYIOIIMMHU T€HAMH Pac-
TeHUs1-X034uHa. [IposiBIeHNsT TaKOro B3auMoJeic-
TBUS 3aBHCUT OT TPHUPOABI NMATOTEHA U HCTIONB30-
BaHHOW mM ctpatermn (Akhtar et al., 2020), a Tax-
e OT PEaKTHBHOCTH MMMYHHOW CHCTEMBI OKKY-
rmpoBanHoro opranmMa (Biirger, Chory, 2019).

I'pubbt-cumouonmel

OnauM W3 JpeBHEHIIMX W Haubomee pacrr-
POCTpaHEHHBIX B3aWMOBBITOJHBIX OTHOIICHWH pa-
CTEHHI1 ¥ TPHOOB SIBJISIETCSI MUKOPH3a. XOTsI KOJIH-
YECTBO BHUIOB I'pHOOB, CTIOCOOHBIX (POPMHPOBATH
MHKOpU3Y, He3HauuTenbHo, Oonee 80% pacteHuit
pa3BHBAaIOTCS B CUMOHO3€ ¢ MUKOPU3HBIMU I'pHOa-
MU Ha KOpHSIX Ha MpPOTSKEHWH BCETO OHTOreHe3a
(Smith, Read, 2008). Mukopu3Hble TPHOBI YyIyd-
LIalI0T POCT UM pa3BUTHE KOPHEBOM CUCTEMBI, o0ec-
MeYnBasi pacTeHUs] BOJOW M MUTATEILHBIMH MUHE-
pAJIBHBIMH  DIIEMEHTaMU, TMOBBIIIAIOT yCTOMIU-
BOCTh K a0MOTHYECKMM 1 OMOTHYECKUM CTPECcCcam,
1pY 5TOM TIOY4Yar0T MPOCTPAHCTBO JJISl CYIIECT-
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BOBAaHUSA U IUIACTHYECKHE PECYpChl B BHJE JIMIH-
noB u caxapoB (Barker, Tagu, 2000). Haubonee
pacTpocTpaHEeHHON M M3Yy4EHHOU sIBIsieTCs apOyc-
KyJIIpHasi MHKOpHM3a, KOTOpask BO3HHWKAET y OOJb-
IIMHCTBA HA3€MHBIX PACTEHMH M TpHOOB Kiacca
IJIOMEPOMUIIETOB. DKTOMMKOPH3a, (hopmupyromia-
ACs Yy I€PEeBbEB C HEKOTOPBIMU Oa3UINOMULIETAMH,
a TaKKe CrelMpUIecKue MHKOPH3bI OPXMIHBIX H
MXOB B IUIAHE TOPMOHAJILHON PEeTYJ ALK MOYTH HE
myuensl (Hao et al,, 2019).

O6paszoBanre apOYCKYJSIpHOW MHKOPH3BI
PEryIIpYeTCs KOMIUIEKCOM (DUTOTOPMOHOB BCEX
V3BECTHBIX B HACTOSIIEE BPeMs KJIACCOB, B TOM
yucne murokuavHamu (Liao et al., 2017; Bedini et
al., 2019). Bo Bpems KoOJOHM3aIMK KOPHEBOW CHC-
TEMBI PacTCHUH TU(]bI Tprda MPOHUKAIOT B MEX-
KIETOYHOE TIPOCTPAHCTBO WIM BHYTPh KIETOK,
(dopMHupysT pa3BETBIICHHBIC CTPYKTYPBI, TAK HA3bI-
BaeMble apOycKyJbl, Ojaromaps KOTOPbIM Yepes3
KOPTEKC OCYLIECTBIISIETCSI OOMEH BelIECTBaMHU.
KonoHmupoBaHHble pacTeHUss OOBIYHO COACpKAT
TIOBBIIIICHHBIE YPOBHU IUTOKMHUHOB KAaK B KOPHSX,
TaK ¥ B HaJI3EMHON 4acTH. BriepBbIe MOBBIILIEHHOE
coliep)kaHWe IMTOKMHMHOB B KOPHAX M moOerax
pactennii Bouteloua gracilis ¢ apOyckymspHoit
MUKOPM30M MO0 CPaBHEHMIO C HEMUKOPU3HMPOBAH-
HBIMU PaCTEHHSIMU OBIJIO OOHAPYXKEHO C TIOMOIIIBIO
ouorectupoBanust (Allen et al, 1980). [To3nnee
PaIMONMMYHOJIOTHI€CKAM METOO0M OBUT yCTaHO-
BJICH 3HAYUTEJIBHBINA TIOJHEM YPOBHEH 3€aTHHOBBIX
U M3ONCHTCHWIBHBIX (DOPM IMTOKMHMHOB B KOp-
mix 1 noderax Nicotiana tabacum na pannux cra-
mrax xomonmsaimm Glomus intraradices, xorma
3aMETHBIX Pa3Muuii B MOPQOJIOTUA PACTEHHIN He
HaOmomanock (Shaul-Keinan et al., 2002). ITomo06-
HBIC PE3YJBTATHI OBLIM TOTYyYESHBI U JIJIA PaCTECHHMA
Medicago sativa mpu GpopMHpOBaHHH MHKOPHU3HI C
rpubom G. intraradices (Van Rhijn et al., 1997). V
npopocTkoB Litchi chinensis uHoKysiwst MUKOpH-
3upiMu rpuObamu G. intraradices u Gigaspora
margarita mprBOAMIA K MOBBIICHUIO COACPIKaHHS
VB3OTICHTCHINIBHBIX  ()OPM IIMTOKMHMHOB B ToOerax
u koprsix moutH BaBoe (Yao et al, 2005). B pabo-
Tax TOCJICAHKX JIET C TPUMEHEHHEM OoJjiee BBICO-
KOTOYHBIX AHAJUTHYECKUX METOAO0B (yJbTpa-
HPLC-MS) nokazaHo, 4TO Yy KOJOHM3MPOBaHHBIX
rpubom  Rhizophagus irregularis pactenuit
Medicago truncatula, ormgaronmxcst OT HEKOJIO-
HU3UPOBAHHBIX OONBIIMMH pa3MepaMH TOOEros,
0oJiee TOICTHIMHU JINCTBSIMU C OOJBIIMM KOJINYECT-
BOM XJIOPOIUIACTOB, JIUCThS COACP)KAJIU Tropa3zo
0oJIbIlle IMTOKHMHWHOB, OCOOCHHO JWTHIPO3CaTH-
Ha, XapakTepHoro 1yt 6000BbIx (Adolfsson et al.,
2017). B mictrax Miscanthus x giganteus k cyie-
CTBEHHOMY YBEJIMYCHUIO CONEPYKAHHS MIMPOKOTO
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CIEKTpa LMTOKWHWHOB TPUBOAWIA HHOKYJISIMS
Rhizophagus intraradices, Torna xak B3auMomeic-
tBUe ¢ Piriformospora indica BbI3bIBaio yMEHb-
IICHHE YPOBHSI TOPMOHOB, YTO CBUACTEIBCTBYET O
CTCIM(HUKE PETyJIATOPHBIX MEXaHM3MOB IPU 00pa-
30BaHMM MUKOpm3bI (Schmidt et al., 2017). O6pa-
6orka pactenuii Pisum sativum wuHruburopamu
MeTabolM3Ma W PeleNMA [MTOKUHIHOB IO0Ka3a-
Ja, YTO Pa3BUTHE MHUKOPH3BI TOCIIC WHOKYIISIIHH
criopam#u Rh. irregularis xoppenupyer ¢ comepxa-
HHEM DSHJIOTCHHBIX TOpMOHOB. Kpome Toro, s
YCICIIHOTO TPOHUKHOBEHWSI TpUOa B KOPHEBYIO
CUCTEMY aKTHBHbIE (DPOPMBI IIUTOKHHUHOB JOJKHBI
npeobnaiaTh HaJl HeakTuBHBIMU (Goh et al., 2019).

M3MeHeHnsT 1LWMTOKMHAHOBOIO CTaTyca Ko-
JIOHM3MPOBAHHBIX TPUOAMU PACTEHUH MOXHO TH-
MOTETHMECKH OOBSICHATh C JBYX mo3mmid. Bo-
NEPBBIX, TPHOBI MOTYT WHAYIMPOBAaTh TCHBI,
OTBETCTBEHHBIC 332 OMOCHHTE3 TOPMOHOB JIHOO pe-
HpeccupoBaTh I'eHbl, Koaupyooume (GepMeHTsl uxX
nerpagamyy (Wi Hao60poT). Bo-BTOPHIX, TpHOBI
MOTYT CaMH TPOAYIMPOBATh IMTOKWHWHBI, HO B
HACTOSIIEee BpeMs TaKas BO3MOXKHOCTH TOKa3aHa
TOJBKO B OJIHOM WCCJICJIOBaHWH, a WMEHHO TIpH
BBIPAILIIMBAHUM B KYJIBTYPE MHUKOPH3000pa3yrolie-
ro rpuba Glomus mosseae GHOTECTOBBIMH METO-
namu OblTa BBISBIEHa aKTUBHOCTH, COOTBETCTBO-
BaBIIasg YETHIPEM pPA3JMYHBIM  LUTOKWHMHAM
(Barea, Azcon-Aguilar, 1982). Hdedwmmr momo0-
HBIX Pa0OT, OYECBHIHO, SIBISICTCS CIICJICTBHEM 3Ha-
YUTEILHOW CJIOKHOCTH BBIPAIIMBAHUS MHKOPHU3-
HBIX TPUOOB IN Vitro.

Pe3ynbTaThl BIMSAHMS SK30T€HHBIX LIMTOKU-
HUHOB Ha Pa3BHUTHE MUKOPHM3BI BapbHPOBAJM B 3a-
BHUCHMOCTH OT OOBEKTOB M YCJIOBHH SKCTICPUM CH-
Ta. Tak, KMHSTMHPHOO3WI TOJOXKUTEIHHO BIHSLIT
Ha mpopactanue crop Glomus clarum in vitro
(Fernandez Suarez et al., 2015). ITorpyxenrie xop-
Heit Lablab purpureus B pactBop kuHeTHHA 3HAYH-
TEJIbHO TOBBIIIAJIO CTEINEHb KOJOHM3AIMU MX T'PH-
6om Glomus mosseae (Xie et al., 1998), Torma kak
ONPBICKMBaHWE pacTenuil Vigna radiata stim
TOPMOHOM HE BIMSJIO Ha (POPMHUPOBAHHE MUKOPH-
361 TpuboM G. clarum (Rabie, 2005). O6paboTka
noberos Punica granatum pactBopom BAII Hera-
THUBHO CKa3blBaJlaCh Ha (POPMHUPOBAHMM MUKOPH3BI
rpudom Rh. irregularis, u Xors B ycJI0BHSIX BOIHO-
rO CTpecca BIMSHHAE TOPMOHA M MUKOPH3HI HA POCT
pacTeHmii OBUIO TIO3UTWBHBIM, CHHEPTHYECKOTO
nerictBus oHM He mposBisu (Bompadre et al,
2015). Tunua3ypoH, SIBISIOIMICS CUHTETHYECKUM
HPOM3BOIHBIM (DEHWIMOYEBHHBI C ITOKUHUHOBOM
aKTUBHOCTBIO, CYIIECTBEHHO yrHeTal (opMHpOBa-
HAC MUKOpM3bl Yy pactenuit Miscanthus X
giganteus, wHokymmpoBanHbix Rh. intraradices
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(Schmidt et al., 2017), 4To 0OBSICHIETCS CTPYKTY-
PHOM HECOBMECTHUMOCTBIO 9TOTO COSTUHEHHS C pe-
[IENTOPaMH IMTOKWHWHOB W/WINM WHIMOMPOBAaHUEM
UM CHHTE€3a SHIOTCHHBIX [TOKUHHUHOB.

Vcnonp30BaHie TeHETHUECKUX TOAXOIOB K
BYYCHUIO DETy/SIIMM  MHKOPU30TeHEe3a TaKKe
NpUBEJIO K TIOMYyYCHUIO MPOTHUBOPEUMBBHIX pPE3yilb-
TaToB. Tak, B KOpHAX TPAaHCTEHHBIX pacTCHUI
N. tabacum ¢ oepakcmpeccueii reva CKX u cOOT-
BETCTBCHHO CHIDKCHHBIM COJEP)KaHUEM LIUTOKHU-
HMHOB HaOIF0/1aJIl YCKOPEHHBIH POCT TH(OB rpuda
Rh. intraradices u OoJplIyI0 CTENCHh KOJIOHHM3A-
MM TI0 CPAaBHCHHWIO C PACTEHWSIMH JIUKOTO THIA
(Cosme et al., 2013). Manunynsmm co crieridu-
YeCKUMHU KOpHeBbIMH TeHaMu CKX Tokasai, 4To
NO3UTUBHOE BIIMSHAE HA BO3HHKHOBEHHE MUKOPHU-
36l TP CHUMOMO3€ 3THUX OPraHM3MOB OKa3bIBAJIH
[IMTOKUHWHBI, CHHTEe3upoBaHHble B moOere (Cosme
et al, 2016). Myranrsr Pisum sativum E151, y ko-
topeix Tpud Rh. irregularis ¢opmuposan BaBoe
OOMBIIMIT 00BEM MHKOPH3BI OTHOCUTEIIBHO PacTe-
HUW JIMKOTO THWIIA, XapaKTEPH30BAJMCh BBICOKHM
YPOBHEM IMTOKHHHHOB JIO WHOKYJISIIIH, HO Ha 6-i
JIeHb TI0CJIEe Hee COJCpPKaHHEC LMTOKUHUHOB CHH-
x)anock (Jones et al., 2015). O6pa3oBanue MUKO-
pmbl rpuoom Gigaspora margarita y MmyTaHroB
Medicago truncatula ¢ pemyimpoBaHHBIM T'€HOM
crel, KOIMPYIOUMM PEICHTOPHBIA OEJIOK IMTOKH-
HUHOB THCTHIVHKWHA3Y, HE OTJIMYAJIOCh OT pacTe-
HUIl TUKOT'O THINA, YTO CBUIETEILCTBYET 00 OTCYT-
CTBHH CBSI3U M@y CUIHAJIMHIOM IIMTOKMHHMHOB M
muxopuzorene3zoM (Laffont et al., 2015).

HeonHo3HaYHOCTh pe3ylbTaTOB U3y4YEHUs
IMTOKWHUHOB TIPH YCTAHOBJICHMH CHUMOHOTHYEC-
KUX OTHOIICHWHA MEXIy PAaCTEeHWIMH W TpHOAMH
npyBeJia HEKOTOPBIX HCCIIeI0BATENEH K BEIBOLY 00
X BTOPOCTEINEHHOW pOJIM B PETYJSLMA 3TOTO
nporecca (Das, Gutjahr, 2019). ITpu koMIIIEKCHOM
aHaJM3e KOMIIOHEHTOB (DUTOrOPMOHAJIBHOTO KOM-
IVIEKCa, YYacTBYIOIIMX B pa3BUTUU apOYCKyIsip-
HOI Mukopm3bl TpuooM Rhizobium leguminosarum
Ha KopHsix Pisum sativum, Oputn m3ydeHsl 1 00Cy-
JKIeHbl (PYHKIMM MHOTHX (PUTOrOPMOHOB, OJHAKO
BKJIa]] LMTOKMHMHOB TIOJTHOCTHIO MPOWUTHOPHPOBAH
(Foo et al, 2016). B To ke BpeMms, yduTbIBast
OrPOMHOE 3HAY€HHE LWTOKMHMHOB JJISI PeryJIsILHH
onrorene3a B 1eiaoM (Kieber, Schaller, 2018) u
KOpPHEBOW cucTeMbl B dacTHocTH (Aloni et al,
2006), a Tarke MpUHAMAas BO BHUMAaHHE TITyOOKOe
B3anMojelicTBre Beex uroropmoHoB (Khan et al.,
2020, Pozo et al., 2015), TpyaHO npencTaBUTh He-
NpUYACTHOCTh LIMTOKMHMHOB K PEryJisIMH CUMOU-
o3a. ITpoTuBOpeYMBOCTH JAHHBIX CKOpPEE MOXKHO
OOBSICHATH CIIOKHOCTBIO TPOBEJICHUS TOMO0HBIX
WCCJIEJIOBAHNH, TIPY BBITIONTHEHWH KOTOPBIX HE0O0-
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XOJIMMO YYUTHIBATh BHIOCTIEIM(PUIHOCTh OOBEK-
TOB, CTAIUI0 MX Pa3BUTHA, YCJIOBHS NPOBEICHHI
oneITOB ¥ T. . Kpome Toro, nmpuBeaeHHbIe (aKThI
YKa3bIBaIOT HA ONOCPEJIOBAHHOCTH ICHCTBUS IIH-
TOKMHMHOB B MUKOpm3oreHese. Cpeayu moTeHIma-
JBHBIX TIOCPE/IHUKOB TIEPBOE MECTO 3aHUMAIOT
npyrue ropmonsl (Bedini et al., 2018) u Tpancmur-
tepol (ocopa (Cosme et al, 2016, Fusconi,
2014). DxcnepuMeHTaIbHBIME JOKa3aTeIbCTBAMU
9TOTO CIy’KaT paboThl, B KOTOPBIX TPOIEMOHCTPH-
pOBaHBI MBMEHEHHS COACP)KAHUS IUTOKHHIHOB BO
BpeMsi ()OPMHpPOBAHUS MUKOPU3HI HA (JOHE Ka4eCT-
BEHHOW M KOJIMYECTBEHHOW TNEPECTPONKU BCETO
TOPMOHAJILHOTO KOMIUIEKCa, B TOM 4Hclie Trobe-
pemmmeoB (Shaul-Keinan et al., 2002), ABK u ayk-
cuHOB (Schmidt et al., 2017), >xacMOHOBOH KHCIIO-
TH (Adolfsson et al., 2017). CBsi3p Mexny popmu-
pOBaHMEM MUKOPU3bI, SHIOTCHHBIMH IUTOKWHF-
HaMU U (PocOpHBIM THTAHUEM TPOIEMOHCTPHUPO-
BaHa B HECKOJIbKHX HcciiegoBanusix (Cosme et al.,
2013; Fusconi, 2014). B wacTHOCTH, KOpHU pacTe-
muii Allium porrum, KoloHM3MpOBaHHBIE T'PUOOM
Glomus mosseae, comepay 3HAYUTEIHHO OOJb-
me 3eaTtmHpuOO3uma mpu Aedummre docdopa B
MUTAaTENIbHOM Cpelie, YeM HEKOJIOHM3UPOBaHHEIC,
TOrZla KaK B YCJOBMSIX JOCTAaTOYHOTO CHAOKEHMS
tocdopom OGonbie 3eaTHHPUOO3WAA OBIIO B KOP-
Hsix pactenuii 6e3 mukopmsbl (Torelli et al., 2000).

lIum OKUHUHbBL MAKpOMUyemaos

MaxkpomuneTsl (BbICIIME TPHOBI) — HECHC-
TeMaTudecKas TpyIma rpudoB, 00pa3yroIMX MakK-
POCKONIMYECKHE IUIOJIOBBIE Tena. MHorwe W3 HHUX
(hOpMUPYIOT SKTOMHKOPU3Y C JEPEBBSIMHU, TO €CTh
TaKke TPUHAJIC)KAT K cuMOnonTaM. MIMeHHO Ma-
KPOMHMIIETHI Ha TPOTSKEHNUN THICSYEICTUN CITyXKH-
7Y IPOAYKTaMU TIUTaHUS ¥ JIedeOHBIMH CPEICTBA-
MH ]I YeJIOBEYeCTBa. bHOXUMUUECKHI COCTaB U
(dm3ronorus 3THX OPraHM3MOB HMHTEHCHBHO M3Y-
4aloTcsl, TEM HEe MEHee, MEXaHU3MBbI PETYJISIHH HX
pOCTa W pa3BUTHSl OCTAIOTCS TIOYTH HEW3BECTHbI-
MH.

[TepBbie cooOmieHnss 00 OOHAPYKEHWH IH-
TOKHMHMHOB B IUIOJIOBBIX T€JaX MaKpPOMHMIETOB IO-
seuwmch B 70-e¢ roasl XX Beka. C moMoIpo OHo-
TECTOB OBUIM TPOAHAMZHUPOBAHBI O BHIOB poja
Rhizopogon u 22 Buna poxa Hebeloma. [{uroku-
HUHOBAasi aKTUBHOCTbH, COOTBETCTBOBABIIAS 3€aTH-
Hy W 3€aTHHPHUOO3MIy, ObUIa HaWIeHa JIMIIb Y OJI-
Horo Buzga — Rhizopogon ochraceorubens (Crafts,
Miller, 1974). AKTHMBHOCTBH 3THX JBYX T'OPMOHOB
Obuta 3aduKCUpoBaHa W TpU OHOTECTHUPOBAHHUH
wiofoBbIXx Ten Agaricus bisporus u Pleurotus
sajor-caju (Dua, Jandaik, 1979). DKTOMHKOpU3HBIE
rpuosr Rhizopogon luteolus, Boletus elegans un
Suillus luteus Taxxe MPOIYIMPOBAIN COETUHE HIS
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C ILMTOKHMHMHOBOM aKTHMBHOCTBLIO, IOJOOHOH 3€a-
TrHY W 3eatwHpuoo3umy (Ng et al, 1982). Ilpu
BeipaiBanu Schizophyllum commune B xunkoit
KyJbType OHMOTECTHI MOKa3ajy HAJIMIHE M3OTCHTe-
HwiagenrHa (Janitor, Vizarova, 1994). Panmoum-
MYHOJIOTHMECKAM METOJOM OBLIO MpOaHAIM3UPO-
BAHO COJIEpKaHME LMTOKWHWHOB B KYJIbTYpaJbHbIX
bubTpaTax SKTOMHUKOPM3HBIX rprooB Thelephora
terrestris uLaccaria bicolor. Eciu y nepBoro rpu-
0a TOMHHHMpPOBAJM 3€aTHH, M3ONCHTCHWIAICHUH H
¥X pUOO3UIBI, TO Y BTOPOro mpeobiiaan U30meH-
TEHWIa1€HO3HH. B ¢unbTpaTax rproOB
T. terrestris, npom3pacTaBIIMX Ha KOPHSIX pacTe-
Husi-xo3simHa (Picea abies), ypoBenb 3eaTuHpHOO-
3una ObUT 3HAYMUTEIILHO BBIIIE, YEM B YHCTOM KYTb-
type (Kraigher et al., 1991). Metonom HPLC xon-
HEHTPAIMIO MpaHc-3eaThHa onpeaenmm y 18 Bu-
JIOB MakKpOMHICTOB, B dYacTHoctu y Boletus
impolitus, Ptychoverpa bohemica, Volvariella
speciosa, Amanita gemmata u ap. (Tirker et al.,
2005). IMo3xe nmprMeHeHre OoJiee TOYHOTO METO/Ia
MacC-CIIeKTPOMETPHH TIO3BOJIWIO BBISIBUTH HAJIH-
yue 27 TOPMOHOB IMTOKWHUHOBOTO PSAJa B IUIONO-
BbIX Tenmax 20 BUMOB Oas3miaueBBIX TpHOOB, COO-
paHHBIX B Jiecax Kanasnpl, u3 HUX 7 MPUCYTCTBOBA-
My Kaxkaoro Buzaa. JlomuHupyronmMu dpopMamMu
OBUIM yuc-3€aTHH M M3OMEHTECHWIAIC€HUH, OJHAKO
y KaXXIoro BHAa TpHOOB mpeodianan OJuH THI
LMTOKMHUHOB U €ro NPOM3BOAHBIX (puOO3MIOB U
HykieoruaoB). Hampumep, y Hygrocybe sp.,
Phellinus igniarius, Hypsizygus ulmarius, Exidia
glandulosa u Trichaptum biforme 60 % tmroku-
HMHOB COCTaBJIsLT yuc-3eaTuH (Morisson et al,
2015b). AxTuBHBIE M KOHBIOTMPOBAHHBIC (POPMBI
IMTOKWHAHOB OBUTM OOHApYXEHbI B MHUIICIIHATb-
HOWl Omomacce 13 BHUIOB JIEKAPCTBEHHBIX MaKpO-
MUIETOB TPU BBIpAIMBAHUU IN VItro. DTH JaHHbIC
TOJTBEPAWIM BHIOCTICIIM(PUIHOCTh Ka4eCTBEHHO-
ro COCTaBa U KOJIMYECTBEHHOIO COMEPKAHMS ITHX
ropMoHOB y rpuboB (Vedenicheva et al., 2018). B
NPUBEICHHBIX TPHUMEpaXx OINpe/efieHHe IUTOKUHH-
HOB J1aBaJIO BO3MOKHOCTB TOJIBKO KOHCTATHPOBATh
CIIOCOOHOCTH T'PHOOB CHHTE3UPOBATh 3TH TOPMO-
Hbl. CTaaus pa3BUTHS TPUOOB, CTIOCOO X NUTAHUS
WK Apyrre OUONIOrMYecKre OCOOCHHOCTH HE Y4 U-
TBHIBAJIMCh, CJIE0BATEIbHO, NPEITION0KEHNUS OTHO-
CUTEJbHO (DYHKIMI IMTOKMHMHOB HE BBICKAa3bIBa-
JINCh.

Coo01ieHus1, yKa3bIBaIONIME HA y4acTHE IIH-
TOKMHWUHOB B PETYJSIIIMUM MOpdoreHe3a MaKpoM K-
[ICTOB, HEMHOTOYHMCJICHHBI. buorectamm ObutH
YCTaHOBJICHbl M3MEHEHUS LMTOKMHWHOBON aKTHB-
HOCTH Ha Pa3jMdHBIX CTaAmWsIX pasBurws Lentinus
tigrinus. MakcuMaibHON OHA ObLla B MHULIEJIMH B
Hayajie ero pocTa ¢ JajbHEWIINM CHIDKCHHEM BO
BpeMsi QopmupoBanus TwonoBbix Ten (Rypacek,
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Sladky, 1973). Beicokass aKkTHBHOCTH IMTOKHHH-
HOB TMPOSIBISIACH TaKKe B INULINKAX B TEPUOL
(opmupoBaHUs 0a3MIHOCIIOP, HO OHA OTCYTCTBO-
Baja B HOXKke rpuda (Rypacek, Sladky, 1972). Ku-
HETHH TIPH BHECCHUM B TIUTATEIIHHYIO CpEly yBe-
JIM4MBall OMoMaccy M colepkaHue Oellka y KyJib-
TUBHpyeMBIX  rpuboB  Pleurotus sajor-caju
(Mukhopadhyay et al., 2005) u Agaricus bisporus
(Guha, Banerjee, 1974). YMeHblIeHHE TEMIIOB PO-
cTa Mueus Amanita muscaria nocie 00paboTKH
QIIOMUHHAEM KOPPEJIMPOBAJIO CO CHIDKEHHEM 00-
mero koymmiectBa 1urokuHuHOB  (Kovac, Zel,
1995). bemunageHuH 3a7epXuBai MOcieyOopoU-
HOe packpeiTHe upIanok Agaricus bisporus
(Braaksma et al., 2001). Baecenne m3oneHTeHma-
JICHUHA B KYJIBTYpaJbHYIO CpeIy B BBICOKHX KOH-
HEHTPAIMSIX HMHIHOMPOBAjo pa3BUTHE MU
Siullus variegates in vitro, noBbImamO MWIOTHOCTH
MeMOpaH U OTTOK HOHOB Kajus, KajbIms U (oc-
(opa 13 kneTok rprda B cpeay. Masbie KOIMIecT-
Ba TOPMOHA, HA0OOPOT, CTUMYJIMPOBATIN POCT M-
nemms (Pohleven, 1989). Ilpu kynbTHBHpOBaHMA
Lentinus tigrinus u Laetiporus sulphureus ¢ npu-
MEHECHHEM CIEKTPO(QOTOMETPUIECKOro MeToja
ObUTa M3yYeHa JMHAMUKA 3€aTHHA, YPOBEHb KOTO-
poro ObUT MakCHMMaJbHbIM Ha HauaJbHBIX dTarax
passurus Mumemus (Ozcan, 2001). Cpeau BocbME
WCCIIEIOBAHHBIX B KyJbTYpe BHIOB KTOMHKOPHU3-
weix rpuboB matk (Suillus granulatus, S.
variegatus, Laccaria bicolor, Pisolithus tinctorius
u Thelephoraterrestris) pearupoBaym Ha 100aBie-
HUE SKCYIAaTOB KOPHEH COCHBI YCKOPCHHEM pOCTa.
DddexT SKCYTaTOB MOKHO OBLIO 3aMEHUTH BHECE-
HUEM B CpeJy M30MECHTEHWIAJCHUHA COBMECTHO C
MaJbMHUTHHOBOM Kucioroi (Sun, Fries, 1992). Bu-
JToCTIeIM(IYECKH XapaKTep IHHAMUKH IATOKF-
HUHOB ¥ TIPUYACTHOCTH 3THX (PUTOrOPMOHOB K pe-
TYJSIIMM  POCTa W pa3BUTHA  0a3HIMOMMUIICTOB
Hericium coralloides u Fomitopsis officinalis
YCTAHOBJICHB! NPH KyJIbTHBUPOBAHUU MX MHILICIIUSA
in vitro. V camnporpoda H. coralloides makcumym
cofepKaHus mpanc-3eaTHa, mpanc-
3€aTHHPUOO3W/1a, WM3ONCHTCHWIACHO3MHA U H30-
TICHTEHWIAICHAHA TIPUXOIWICS HAa TIEPHOJl HAWMBBI-
CILIeH MHTEHCHBHOCTH POCTA, a 3aMe/IJICHHe Pa3BH-
THS MMLEJMS COMPOBOXKAAJIOCH CHIDKEHHEM YPOB-
Hell CBOOOMHBIX (OPM IMTOKWHWHOB. JlMHamuka
coneprkanns 1rokuarHOB y F. officinalis we xop-
penmpoBaia ¢ WHTEHCHBHOCTBIO POCTOBBIX IPO-
[IECCOB, YTO MOTJIO OBITH CBSI3aHO C TMapa3UTHYeC-
KoW mpupojion storo rpuda (Vedenicheva et al,
2018a). OcceHmManbHBIE MUKPOIJIEMEHTHI IHHK,
Maprasel] 1 Meab B hopMe Ccylb(aToB U IMTPATOB
CTUMYJIMPOBAJIM POCT MHIEIIHAIBLHOH OHOMacChl
rpuba Trametes versicolor B kyneType, mpu 3ToM
OHHM CYIIIECTBEHHO YTHETaM 00pa3oBaHUE HEaKTH-

60

BHBIX (DOPM IIMTOKMHWHOB (yu/C-3€aTHHA ¥ 3C€ATHH-
O-TI0KO3Wa) U CTUMYJIMPOBAIM  AKKYMYJISIIIHEO
aKTUBHBIX (popM (mpanc-3eaTwHa M 3€aTHHPHOO-
3una). [1oCKONMbKY KOJIMYECTBEHHBIX 3aBHCHMOC-
Ted MEXKAYy pPOCTOM MHICIIHAILHOH OHOMAcCHI,
KOHIICHTPAIMEH MUKPOIJICMEHTOB H COJCPKAHHEM
aKTUBHBIX (POPM IMTOKMHUHOB HE OOHAPYKHIH,
OBIIO CJAENAaHO TPEJTIONIOKEHHEe 00 OrocpeIoBaH-
HOCTH BJIMSTHUSI MOHOB METAJUIOB HA MX OMOCHHTE3
u MetabomnMm (Anb-Maani Ta iH., 2019).

[IpenctaBnenHass uHbOpMAIMsA TO3BOJIAET
paccMaTpuBaTh LMTOKMHHMHBI KaK IMOTEHIMAJIHLHBIN
PETYIATOP pOCTa MaKPOMHUIIETOB, OTHAKO CYIIECT-
BYIOIIMX JAHHBIX, 0€3yCJIOBHO, HEJOCTATOYHO JJIS
TOrO, YTOOBI JICJIATh KOHKPETHBIC BBIBOJBI U JaXKe
HPEINIONOKEHUST O MEXaHM3MaX MX JIeHCTBHS.

Takum 00pa3zoMm, aHanu3 JOCTYIHOM Ha Te-
KYIIM MOMEHT JIMTEPATYphl TIOKa3al, 4TO €CJIU B
NOHUMAHUM Y4acTHsl LMTOKUHMHOB B PEryJisILMH
B3aUMOJEUCTBUS PACTeHHMH U Mapa3UTHIECKUX
rprOOB MU TATOr€He3€ JOCTUTHYT OIpe/Ie/ICHHBIN
nporpecc, TO B OTHOMICHHH APYTUX TPy TPHOOB
cBelleHMs (hparMEeHTapHBl U YacTO MPOTHBOPEY -
Bbl. [lo cpaBHEHHMIO C IMTOKMHMHAMH PAacTCHUH, Y
KOTOPBIX JOCTATOYHO AETAJIBHO U3YyUCHBI IyTH OU-
OCHHTE€3a, MeTabonM3Ma, pelelmy U TPaHCIyK-
I CHUIHAJIOB, LWTOKMHMHBI TPUOOB OCTAlOTCS
NPaKTHYECKU HE MHCCleOBaHHBIMU. VMerommecs
JAHHBIE HE TMO3BOJAIOT CHEJaTh OJHO3HAYHOE 3a-
KJIFOUEHHE, SIBISIFOTCSl JIA CHUHTE€3MPOBAHHBIE TPH-
0aMM LMTOKMHWHBI TOPMOHAMHU WIM TPOAYKTaMHU
BTOPHYHOTO METa0OoNMM3Ma. YUUTHIBask BBICOKYIO
NPaKTHYECKYIO0 LIEHHOCTh IPHOOB, TaKasi CUTyalys
MPEJICTABILIETCS KpalHE HEYIOBJIETBOPUTEIBbHOM,
XOTS 00BSICHACTCS METOAMIECKUMHU CIIOKHOCTSIM UL
Nndopmaimsa o mMexaHm3Max pocTa U Pa3BUTHA
TpUOOB U BBISIBIICHHWE BEIIECTB, KOHTPOJIMPYIOMINX
STH TPONECCHl, HECOMHEHHO, TO3BOJSIT B Jajlb-
HEWIIIEM YCOBEPLICHCTBOBATh MMEIOLMECS U CO3-
JaTh HOBbIE OHMOTEXHOJOTMH C HCIIONb30BAHUEM
IMTOKWHAHOB 3THX OPraHM3MOB JJIsI TOTpeOHOC-
TEU MEIUMHBI U NUILEBOM MPOMBIILIICHHOCTH.

Ily6auxayus noo020moeieHa 6 pamkax 6blnoiHe-
HUsL KOHKYpCcHO20 npoekma 8B « Hzyuenue npomusoony-
X0IeBbIX CBOUCME OUOIO2UUECKU-AKMUBHBIX BeULeCmE
YUMOKUHUHOBOT NPUPOObL U3 MUYEAUATLHO OUOMACC DL
JIEKAPCMBEHHbIX 0a3Uduesblx 2puboey npu GUHAHCOBOT
noooepacke HAH Yrpaunor.
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CYTOKININS IN FUNGI
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Fungi play an important role in functioning of ecosystems, and are of great practical value as food
and biotechnological subjects. At the same time, they are cause of many serious diseases that are
very difficult to deal with. Mushrooms of different taxonomic and trophic groups are capable of
producing phytohormones, in particular cytokinins. Studies of fungal cytokinins were started half a
century ago, but there is still no clear opinion on the functions they perform in growth and
development of these organisms. The review analyzes data obtained over the years regarding results
of studying qualitative composition of cytokinins synthesized by fungi, exogenous influence of
hormones on growth of fungi in culture and in situ, changes in physiology and metabolism of fungi
due to genetic transformations related to cytokinins. Most fungi exist in close interaction with plants,
forming associations both friendly (symbiosis) and hostile (parasitism). In both cases, they convert a
host plant metabolism in their favor by effector substances, which include cytokinins. For the
purpose of plant damage, fungi of a parasitic nature are manipulated by both their own genes for
cytokinin biosynthesis and metabolism, and by the corresponding genes of host plant.
Manifestations of such interaction depend on the nature of pathogen and its strategy, as well as the
reactivity of immune system of an occupied organism. In study of symbiotic relationships of fungi
and plants, in particular formation of arbuscular mycorrhiza, some contradictory data was obtained,
which testify to the indirect action of cytokinins. The role of cytokinins in development of
macromycetes, which constitute an unsystematic group of fungi capable of forming macroscopic
fruiting bodies, is discussed separately. Cytokinins have been found both in vegetative mycelium
and carpophores of macromycetes. The patterns of their dynamics allow us to consider hormones of
this class as potential regulators of mushroom growth. In general, cytokinins of fungi have been
studied insufficiently. Understanding of mechanisms of fungi development and identification of
substances that can control them would improve biotechnology using fungi as raw materials for
medicine and agricultural production.
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E-mail: vedenicheva@ukr.net

I'pubam HanmexxuTh 3Ha4YHA POJb Y (PYHKUIOHYBaHHI €KOCHUCTeM. BOHM CTAaHOBIITH HaI3BHUYANHY
MPaKTUYHY LIHHICTh SK NPOIYKTH Xap4yyBaHHS Ta 00’€KTH Oi0TEeXHOJOTIYHHX po3pobok. OmHouac-
HO JesiKi BUIU € MPUYMHOI0 CePHO3HUX 3aXBOPIOBaHb. | puOM PI3HUX TAKCOHOMIYHHX Ta TPO iy HUX
TPyl 37aTHI MPOOyKyBaTd (ITOTOPMOHH, 30KpeMa MMUTOKIHIHU. J{OCHmKEeHHs UUTOKIHIHIB TrpuoiB
OyJM po3moyarti MBCTOJITTA TOMY, MPOTE IOCI HE ICHY€ €IMHOT TyMKH 010 (YHKIIH, sKi BOHU BU-
KOHYIOTh B PEryJillii MpOIECiB POCTY i PO3BUTKY KX OpraHi3mMiB. B orisaai mp oaHami30BaHO BiIO-
MOCTI IIOJI0 PEe3yJbTATIB BUBUCHHS SKICHOTO CKIaqy CHHTE30BaHUX IPHOAMU IUTOKIHIHIB, €K30T¢E H-
HOTO BIUIMBY FTOPMOHIB Ha picT rpubiB y KyJbTypi Ta in Situ, 3min y ¢izioorii i MeTabotizMi rpubis
VHACJIIOK TEHETHYHHUX TpaHcdopMmarlii, MmoB’s3aHuX 3 MUTOKIHIHAMHU. ButhImicTh rpubiB TICHO B3a-
€MOJIiE 3 POCIMHAMHY, YTBOPIOIOYH acoIlalli K ApyKHHOTO (cMMO0i03), TaK i BOPOXKOTO XapaKTepy
(mapasutnaMm). B 000X BHMagkax Jyii IEpEeTBOPEHHS METa0OJIBMY pPOCIMHH-Xa3siHa Ha CBOIO KO-
PHCTh TPUOW BHKOPHUCTOBYIOTh KOMIUICKC PEYOBHH-€()EKTOPIB, 0 CKJIATy SKUX BXOJATH ITUTOKIHI-
HU. 3a/1s ypakeHHs POCIMH IPUOU MapasUTHYHOT NPUPOAM MaHIIyJOIOTh SK BIACHHUMH T€HAMHU
OiocmHTe3y 1 MeTa0oJi3My IMTOKIHIHIB, TaK 1 BIIIOBITHUMH T€HaMH POCIHHHU-Xa3siHa. [IposBu Ta-
K01 B3a€MOJI{ 3aexaTh BiJ MPUPOIM MMATOTEHA 1 3aCTOCOBAHOI HUM CTpaterii, a TAKOXK BiJ peaKTHB-
HOCTI IMyHHOI CHCTEMH OKyIHOBaHOTO opraHizmy. [Ipm mocmimpkeHHI cHMOIOTHYHOT B3aeMoIii TpHOiB
i pociuH, 30kpeMa GpopMyBaHHS apOyCKyIApHOI MIKOPU3W, OTPUMAHO CYIEPEWINBI JaHi, sKi CBiJl-
9aTh NMPO HENpPSMUH BIUMB OUTOKIHIHIB. OKpeMO 0OTOBOPEHO POJH IHUTOKIHIHIB Y PO3BHTKY MaK-
pOMINETIB, SIKi CKIQNAI0Th HECHCTEMAaTH4YHy TpyIly TpuOiB, 3mMaTHHX (OpPMyBaTH MAaKpOCKOIIYHI
10081 Tina. [[UTOKIHIHA BUSBIECHO SIK Y BETETATUBHOMY Milelnii, Tak i B kapmodopax MaKkpoMmile-
TiB. BcTaHOBNEHI 3aKOHOMIPHOCTI IMHAMIKM IXHROTO HAKOMUYEHHS JO3BOJIIIOTH PO3MILAATA TOP-
MOHH IIbOTO KJIACY K MOTEHINHI PeTYIATOpH pOCTy rpu6biB. B ormsani HaromomryeTses, Mo MUTOKi-
HiHM TPHOIB BUBYCHO HEJOCTATHHO MOBHO. PO3yMIiHHS )X MeXaHI3MIiB pO3BUTKY IpHOIB Ta BUSABICHHS
PEYOBHH, 37aTHHUX iX KOHTPOJIOBATH, JO3BOJMIO O yHOCKOHAIMTH OIOTEXHONOTIi 3 BUKOPHUCTAaHHAM
rpubiB SIK CUPOBHMHU I MOTPeO MEAUIIMHU W XapyOBOI MPOMHUCIOBOCTI.

KnrouoBi cioBa: yumoxkininu, epubu, napazumuuni epudu, Mikopusa, Makpomiyemu
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