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l'ajio — KoHLIEeHTpUYecKast 30Ha 5—50 MKM M3MEHEHHOM MOBEPXHOCTH SIIUAEPMUCA JIMCThEB IIIIEHULIBI BO-
KpYyT' MecTa BHEIpPeHUsI BO30OyIUTeNsI MydHUCTOI pockl Blumeria graminis. 3ydyanu BapuaOGebHOCTh rajo B
KOHTpPOJIE U IIpU 00paboTKe MeTaboandecKuMU HHIruontopamu (3-amMmuHO-1,2,4-Tpra3oi1, OMCUHAOIMAICH -
MU TUAPOXJIOPUI, TU(HEHUISHUOAOHUYM XJIOpUI, 3-U300yTUII-1-MEeTUIKCAaHTUH, KaTaja3a, HUTpaT JaHTa-
Ha). [Ipu okpacke (pparMeHTOB SIUAEPMUICA AMUIO0 YEPHBIM rajio MPeaCTaBIeHbI OAHOLBETHBIMU OKPYIJIBIMU
CUHUMMU, IBYLIBETHBIMU CUHE-KPACHBIMU CTPYKTYPaMU WIW CUCTEMOM 13 HECKOJIBKMX CUHUX, KPACHBIX U CJla-
GoOKpallleHHBIX KoJiell. Bce 06paboTKM ciocoGCTBOBAIN 3aMETHOMY CHUKEHMUIO TOJIU YCIEIIHBIX TPOHUKHO-
BEHMII ITaTOTeHa B KJIETKU pAacTeHUs ¢ 00pa3oBaHUEM raycTopuii. PasMepsl rajio yBeJIM4uBaaIUCh Ipu oopa-
06oTKe 3-aMHuHO-1,2,4-Tp1a30JI0M, THTIOMTOPOM MEPOKCHUAA3HI M KaTajla3kl, a TAKXKe Ha pacTBOpax KaTajaa3bl —
depMeHTa, pa3pyllalero rnepekruch Bogopoaa. O06padoTka HUTpATOM JIJaHTaHa, OJIOKMUPYIOLIUM KaJlblIMeBbIe
KaHaJIbl, IIPUBOANIIA K YMEHbBIIECHUIO AaMeTpa rajo. ['ajno, acCoumupoBaHHbIE C TayCTOPUSIMHU, ObLIU B 1.5 pa-
3a MEHbIIIE [0 CPAaBHEHUIO C TEMU, KOTOPbIe HAOIIOIAIN B OTCYTCTBUE YCHELIHOIO pa3BUTUS MaToreHa. Mx
pa3Mephl KOppeJIUpoOBaik ¢ YaCTOTOM IMOsIBIeHusI rayctopuii. Haobopor, cpeaHue pasMepbl IapHBIX (60/Ib-
IIMX 1 MaJIbIX) Trajo KOPPeJarupoBaIi MEXIY COO0M 1 c1ab0 KOppearupoBaIv ¢ yucioM raycropuid. [loaydyeH-
HbIE JTaHHBIE CBUIETEILCTBYIOT O BO3MOXHOCTU MCHOJIL30BAaHUS ITAPaMETPOB rajio sl JTOKAJbHOU AUArHO-
CTMKH KU3HECTTOCOOHOCTU OTACIbHBIX MH(PEKLIMOHHBIX eNUHULL B. graminis.

Karoueswie crosa: 3-ammHo-1,2,4-Tpra3od, rajo, rayCTOpUM, Katajas3a, HUTpaT JIaHTaHa, IeHuua, Blumeria

graminis
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BBEIAEHUE

Bo30ynurens MydHUCTOM pOCHI MIIeHULIBI Blume-
ria graminis f. sp. tritici (cuHoHuM — Erysiphe graminis)
SIBJISIETCSI OOJIMTAaTHBIM T'PUOHBIM IMATOT€HOM, THUMBbI
MUIEINUSI KOTOPOTO PACIIOJIOKEHbI Ha TOBEPXHOCTHU
JIUCThEB MIIIEHUIIbI, a TUTaHWE TPOUCXOIUT OJ1aroaa-
ps TIPOHUKHOBEHUIO B 3MUAECPMaIbHbIE KJIECTKH C 00-
pa3oBaHUeM rayctopueB. [lopaxkeHue ITOCEBOB MO-
KeT MPUBOIUTH K oTepsiM 1o 15—20% ypoxkast (Sanin
et al., 2011).

XapakTepHoii 0cOOEHHOCTBIO Blumeria graminis sIBJisi-
eTCs1 TIOSIBJICHUE NPU ITPOPaCTaHMK KOHUIUM 2-X POCT-
KOBBIX TPYOOK U, COOTBETCTBEHHO, KOHTAKT C 3MUAEP-
MaJbHBIMU KJIETKAMU pAacTeHUsI, 110 KpaliHeil mepe, B
2-x Toukax (Kunoh et al., 1977). Bokpyr mecTta BHe -
peHMsI JTaHHOTO MTaTOTeHa MHOTAA MOXHO Ha0JIoaaTh
rajo — KOHIEHTPUYECKYI0 30HY M3MEHEHHOM IT0-
BEPXHOCTHU, KOTOpas IIPOSIBIISIETCS IIPU LIMTOXUMUYE-
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ckoit okpacke (Edwards, 1970; Mishina et al., 2001).
Marjoe raigo (mmameTrpoM 5—15 MKM) oGpasyeTcs B
MECTe KOHTaKTa C AMUIAEPMUCOM PACTUTEJIbHOM KJTeT-
KU TIEPBUYHOU POCTKOBOM TpyOKU, OOJIbILIOE Tajo
(15—50 MxM) — nomactu anmpeccopus. HemapHbie
BTOPUYHBIE TaJl0 BO3HMKAIOT B MECTax KOHTaKTa C
snuaepMucoM Tud muuenus. IIpocTpaHCTBEHHO U
GYHKIIMOHAJILHO rajio CBSI3aHO C ManuJIIon, KoTopast
MpeACcTaBIsieT cCOOOM yToMIEeHNE KJIETOUHOM CTEHKU
noJiycepudecKoii v TpyouyaToit GopMbl M 3aHUMa-
€T ero LIeHTpaJIbHYI0 YacTh. PazMepnl rajio CUJIbHO Ba-
PBUDPYIOT JaXxe B MpeesiaX OIHOTO SMUAEPMaTbHOTO
npenapara. [TokazaHo, 4TO TMaMeTp BTOPUYHBIX TaJIO
MpU KOHTaKTe rualibHbIX JIoNacTeil B KJIeTKaxX, He
coJiepKalliX rayCTOpuHU, MPeBBIIIA TAKOBYIO B KJIET-
Kax ¢ rayctopusiMu (Serezhkina et al., 1999). CpegHuii
JIMaMETP Tajio MOXET CYILIECTBEHHO yBEJIUUUBATHCS Y
pacteHuii, o0paboTaHHBIX IMTOKMHUHaAMu (Babosha
et al., 2009) unu mepekuchbio Bogoponaa (Avetisyan,
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Taommma 1. XapaKTep AKTUBHOCTHU M KOHLICHTpalud BECIICCTB, UCITOJIb30BaAHHBIX B SKCIICPUMEHTEC

Bapuant Konuenrparus, XapakTep aKTUBHOCTH
MKM
3-AmuHo-1,2,4-Tpnazon 50000 UHTUOUTOP KaTasia3bl U niepokcuaasnl (Margoliash, Novogrodsky, 1958)
BucuHnonmanenmun 0.1 nHruourop nporenHkHasel C (Toullec et al., 1991)
JldeHnIeHMOTOHUYM 1 nHruoutop NO-cunTaser, HAJI® H-oxcunasel 1 diraBuHCOIEepKa -
mux okernnas (Cross, Jones, 1986)

3-1300yTUI- 1 -METUIIKCAHTUH 900 uHruourop dochonmnacrepassl TAMD u nl M® (Beavo et al., 1970)
Karanaza 100 dbepMeHT, pa3pylamInii IepeKruch BOAOPOIa
Hutpar nanrana 2000 OJ10KaToOp KajblueBbix KaHaaoB (Pantoja et al., 1992)

Babosha, 2011). 3To mo3BOASET MPEAONIOKUTH, YTO
pa3Mephl U CTPYKTypa Trajo MOTYT OBbITb CBSI3aHBI C
BOCHPUUMYMBOCTBIO SIMASPMAILHON TKAaHU U Xa-
pakTepoM B3aMMOICICTBUS pACTeHMsI W IIaTOIeHa,
KaK JIOKaJIbHOTO, TaK M CUCTeMHOTro xapakTepa. [1o-
CKOJIBKY Peryjsiiusi 3alllMTHBIX peaklUii pacTeHUS
OCYIIECTBJISIETCS IIPY YYaCTUM KOMIUIEKCA CUTHAJIb-
HbIX cucteM (Tarchevskiy, 2002), ipeacTaBiisieT UHTE -
pec u3ydeHue BIMSIHUSI THTUOUTOPOB U KOPAKTOPOB
9THUX CHUCTEM Ha 00pa30BaHMeE rajo.

Ilens paboThl — M3y4yeHUE BIUSTHUS psila MeTabo-
JIMYECKUX MHTMOUTOPOB Ha pa3Mephbl Tajlo, UX MOP-
¢oJioruio u Apyrue napaMeTpbl, KOTOPbI€ CIIOCOOHBI
HeCTH MH(MOPMAIIMIO O 30HE KOHTAKTa PacTeHUs U
rnaToreHa.

MATEPUAJIBI U METO/ bl

B pabore ucnonb3oBagy NPOPOCTKH BOCHPUIM-
YUBOI K MyYHHUCTOM poce MSATKOM IMIIeHUIIsI Triticum
aestivum L. copta TaBpuuaHka. PacTeHus BelpalliiBa-
m mpu 20—22°C ¢ 16-4acoBbIM (POTOITEPUOAOM
(2000—3000 nkc). [Monynsauuio BO30yIUTENS MyYHU -
cToii pocsl Blumeria graminis f. sp. tritici nognepxuvBa-
JI1 B JIaOOPAaTOPHBIX YCIOBUSIX Ha BOCIIPUMMYMBOI
nmennne. OTaelIeHHBIE IePBhIC TUCThS 14-CyTOYHBIX
MMPOPOCTKOB MOCJje MH(PULIMPOBAHUS UHKYOUPOBAIU
B vamkax IleTpu Ha 1u1aBy abakcuajabHOII CTOPOHOI
BBEPX C UCIIOJIb30BAaHUEM BOJIHBIX PACTBOPOB OTHOTO
M3 MCCeayeMbIX BellecTB (3-aMuHoO-1,2,4-Tpua3on,
OMCHHAOIMAJEUMUI TUAPOXIOPpU, TUPEHUWICHUO-
JIOHUYM XJIOpHH, 3-M300yTUJI-1-MeTUIKCAaHTUH, Ka-
tanaza (ICN Pharmaceuticals Inc.), HUTpaT 1aHTaHa
6-BOAHBIN (OTEUeCTBEHHOIO MPOU3BOACTBA). Xapak-
Tep UHI'MOUTOPHOI aKTUBHOCTH 1 UCIOJIb30BaHHAS B
9KCIepUMEHTEe KOHIIEHTpAIUs MPUBEACHBI B Ta0I. 1.

l'ano BBIABISIM TIPU OKpackKe (pparMeHTOB SITHU-
JepMHUCa, CHSITOro ¢ abakKCHUaJIbHON CTOPOHBI JIMCTA
yepes ABOE CYTOK Moctie MH(pUIMpoBaHus, 1%-M aMuio
yepHBIM B 7%-i1 ykcycHoit kuciore. Lludposbie do-
Torpau TOJydaiu ¢ MCIOJb30BaHMEM CBETOBOIO
MukKpockorma Zeiss Axioplan 2 (Carl Zeiss, I'epma-
Hus). Ha mukpodororpadmsax naeHTUhULIPOBAIA 1
MOJCUYMUTHIBAIN TaJIO0 PAa3IMYHBIX TUIIOB U TayCTOPUHU

MUKOJOI'A U ®PUTOIIATOJIOTUA

6e3 rano (puc. 1). Pazmepsl rajgo u paccTossHIE MEXKIY
LIEHTPaMU OOJIBIIIOTO U MAJIOTO Tajio OMPEeACIsUIN TIPU
nomoIu nporpaMmmel Image J. Beibopka raio mist Bbi-
YUCJIEHUsl A0Jield B pa3HbIX BapMaHTax COCTaBJisijia
150—400. dust pacyeTa cpeaHUX 3HAYEHUU nuaMeTpa
rajo UcIoJib3oBaHbl n300paxeHust 20—40 nmapHbIX ra-
JIO, MOCKOJIbKY TOJIBKO B 9TOM CJyyae BO3MOXHa Ha-
nexHasi uAeHTUGUKALMs OOJIBIIOTO U MaJIOTO Tajlo.
BbIuucisiiv 10CTOBEPHOCTh Pa3inuMii ¢ KOHTPOJIEM,
MPUMEHSIST [-KPUTEPUN 11 CPEIHUX U JOJIel ¢ To-
npaBkoit boHdeppoHU 1151 MHOXXECTBEHHBIX CpaB-
HeHMii ¢ KOHTpoJieM. [1py 3ToM JOCTOBEpPHBIMU CUM-
Tanu pasnmuuus co 3HadeHussMu p < 0.0083. Cratu-
CTUYECKYI0 O0pabOTKy ITOJIyYEHHBIX pe3yJIbTaTOB
MPOBOJWJIM C UCTIOJIb30BaHUEeM TTporpaMMbl Excel.

PE3VJIBTATBI 1 OBCYXIEHHUE

I1pu okpacke aMUI0 YepPHBIM SIUAepMuUca MHPU-
LAPOBAHHBIX JIMCTHEB MIIEHUIIBI TaJl0 OTIMYAINCH
pa3HooOpa3zneM MOop@dOJOTuUu U oKpacku (puc. 1—3).
OHU BKJIIOYAIY 30HBI OKPYIVIOM M KOJIbLIEOOpa3HOit
GOpMBI CMHE-TOIY0O0I, ITypIypHO-KpPacHOM U cepo-
BaTOl OKpacKu. B 1IeHTpe BHYTpEeHHETO KOoJiblia (Kpy-
ra) IpakTH4YeCKd BO BCEX CJIydasiX INPHUCYTCTBOBaja
nanuuia, BeIASISIONIasics 00Jiee HaChIIIeHHBIM KOH-
TypoM. Ilo xapakTepy pacrnpenejieHUsI OKpacKU BCe
rajjo MOXHO pa3IejanuTh Ha 3 TPyNIbl: OJHOLBETHEIC
paBHOMEPHO OKpallleHHbIE, TBYLIBETHBIC 1 TPEXIIBET-
Hble (puc. 1). bonee 50% oT cyMMBbI Bcex BApUAHTOB
COCTaBJIsSLIN O0JIee WX MeHee paBHOMEPHO OKpallleH-
HBIE CHHME rajio 0e3 BBIPpaXXE€HHBIX CBETJIBIX KOJIEII.
IIpuMepHO TpeTh COCTAB/ISUIA JBYLIBETHBIE CHHE-
KpacHBIE rajio, y KOTOPBIX B IIEHTPaJIbHOI 00JacTu
CHUHSISI OKpacKa CMeHsIach KpacHoii. CTerneHb TaKoM
3aMEHBI MOTIJla pa3jnyaThCs, JaBas OTTEHKM, IOJIy-
YeHHbIE OT COBMEILIEHUSI CHHETO X KPAaCHOTIO, MJIN UM -
CTO KpacHYIO 1LIeHTpajibHYyI0 30HY. KpacHass okpacka
MOIJIa 3aXBaThIBaTh TOJIBKO 00JIaCTh MAMWIJIBI B LIEH-
TpE WIX pacIpOCTPaHSIThCS IIOYTU Ha BCE TaJI0, KPOME
TOHKOI'O BHEIIHEero KoHTypa. Hakonen, y yactu cu-
HUX VIV IBYLIBETHBIX IaJI0 KaK B CUHEN, TaK U B Kpac-
HOI1 00;1aCTU MOXHO OBLTO HAOIIOOATH JOIMTOJTHUTEIb-
HBIe TOHKME CJIa00OKpallleHHbIE KOJbLa (TPeXIIBeT-
HbIC CUHE-0e/10-KpacHbIe, “CIIOUCThIE” rajio).

ToMm 54 Ne 3 2020
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Puc. 1. OcHoBHbIe TUIbI rasio Blumeria graminis Ha TACTbSIX MILIEHULIBL: @ — OHOLBETHbIE MapHble (0osbinoe — bI' u manoe — MIN)
PaBHOMEPHO OKpalleHHbIE CUHUE Tajlo; 6 — ABYLBETHbIE TapHbIe KPACHO-CUHUE GOJIBIIOE U MaJIoe Tajlo; B — TPEXI[BETHOE Kpac-
HO-CHHe-0eioe GOJIBIIoe TaI0 U MaJloe OTHOLIBETHOE CUHEE Tajio; T — nepekpriBaroinuecs rano (1IN, mepekpriBaloTcst He MeHee,
YeM Ha TPeTh CBOEro auameTpa); 1 — rajo c raycropueit (I'T); e — rayctopust 6e3 ramo. Macmrab — 25 MKM.

B Tabi1. 2 mpuBeneHbI TOJIM TaJI0 KaXIOTO M3 TPeX
TUIIOB. Bce BapuaHTBI CyIIECTBEHHO OTJIMYAINUCh OT
KoHTpossd. Haubosiee MHTEpECHBIM TIPENCTaBISIETCS
yBeJIMUEHUE TP 00paboOTKe META0OJINUYECKUMMU MH-
TMOMTOpPAMM JOJM TPEXIBETHBIX rajio. /Jaxke B Bapu-
aHTax ¢ 06paboTKoi JTUDEHUTCHUONOHUYMOM U 3-
N300yTUII- | -METUIIKCAHTUHOM, B KOTOPBIX, COIJIACHO
MCMOJIb30BAaHHOM CTaTUCTUYECKON METOIUKE, Bepo-
SITHOCTB ook p > 0.05, moyst Takux rajgo onuia 60-
Jee 4yeM B 3 pasa Oosbiie KoHTpods. [1pu aTom B Ba-
puante “Karanaza” ux moJjis IpeBblliaga OqHY TPETh.

HexoTopnbie skcniepuMeHTaIbHbIE BApUAHTBI UMe-
N crienduIecKrue 0COOEHHOCTU OKPACKHU U CTPOE-
Hus rajio. [1odTtu Bce rajio B KOHTPOJIE UMEJIN pa3Mbl-
Thie BHEIIHWE TPaHMIIBI, a TaKXKe I'PaHULIbI MEXKIY
paznuyHbIMU KoJibliamu. [1peobianana cuHsIst oKpac-

MUKOJIOTHUA U PUTOIATOJIOTUA

TOM 54  Ne 3

Ka, KOTopas HaKJIamplBalach JdaXe Ha IEHTPAIbHYIO
MypIypHYIO 30HY (puc. 2, a). 3Ha4yuTeIbHasl TOJIS Ta-
JI0, CXOIHBIX C KOHTPOJIEM, OTMeUeHa ITpu 00padboTKe
oucuHgoIMaieuMuaoMm (puc. 2, 06), 3-u3o0ytui-1-
METWIKCAaHTUHOM (puc. 3, a) U HUTpaATOM JIaHTaHa
(puc. 3, 6). B Bapuante ¢ 3-amuHo-1,2,4-Tpra3oiom
(puc. 3, r) TakKe IIpeobIagaia CUHSISI OKpacKa, HO 'y O0JTb-
IIIMHCTBA TaJI0O OHA MMeJia OYeHb CI1abyl0 HACHIIIEeH-
HOCTb O0COOeHHO IT0 KOoHTypy. HaoGopot, karanasa
(puc. 3, B) cnocoOCcTBOBaIa MOSIBJICHUIO Tajlo ¢ YeT-
KAUMU KOHTYpaMH 1 YeTKUMU 60Jiee CBETIIBIMU KOJTb-
mamu. [ BapmaHTa 06pabOTKM KaTana3oi Oblia xa-
pakTepHa JOCTaTOYHO BBICOKASl AOJSI CAUBIIUXCS,
TTe PEKPHIBAIOIINXCS TaJlo M TaJio ¢ 6oJiee, 9eM OMHUM
LieHTpoM (TabJ1. 2, puc. 3, B). Takue rajgo, BEpOsSTHO,
BO3HUKAIOT B cllyyae, KOTJa amrpeccopuii oopasyeT

2020
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| I

Puc. 2. BappupoBanue Mopdoioruu rajio: a — B KOHTPOJILHOM BapraHTe (6e3 00paboTKm); 6 — Ipu 06paboTKe OMCUHIOIMAICH -

MUIOM; B — IU(PEHUICHUOAOHUYMOM. Maciutad — 25 MKM.

BTOPYIO JIOMACTh TIpU HeyJadye MPOHUKHOBEHUSI B
KJIETKY pacTEeHUSI-X03sIMHA ¢ TIEPBOM MOMBITKY (Sugai
et al., 2010). B Hammx aKcrnepMMeHTax HU OIHO U3 Ta-
KUX COCTaBHBIX TaJl0 He OBIJIO aCCOLMUPOBAHO C
rayctopueit. Ciieayer OTMETUTD, YTO B JAHHOM BapHu-
aHTe 00pabOTKM 4YHUCIO COIMPUKACAIOIINXCI MEXIY
Cc000Ii TaJ0 CTaTUCTUYECKN HE OTJIMYAIOCH OT KOH-
TpoJist. OY4EeBUIHO, YTO IIPUIUHBI, KOTOPHIC BHI3BIBAIOT
MNOSIBJICHUE NEPEKPhIBAIOLINXCSI Y COIIPUKACAIOLIIXCS
rajo CWIbHO DPa3NYaloTCs, O YeM CBUACTEIbCTBYET

MUKOJOI'A U ®PUTOIIATOJIOTUA

Takke OTHOCUTEIbHO HeOoJblas (HecylecTBeHHAs)
BeIMYMHA KO3(hGUITMEHTa KOPPEISAIINI MEKITY HUMUT
(R=10.44, p=0.39).

Pe3ynbTaTOM MHpPOYHOrO KOHTAKTa AaIlpecCOph-
aJbHOI POCTKOBOI TPYOKM C TTOBEPXHOCTHIO SITHAIEP-
MaJIbHOU KJIETKU PACTEHUS SIBJISIETCS MOIBITKA TIPO-
HUKHOBEHUS IMaToreHa BOBHYTpPb. B ciydae ycrexa
oGpa3syeTcs TaycTOpHsI, KOTopast oGecreYnBaeT I10-
CTYIUIEHWE TTUTATEIHHBIX BEIECTB U, B JAJIbHENIIIEM,
o6pasoBaHue KOJOHUU. [Ipu KOHTaKTe ¢ IMTOBEPXHO-

ToM 54  Ne 3 2020
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Puc. 3. BapbupoBaHue Mmopdosioruu rajuo rnpu oopadborke: a — 3-M300yTHII- | -METUJIKCAHTUHOM; 6 — HUTPATOM JIaHTaHa; B — Ka-

Taya3oif; T — 3-amuHo- 1,2,4-Tprazonom. Macmrab — 25 MKM.

CTBIO TIEPBMYHON POCTKOBON TPYyOKM ITPOHMKHOBE-
HUS HE TIPOMCXOINT: MOXET 00pa30BaThCsl Majoe ra-
JIO, HO TaycTopHs Bcerma orcyTcTByer. OmMHAKO U IS
aInmpeccopralbHON POCTKOBOM TPYOKM He BCe IIO-
MBITKM TIPOHUKHOBEHUSI B 3MUIEPMAIBHYIO KIIETKY
pacTeHMSI-X03sIMHA 3aKaHYMBAIOTCSI YCITEIIHO, I0-

MUKOJIOTHUA N ®UTOIATOJOTI A

TOM 54  Ne

[O%]

5TOMY TOJIBKO OTHOCHUTEILHO HeOOJbIIast OJIsI 60JTh-
IIMX rajo accollMuMpoBaHa ¢ rayctopueut (tadi. 2).
Hao6opor, mmouru Tperb 0OHApyXKe€HHBIX TayCTOPUii
HE3aBUCUMO OT BapuaHTa umenu rajo. OTcyTcTBUE
rajgo, aCCOIMMPOBAHHBIX C TAyCTOPHEil, MOXKET OBIThH
CBSI3aHO KakK ¢ OcJIabJIEHHOM peaklneil pacTeHUSI, TaK

2020



188

BABOIIIA, ABETUCAH

Taomma 2. BousHue I/IHFI/IGI/ITOPOB Ha 4ucCJjio FaYCTOpI/Iﬁ M Ppa3JIMYHBIX TUITOB IraJIO B KJICTKAaX snmuacpMuca JUCThEB ITIIECHU -

LIbl Yepe3 IBOE CYTOK Tociie UHUUupoBanust Blumeria graminis

© I"ano
S ) R

i ::" g % &‘“ R ‘Q\Q.\

B R > s | . i E | s g

apI/IaHT *O :n U:'\‘ = 8 & g & E E é

sk S | E gz 2z |2 | g | &

s | g 5 | 2|28 ¥8 | % |¢ s

= 3 o > 3 = = = >

2 2 5 E 2 |82 &E = | B 2

s} — = o — O 2 = 2 o = ~

KonTpoib 253 18.2 9.5 320 83 2.0 74.7 | 23.7 1.6
3-AMuHO-1,2,4-TpHazon 210 | 0.0 (0.000) — — 11.9 | 4.8(0.093) | 69.0 | 20.5 | 10.5(0.000)
BucuHnoaManenmun 232 |11.2(0.026) | 7.8 (0.484) | 40.0 | 6.5 | 6.0(0.022) | 40.0 | 45.7 | 14.3(0.000)
JndeHnIeHNOTOHUYM 228 | 5.5(0.000) | 2.2 (0.000) | 27.8 | 10.5 | 3.9(0.200) | 30.3 | 64.0 | 5.7 (0.015)
3-N306yTmi-1-merunkcantud | 164 | 8.2 (0.003) | 4.3(0.031) | 33.3 | 6.1 1.2(0.557) | 49.7 | 44.8 5.5(0.026)
Karanaza 155 | 7.4 (0.006) | 3.2 (0.008) | 29.4 | 11.0 | 11.0 (0.000) | 18.7 | 43.2 | 38.1 (0.000)
HuTtpat nantana 382 | 4.4(0.000) | 2.6 (0.000) | 37.0 | 12.8 | 4.2 (0.127) | 58.0 | 20.1 | 21.9 (0.000)

ITpumeuanue. *CyMma rajio Bcex TUIOB; **10Jis1 rayCTOPUil OT CyMMBI YKCJia OOJIbIINX rajo U rayCTopuii 6e3 rajo; ***rajgo, KOTopblie Ie-
PEKPBIBAIOTCS HE MEHEE, YeM Ha TPETh CBOETo mraMeTpa. B ckoOKax IMprBeIeHBI 3HAYCHUSI p TIPU CPABHEHUM ¢ KOHTposieM. B cronGiiax
“T'aycTopuu c rano” u “CorpuKacarmiiiecst rajio” TOCTOBEPHBIX Pa3IMUMii ¢ KOHTpOJIeM He 0OHapyXeHo. Bce BapraHTHI OTJIMIAIMCH OT

KOHTPOJISI [IO COCTaBY OJJHO-, IBY- M TPeXLBETHbIX rajio p(x2) < 0.0002.

U C ociabJeHeM OKPACKU C TEUEHUEM BPEMEHU, KO-
Topoe Habmonanu paHee (Mishina et al., 2001).

B nepBrie 1Boe CyTOK MHGPEKIIMOHHOTO Mpoliecca
MOXXHO OOHApyXUTh TOJILKO TaJI0 B MECTaX KOHTaKTa
C BIUAEPMUCOM TIEPBUYHON U aImpeccopualibHOMN
(BTOPUYHOI1) pOCTKOBBIX TPYOOK (TabI. 2, 3), T.€. Ma-
JIoe 1 60Jb1oe Tano. OTMHOYHBIE Tajl0, UHIYLUpPYE-
MBIe JIONACTIMU TU(, OTCYTCTBYIOT, IIOCKOJIBKY T (bI
ele He o0pa3oBaCh. XOTsI BCce HaOJI0gaeMble rajo
JIOJDKHBI IpUHAJIEKaTh JIM0O0 K KJTacCy OOJIbIINX, JI -
60 MaJbIX, IIPU OTCYTCTBUM BUIUMBIX WH(EKIIMOH-
HBIX CTPYKTYP YCTAHOBUTH TOYHYIO TIPUHAIIEKHOCTD
HE Bcerga BO3MOXHO. EAWHCTBEHHBIM KpUTEpPUEM
KJTacCU(UKALIMU, HE CBSI3aHHBIM C pa3MepaMU, SIBJISI-
€TCSI aCCOLMUPOBAHHOCTD OOJIBIIIOIO U COOTBETCTBY-
IOIIIETO €My MaJIoro rajo ¢ 00pa3oBaHMEM XapaKTep-
HOI ITapHOM CTPYKTYpPHL. [10CKOIBKY Kaxkaast U3 poCT-
KOBBIX TpPYOOK He 00s3aTeJbHO YCTaHABJIMBAET
MPOYHBIIT KOHTAKT C MIOBEPXHOCTHIO C MEPBOro pasa,
YHCJI0 HAaOII0IaeMbIX Taj0, COOTBETCTBYIOIIEE HEKO-
TOPBIM TIPOPOCIINM KOHUIUSIM, MOXKET IIPeBHIIIAThH
YMCJIO POCTKOBBIX TpyOOK. KpoMe Toro, caM KOHTaKT
MOXKET ObITh HEMOJIHBIM WJIM OTCYTCTBOBATh BOBCE, B
9TOM CJIy4dae OAHO U3 rajio (0OJbIIOe WU Majoe) OT-
CYTCTBYeT. B Hammx skcnepuMMeHTaxX YMCJIO Tajlo B
COCTaBe ITApHBIX CTPYKTYP COCTABISLUIO HPUMEPHO
20% oT 00I1Iero X Yucia.

Bce 00paboTku cnocoObCcTBOBAIM 3aMETHOMY CHU-
JKEHUIO JOJIM YCIIeTHbBIX MPOHUKHOBEHU I MMaToreHa B
KJIETKM pacTeHUSI C 00pa30oBaHUEM raycTopuii (Tadm. 2).
Haumensblireit 1oj1st yCIenrHbIX TPOHUKHOBEHU ObI-

MUKOJOI'A U ®PUTOIIATOJIOTUA

Jla B BapMaHTax o0paboTKM 3-aMuHO-1,2,4-TpHraszo-
oM 1 HuTpaToM JiaHTaHa (0 u 4.4%, cOOTBETCTBEH-
HO). ToJIbKO B 3THUX BapuaHTax yepe3 7 AHEU Ioce
WHOUILIMPOBaHUS HE HAOIIOJaIU CIIOPOHOCSIIINX KO-
JioHur. O4eBUIHO, YTO U3MEHEHME YU CIIA TAyCTOPUIA
oTpaxkaeT U3MEHEeHHE YCTOWYMBOCTU (BOCTIPUMMYM-
BOCTH) pacTeHUS IpU 00pabOTKE N3yYaeMbIMU BeEllle-
CTBaMHU.

Kak BugHoO u3 Tabj. 3, nuameTp OOJBIIIOro rajo B
TpeX BapuaHTax (OMCUHAOIMATIEUMUT, TU(PEHUTICHU -
ONOHMUYM, 3-M300yTWUI-1-METWUIKCAHTUH) HE HMeI
JOCTOBEPHBIX OTJIMUMIT OT KOHTpOJIs. [1pu 0o6padboTke
3-amuHO-1,2,4-Tpua3osioM UM KaTajga3oil pasMepbl
0OJIBIIIOTO Tajio 3aMEeTHO YBeauuyuBaiuch. Cremyer
OTMETUTD, YTO 002 BapUaHTa MPEAIoNaraloT U3BMEHEHMUsI
B OKHCJIUTEILHOM OOMEHE, HO TTIPOTUBOIIOJI0XKHOTO Xa-
pakTepa: yBeJIMUeHUE YPOBHS MEPEKUCH BOAOPONA B
MEPBOM CiIy4yae M YMeHbIIeHre Bo BTopoM. O6paboTKa
HUTpPATOM JIaHTaHa, OJIOKUPYIOIIUM KaJblIMeBble KaHa-
JIbl, TIPUBOJIMJIA K 3aMETHOMY YMEHBIIIEHUIO IUaMeTpa
OoJibllIMX Tajio. Bo MHOrOM aHaJIOTMYHBIE PA3IUYUS
MOJIyYEHBI JUISI IMaMeTpa Majioro Tajio U pacCTOSIHUS
MEXIy TaJlo B mape, XOTs JJIsl 3TUX ITapaMeTpPoB He BO
BCEX 3TUX BapuaHTax pa3jinuvsl JTOCTUTAIW YPOBHS
JIOCTOBEPHOCTH.

lano, accounMMpoBaHHBIE C TAYCTOPUSIMU, TOMO-
JIOTUYHBI OOJIBIINM Tajio, OHAKO IMapHOe MaJioe Tajio
B 9TOM CjIy4yae, KakK IpaBWJIO, OTCYTCTByeT. Bo Bcex
BapHUaHTaX 00pabOTKM UX pa3Mephbl ObLUIN CYILIECTBEH-
HO 1 6oJee, yeM B 1.5 pa3a MeHBIIIe TT0 CPpaBHEHUIO C
OOJIBLIIMMU TaJI0 063 TayCTOPUIA B T€X K€ BapuaHTax
2020
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Taoauua 3. BivsiHe ”THTMOUTOPOB Ha pa3Mephl TaJlo B KJIETKAX 3MHUIEPMUCA OTACIEHHBIX JINCThEB MIIIEHULIBI Yepe3 TBOe
CYTOK MocJjie U”HOUILIMPOBaHUs BO30YIUTEIeM MyYHHUCTOM POCHI (CPeIHee U ero OIMOKa, 3HAYEHMST p IPUBEIEHBI IJ1s1 CPaB-

HEHUS C KOHTPOJIEM)

Paccrosinue mexmy N
T'ano c raycropueii,
bonapmoe rano, MKkM | Majoe rajgo, MKM | OOJBIIUM Y MaJIbIM MKM
rajao, MKM
Bapuant
cpenHee, cpenHee, cpenHee, cpenHee,

x+tm 4 x+tm 4 xtm 4 x+tm P

KoHTpoab 303+ 14 — 125+ 0.6 - 245+ 1.5 — 209+ 1.2 —

3-AmuHO-1,2,4-Tpra3on 41.1£3.1 | 0.008 | 157%1.6 0.101 39.2+42 | 0.013 — —
bucunnonma-nenmu 29.2+1.0 | 0.493 11.0£0.5 | 0.064 | 28.1 1.5 | 0.095 | 19.8+1.3 | 0.533
JundeHnneH-nogJoOHIYM 26,8+ 1.1 | 0.053 | 12.8£0.7 | 0.691 271+ 1.6 | 0.239 | 16.2+24 | 0.122
3-Uzobytmi-1-metmin-kcantuH| 29.5+ 1.1 | 0.644 | 11.9+0.8 | 0.549 | 25.8+ 1.6 | 0.546 | 184+ 1.7 | 0.233
Karanaza 40.7 %+ 1.6 | 0.000 | 150 1.0 | 0.043 3.3£23 | 0018 | 14.6£2.1 | 0.042
HuTtpat nantana 24.2+0.8 | 0.000 9.7+£0.3 | 0.001 | 209+£1.0 | 0.056 | 15.7%+ 1.0 | 0.002

(Tabi. 3). DTO cornacyercst ¢ aHaJJOTUIHBIMY HA0JII0-
nenusimu (Serezhkina et al., 1999) Han 6osiee mo3nHK-
MU OTWHOYHBIMY TH(haTEHBIMHU TaJI0. DTH TaJI0 TaKKe
WMeJIM MEHBIINE pa3Mephl, €CJIN ObLIIU aCCOLMUPOBa-
HbI ¢ Tayctopueii. Bo Bcex BapruaHTax ¢ 0OpabOTKOM
WHTAOUTOPAMU TajJo C TayCTOPUSIMM TTOKa3alu TeH-
TMEHIINIO K YMEHBIIIEHUIO pa3MepoB IO CPAaBHEHUIO C
KOHTPOJIEM, OTHAKO TOJILKO B BapHMaHTE C HUTPATOM
JIaHTaHa 3TU pa3Inyus ObUTU TOCTOBEPHBI. MeHbIIIas
CTaTUCTUYECKAs] BBIPAKEHHOCTh Pa3IUIU MeEXIy
OITBITHBIMM BapHaHTaMM W KOHTPOJEM MOXET OBITh
o0ycoBJIeHa HHU3KOM 4YacTOTOM Tajo STOro THUTIIa
(Tabn. 2), ¥, COOTBETCTBEHHO, HEOOCTATOYHOI ITO-
BTOPHOCTHIO.

ITokazarens “paccTosiHrME MEXIy OOJBIIIM U Ma-
JIBIM TaJIo”, OYEBUIHO, OIpeHeseTcsd IJUHOI ari-
TIIpecCOpUaIbHOM POCTKOBOII TPYOKU: B pe3yJIbTaTe
YBEJIMYEHUSI WM YMEHbIIIEHUS €€ JUIMHbI MeCTa KOH-
TakTa ¢ paCTeHMEM MEPBUYHOI POCTKOBOI TpyOKHU U
anrpeccopust OKa3blBalOTCs pa3HECEHHBIMU Ha 0OJIb-
1ee WJIM MeHbIee pacctossHue. JloctoBepHoe U 60-
Jiee yeM 1.5-kpaTHoe yBeJIMYeHrEe 3TOTO PACCTOSHUS
MPOUCXOOWIO IIpu 0OpaboTke 3-amuHO-1,2,4-Tpua-
30710M (Ta6a. 3). 3ameTHOe yBeaudeHue Haboaanu
TakKxKe B BapMaHTe o0paboTKM KaTana3oit. Hurtpart
JIaHTaHa YMEHbIIAJ KaK PACCTOSIHUE MEXIy OOJIbIIUM
U MaJIbIM Tajlo, TaK U UX pa3mepbl. M3BeCTHO, UTO
npopacTaHue KOHUAWM B. graminis MHOTAA UMeET
aHOMaJIbHBIN XapakTep ¢ MOsIBJIEHUEM OYeHb JJIWH-
HBIX POCTKOBBIX TPYOOK minHoM 50—60 MxM. OgHaKo
BO BCEX BapvaHTax HalllMX 3KCIIEPUMEHTOB paccTosi-
HY€ MEXIy rajo ObLI0 OJIM3KO JJIMHE POCTKOBBIX TPY-
00K HOopMaJIbHOI Mopgdosoruu (Tada. 3). BepositHo,
3TO OOYCJIOBJIEHO HECIIOCOOHOCTbIO aHOMAaJIbHBIX
CTPYKTYp 0Opa3oBaTh 0ba THIIa rajo.

Ne 3
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JlaHHble Tabi. 2 U 3 TO3BOJISTIOT TIPEIITOJIOXKHUTD
B3aMMOCBSI3b MEXIy HEKOTOPBIMU U3 TIpEICTaBICH-
HBIX B HMX MoKa3aTejasiMu. B Tadi. 4 npeacraBiieHa
KOppESILMOHHAsT MaTpUlla C pe3yabTaTaMy ITomap-
HBIX pacyeToB (apaMeTphl U3 Ta0J1. 2 1 3, He JaBIINe
JIOCTOBEPHBIX 3HAYCHMU KOPPEJISIIUY HU C OTHUM U3
NPYTUX, U3 TabJI. 4 UCKIIOYEHBI), KOTOPbIE CBUAETEIb-
CTBYIOT O HAJIWYUU TpeX KOPPEISIIUOHHBIX TLICSI
B3aMMO3aBUCHUMBIX ITapaMeTpoB. IlepBas BKIIO4aeT
pa3Mephl OOJIBIIIOrO Tajlo, MAJIOTO Tajlo U pacCTOSHUE
MeXIy HUMHU CO 3HAYSHUSIMU Koppelsiuuu R, 6am3-
kumu K 0.9 u moctoBepHbiMU Tipu p < 0.05. Paccrosi-
HUe MeXIy rajo, Kak cKa3aHO BbIlle, OOyCIOBJICHO
JUIMHOM aIIlpeccopuaJbHOM pPOCTKOBOM TpyoOku. Ta-
KM 00pa3oM, M3MEHEHHE MeTaboIM3Ma pPacTeHUS
npu o06paboTKe MeTabOJIMYECKMMHN WHTHMOWUTOpaMMU,
BEPOSITHO, OKa3bIBAET CXOJHOE BIMSIHUE KaK HA CUH-
Te3 MOJUMEPOB KJIETOUHOM CTEHKU B 30HEe 000X Ta-
JIO, TaK X Ha POCT aIllIpeccopruaabHOil TpyOKH rpuoda.
Ecnu B Tabi1. 4 KOppeasius paccuuTaHa ¢ UCHOJIb30-
BaHMEM B KayeCTBE ITOBTOPHOCTU CPETHUX 3HAYCHUIA
JUIST KaXIOoro W3 7 BapuaHTOB, KOB3(MOUIIMEHTH B
TabJ. 5 TOJyYeHbl C UCTIOJb30BAHMEM U3MEPEHUU B
Kaxaoii rmape “0Oosblnoe — Manoe rajo” . Koppemsus
pa3MepOB TaJIo SIBISIETCS CTAaTUCTUUECKM 3HAUYUMOI B
4 n3 7 BapmaHTOB U B 00IIei BEIOOPKE, OMJHAKO TTO-
CJIeHSISI 3aMEeTHO MEHbIIIE MOJYYEHHOH ¢ UCIIO0JIb30-
BaHMEM CpeOHUX 3HadyeHui B Tadn. 4. Koppensuus
JIuaMeTpa Majioro rajlo U pacCTOSTHUSI MeXIy OOoIb-
IIIMM 1 MaJjibIM TaJl0 He ObLJIa JOCTOBEPHOM HU B OJI-
HOM M3 BapUaHTOB, U TOJbKO B OObEIMHEHHOI BbI-
6opke p = 0.049 < 0.05. AHanoruyHast KOppesiius ¢
paccTosiHMEeM MEXIy rajo JJjisi 00JIbIIOro rajo B 00-
el BBIOOpKE Takoke OblIa 3aMETHO MEHBIIIE, a B OT-
JIETbHBIX BapHaHTax HaOI0maad KOpPPeSIIMOHHYIO
3aBUCUMOCTB TIPOTUBOIIOJOXHON HaIpaBJIEeHHOCTH.
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Tabauna 4. Koppensiius* Mexmy HEKOTOPIMU TTapamMeTpaMy rajio U rayCTOpUuid

IToxazarens bI' MmMr PT IT Ar Iar 31B
Bosbioe rano (BI) 1 0.0004 0.01 0.27 0.56 0.22 0.42
Maoe rano (MI') 0.92 1 0.01 0.47 0.65 0.39 0.77
PaccrossHue Mexmy 60abmnM 1 MaibiM rasio (PT) 0.87 0.87 1 0.42 0.75 0.37 0.74
Tano ¢ raycropueii (I'T) 0.53 0.37 0.41 1 0.01 0.97 0.72
Jlonsa raycropuit (JAI')** 0.3 0.24 0.17 0.94 1 0.73 0.39
IMepexpriBatomuecs rano (I1T) 0.53 0.39 0.40 0.02 —0.20 1 0.01
TpexuseTtHble rano (3LB) 0.37 0.14 0.15 —0.19 —0.44 0.86 1

IMpumeuanue. *KoadduuneHTsl KOppessiiuu MpeacTaBiIeHbl B HUXKHEM (JIEBOM) TPEYTroJbHOM 0JIOKE KOPPEISILIMOHHOM MaTPULIbI, COOT-
BETCTBYIOIIE 3HAUYCHUS p (BEPOSITHOCTh OTJIMYHUS KOPPESILIUY OT HYJIEBOTO 3HAUEHMSI) B IPaBOM BepxHeM. McxomnHble TaHHbIE 151 pac-
yeTa KOppessinu B3SATh 3 Ta0u1. 2 1 3. [ToBropHOCTE — n = 7 (KaXKIblil BApUAHT — OJTHA IIOBTOPHOCTH, KpoMe KO3(P(PUITMEHTOB C yJacTu-
€M MoKa3zateJist “I0JIs1 rayCTopuii” n = 6: 371eCh UCKIIOYeHBI TaHHbIE BapyuaHTa ¢ 3-aMUHO- 1,2,4-Tpra3oioM, B KOTOPOM He ObUTO OOHapy-
XeHo raycropuit). **Ilons raycropuit (1)) paccuntana mo ¢opmyne I = arcsin\/f, roe I' — monsa raycrtopmii (4MCIIO rayCTOpUIA,

JIeJICHHOE Ha CYMMY 4ucJia GOJIBIIMX Tajio U rayCTopuii 6e3 rajio).

Ta6auna 5. [MonapHbie KO3OULIMEHTH KOppeasiuuu Mexay auamerpamu 6osbiuoro (BI') u manoro (MT) rano u paccrosi-
Huem (PT') MexXXmy HUMM, pacCUYMTaHHBIE U151 JAHHBIX KaXKI0T0 M3 BAPUAHTOB 00pabOTKU METa00JIMYECKUMU UHTUOUTOpaMU

BapuaHt [ToBropHocts™ | BI/MT pE MI/PT p bI'/PT p
KoHTpoJib 14 0.62 0.02 0.30 0.30 0.43 0.13
3-AMuHO-1,2,4-Tprason 6 —0.16 0.76 —0.25 0.63 0.83 0.04
bucunnonmaneumug, 20 0.55 0.01 0.42 0.06 0.55 0.01
JundeHnIeHNOTOHUYM 19 0.70 0.00 0.22 0.38 0.29 0.23
3-N300yTui-1-MeTuIKCaHTUH 16 0.45 0.08 —0.02 0.94 0.17 0.53
Karamaza 14 0.36 0.20 0.04 0.89 0.14 0.62
HuTtpat nantana 19 0.54 0.02 —0.43 0.07 —-0.52 0.02
Bce BapuaHThI 108 0.59 0.00 0.19 0.05 0.37 0.00

ITpumeuanue. *TTOBTOPHOCTb — YMCIIO Tap “O0JIbIIOE — MaJIoe TaJIo” B KaXXKIOM BapuaHTe. **p — BEPOSITHOCTb OTJIMYUSI KOPPEJISILIUU OT

HYJICBOI'O 3HAYCHMSI.

Takum 06pa3oM, Ha YpOBHE OTACIBHON MH(PEKIIMOH-
HOI e IMHUIIBI B3aMMOCBSI3b MEXIY pa3MepaMu rajio u
MH(EKIIMOHHON TpyOKM MeHee BbIpaxkeHa, 4eM Ta,
KOTOpas mpeacTaBicHa B Ta0JI. 4 IJIs CpeaHUX I10 Ba-
pHaHTaM. DTO MOXET OBITh CBSI3aHO KaK C JIOKAJIbHbI-
MU Pa3INIUSIMU, TaK VI C HEOMHO3HAYHBIM JIeiicTBUEM
HEKOTOPBIX MHTUOMTOPOB Ha pa3Hblie MHQPEKIINOH-
HbIE eAUHULIBI, KOTOPbIe HUBEJIUPYIOTCS TTPU BBIYKC-
JIEHUM CpegHuX 3HayeHW. IToCKOJIbKY Ha JIMCTBIX
3J1aKOB MHAYLIMPOBAHHBIC U3MEHEHUS YCTOMYUBOCTU
K MYYHUCTOIT poce B OJHOI KJIETKE paCTEHUS-X035I1~
Ha ¢ TPYIOM IIepeaaloTcsl JaXe B COCETHIOI KIIETKY
(Ouchi et al., 1976), runioreTnyecKast Kapra BOCIIPH-
WMYUBOCTHU OTIEJIbHBIX KJIETOK HA TTOBEPXHOCTH JIU-
CTBHEB 3JIAKOB MOTJIa Obl BBIIVISIAETh JOCTATOYHO MECT-

MUKOJOI'A U ®PUTOIIATOJIOTUA

poii. Ta 3ke 3aKOHOMEPHOCTb CITOCOOCTBYET ITOTOXKM -
TeJIbHOMY [Jisl TaToreHa OajaHCy IPU ITOBTOPHOM
IIPOHUKHOBEHUHU C ITOMOIIBLIO BTOPOM JIOITACTA TOTO
JKe amrpeccopus Tpu Heycriexe neppoii (Sugai et al.,
2010). ITpu 3TOM MHTEHCUBHOCTb POCTa aIlIIPECCOPHU-
aJIbHOM POCTKOBOI1 TPyOKH, 110 BUANUMOMY, OoJiee aB-
TOHOMHA OT MPOLIECCOB B KJIETOUHOM CTEHKE pacTe-
HUSI, BAUSIIOIIMX Ha BEJMYMHY rajo, Y4eM 3TO MOXKeT
MOKa3aThCsI TIPU YUETE TOJBKO KOPPEISIIUNA CPETHUX
BEJIMUMH, TIPEICTaBIeHHBIX B Ta0. 4.

Bropass KoppenasuuoHHas Iuiesima TaOoaunbl 4
BKJIIOYaeT KOPPEIMpPYIOIINe MEXIy CO00il pa3Mephl
rajo ¢ raycropueil u yactoty raycropuii (R = 0.94).
I'paduku 3aBUCMMOCTU OT YaCTOTHI TayCTOPUL pa3-
MEPOB Pa3HBIX TUIIOB Tajlo U PACCTOSIHUSI MEXIy HU-
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MU Ha pUC. 4 TT03BOJISIIOT IPEANOI0XUTh, UYTO 3aBUCH-
MOCTh MOXET OBITh HEJIWHEHHON. AIpPOKCUMAaINs
nosmHoMoM BToporo nopsaaka (Y = aX? + bX + ¢) 3a-
BUCHUMOCTH pa3MepoB raycropuaibHoro rajo (Y) ot
YaCTOThI YCHEIIHBIX IPOHUKHOBEHUI NaTtoreHa (mo-
JIs raycropuii, X) o 6 BapuaHTOB 0OpabOTKU Jajia
noctoBepHbie (p < 0.02) Koo DUILIMEHTHI perpeccuu:
a=-0.04*+0.01,b=13*%20.2uc=10.7*+0.9. s
IPYTUX TapaMeTpoB pHC. 4 BcCIeACTBUE OOIBIITOTO
pa3dopoca 3KCIepUMEHTAIbHBIX TOYEK KO3 PUILIMEH-
ThI pErpecCcUM He ObUIM 3HAYMMBIMU, T.€. YCTAHOBUTh
¢dopMy 3aBUCUMOCTHY HE yIaIOCh.

OOpa3oBaHME TayCTOPUU — OAUH M3 KIIIOUYEBBIX
9TANoOB ITaTOreHe3a MyYHUCTOM POCHI 3J1aKOB, ITO3TO-
MY J0JIsl yCHEITHbIX IIPOHUKHOBEHUM ¢ 00pa30oBaHU-
€M TrayCTOPUH MOXET CIIYKUTh KOJTMYSCTBEHHBIM I1a-
paMeTpoM IJisi OLIEHKM YCTOMUYMBOCTH K IIaTOTEHY.
B nanHoit paboTe BnepBbI€ YCTAaHOBJIEHO, YTO Ma-
METP aIIIpPecCOpUaIbHBIX TaJI0, ACCOLIMUPOBAHHEIX C
rayctopueii, KoppeaupyeT ¢ 4aCTOTOM rayCTOpUid U
TaK>K€ MOXET CIY>KUTD JIsI KOJTMYECTBEHHOM OLIEHKU
YCTOMUMBOCTH (BOCIIPUMMYMBOCTH) B U3Y4EHHOI I1a-
TOCHUCTEME.

TpeTbio KOPPEIILUOHHYIO IUIES Ay 00pa3yloT KOp-
penupylonme IOau “TIepeKphIBAIOIINXCS Tano” u
“TpexuBeTHBIX rajio”. Ilo MHeHUI0 MUIIMHOI U co-
aBropoB (Mishina et al., 2001), rajo co CJIOXHOI1
“CIIOMCTOI” CTPYKTYPOI N3 HECKOIBKNX KOJIEI] MOTYT
BO3HUKATh MPU HATUUYUHU OMPEACTICHHOTO YPOBHS 3a-
IIUTHBIX peakinii pacteHus. [lepexpriBaromniecs ra-
JIO WJIM TaJIo C ABYMS HEHTpaMM, BEPOSITHO, 00Opa3y-
I0TCSI TIPU TTOCJIEA0BATEIbHBIX MOIBITKAX TPOHUKHO-
BEHUSI C TIOMOILBIO ABYX JIOTIACTEMN aIlllpeccopusi, YTO
TaK>Ke CBSI3aHO C HeYHAaYHBIM IJIs1 B. graminis B3anMo-
neiicTBueM ¢ pacteHueM (Sugai et al., 2010). B Hamiem
HUCCIeOOBaHNY He HaOMIomanu oo0pa3oBaHUSI TayCTO-
puii MOOJM30CTU OT CIMBIIMXCS WM TPEXIBETHBIX
rajgo. Ilpu atoM KO3hOUIUEHT KOPPEISLIUU TO0JIU
TPEXLBETHHIX TaJl0 M YacTOTHI TayCTOPHUil OTHOCHU-
TEJIbHO HE BEJIMK, XOTS W HMMEET OTpHLATEIILHBIN
3HaK. Boripoc o CBsI3U Tajio CO CIIOXKHOM CTPYyKTYpOi
C 3aIIMTHBEIMU PEaKLMSIMU pacTeHUS TPEOyeT JOITO0J-
HHUTEJILHOTO UCCISAOBaHMS.

Takum oOpa3zoM, psio mapaMeTpOB, XapaKTepU3y-
FOIIMX pa3Mephl OOJIBIIIOTO ¥ MaJIOro rajio, a TAaKXKe Ux
oKpacka crnenuduiecku U3MEHSI0TCS ITpu 00paboT-
K€ pacTeHMsI HEKOTOPbIMU METa0O0JINYeCKUMU MHTH-
outopamu. Ilpm oOpaboTke Karaja3oii HaOJomaIn
CYIIECTBEHHOE YBEJIWUYECHUE HOJU MEPEeKPhIBAIOIINX-
csI rao ¢ 6osee yeM omHUM LieHTpoM. I1pu o6padoTke
3-ammHO-1,2,4-TpMa30JI0oM, KaTaja3oif M HUTPATOM
JIJaHTaHa HaOJIoNaIN CYIIECTBEHHOE YBeJIMYeHUe
cpemHero nuaMeTpa Oobiioro rajgo. Ilpu aToM maxke
B IIpeAesax OMHOTO BapruaHTa 00pabOTKHA MOXKHO ObI-
JIO HaOJIIOAATh TaJIO, CUJIBHO pa3inyalrolyecs 1o pas-
MepaM u cTpykrype. [lo-Bummmomy, Takas Bapua-
OEJIbHOCTh CBUIETENBCTBYET 00 OTHOBPEMEHHOM CY-
IIECTBOBAHUM Y4YaCTKOB TKAaHU C OYEHb pPa3HBIM

MUKOJIOTHUA N ®PUTOIIATOJOTI A

TOM 54  Ne 3

Pasmepnr, MKM

45
e bI'
40 F ® & MT
AIT
m Pl
35F
30+
25F
20+
15+ ¢ Karanasa
e g D *
10F e JOU UBK *BUM KoHtpons
JlanTan
5 -
0 5 10 15 20

JloJis yCremHbIX TIPOHUKHOBeHUt, %

Puc. 4. 3aBucumocTb nuamMerpa 6oibiioro rajio (bI), ma-
joro rajgo (M), rajmo, accouMUPOBAaHHBIX C TayCTOpUEH
(I'T), u paccrosiHUsI MEXY OOBIIMM U MasibiM rajio (PT)
OT JIOJIM YCTIEUIHBIX TPOHUKHOBEHMI1 MaToreHa ¢ oopaso-
BaHueM rayctopuii (%) nist 6 BApraHTOB 0OPabOTKU: JTaH-
TaH, audeHuneHunogonuym (JPH), 3-uzobyruiu-1-me-
twikcaHTuH (MBK), karanaza, oucunnoamanenmun (BUUM),
KOHTPOJIb.

MeTabOJM3MOM U, COOTBETCTBEHHO, C Pa3TUIHBIM
YPOBHEM BOCIIPUMMYNBOCTH K MH(DEKITNH.

IMonyyeHHble JaHHBIE CBUIETEJILCTBYIOT O TIpe-
MMYIIECTBEHHOI pou B (OPMUPOBAHUU Tajl0 OKCU-
JIa3HOM M KaJIbLIMEBON CUTHAIbHBIX cucTeM. CuuTta-
eTcsl, UTO TIePEeKUCh BOAOPOAa, HapsIIy C €€ POJibio B
WHIYKIMW 3al0UTHl OT MaTOreHa B Ka4eCTBE OAHOTO
U3 MECCEeHIXKEPOB OKCUAA3HOI CUTHAJIbHOM CUCTEMBbI
“MeeT 3HaYeHUe KaK peareHT, Mpyu y4acTUU MePOKCHU-
1a3bl CIIVBAIOIIANA MOJIUMEPBI KIIETOYHOW CTEHKU
Mexay coboii (Shetty et al., 2008). HekoTopbie akTUB-
Hble (hOpMBI KUCJIOpOoAa ObLJIM OOHApykeHbI B 001a-
ctu mamwuiel 1 rajgo (Thordal-Christensen et al.,
1997; Hiickelhoven et al., 1999; Mellersh, Heath, 2001;
Trujillo et al., 2004). OyeBUOHO, YTO JIOKAJIbHOE
YKpEIUIEHUE KJIETOUHOM CTEHKU MOXET IMIPUBOJIUTD K
U3MEHEHUIO CIIOCOOHOCTU €€ TOJIMMEPOB B3aMMO-
JIeiCTBOBATh C KPACUTEISIMU 1 TEM CAMbIM BJIMSIET HA
XapakTep OKpacku 30HbI rajo. [Toatomy neiictBue
MHIMOUTOpa mepoKcuaasbl 3-aMUHO-1,2,4-Tpra3oja
Ha pasMepbl U OKpallluBaeMOCTh TaJl0 JOCTATOYHO
oxungaeMo. PaHee ObLIO ITOKa3aHO, 4TO 0OpaboTKa 3-
aMHnHO-1,2,4-Tpua3o0oM U IepeKUChI0O BOIOpOAa He

2020



192 BABOIIIA, ABETUCAH

TOJILKO MHTUOMPYET pa3BUTHE ITaTOITeHa, HO Y IIPUBO-
IWT K HOSBICHUIO OoJiee KPYITHBIX T'aJi0 HEOOBIYHOM
okpacku (Avetisyan, Babosha, 2011). Marubuposa-
HUe (epMEHTOB, KOTOPbIE pa3pylIaloT NepeKUCh BO-
JIopona, JOJDKHO IPUBOAUTH K IOBBLIIICHUIO €€ CO-
JepXXaHus B TKaHSIX M Pa3BUTHIO OKCUIATUBHOIO
cTpecca. YUYuThIBasi BO3BMOXHOE y4acTHUEe MeXaHHU3Ma
B3aMMHOI aKTUBAllMM CUHTE3a aKTUBHBIX (pOPM KHC-
Jopola W KaibuueBoro curHaiauHra (Demidchik,
2018; Pottosin, Zepeda-Jazo, 2018), mpepnriBaHUe
JaHHOTO ILIMKJIa 0GJOKATOPOM KaJIbLIMEBBIX KaHaJOB
(HUTpaT JaHTaHa) JOJKHO BbI3BIBATH ITPOTUBOIIO-
JIOXHYIO peaklnio, T.e. YMEHbIIIEHUE pa3MepoB rajo,
YTO U HAOII0AaIU B HaIlIMX 3KcrnepuMeHTax. Heoxu-
ITaHHBIM OKa3aJoCh TO, YTO 0OpaboTKa KaTajia3oif,
KOTOpasi pa3pylaeT NepeKnch BOAOPOaa, TAKKE IPU-
BOIMJIA K YBEJIMUEHUIO pa3MepoB rajo. OmHaKo HeoO-
XOOVMO IIPUHSATH BO BHMUMAaHNE M3BECTHHIE JAaHHBIE
00 aKTMBallMM KaTaja3bl KaJblIMN-KaJbMOIYINHO-
Boii cucteMoii (Yang, Poovaiah, 2002). Eciu momo6-
Hasl CBsI3Ka aKTyaJbHa B UCCIIEIyeMOil HaMU MOJIEIb-
HOM cucTeMe, modaBieHre 0JIOKaTopa KaJbIIs 1 BbI-
3BaHHOE€ WM CHIDKEHME aKTUBHOCTU 3HIOTCHHOM
KaTajasbl JOJDKHO YMEHBIIATh pa3Mephbl Tajo, a JI0-
OaBjieHUEe caMOoTro (hepMeHTa — YBEIUUMBATh pa3Mephbl
rajo, YTO COOTBETCTBYET pe3yJibTaTaM 3KCIIepUMEHTa.
M3BecTHO, UYTO 3KCHPECCUIO TeHa KaTaja3bl HabJIto-
Ianu 1pu obpadoTKe MepeKuchio Bomopoaa (Xing
et al., 2008). B aToM ciydyae MMEHHO 3TOT (pepMEHT
MOXKET OBITh OTBETCTBEHEH 3a ITOSIBJICHUE Tajio 00Ib-
X pa3ME€poOB BO BCEX TEX BaprMaHTaX, B KOTOPLIX 3TO
MPOMCXOIUIIO, TIOCKOJIbKY AeiicTBue 3-amuHo-1,2,4-
Tpua3ojia OIMOCPENOBAaHO IIEPEeKMChIO BOAOpOAA M,
clieqoBaTesIbHO, 3-aMUHO-1,2,4-Tpra3oa Takke CITo-
COO0EH WHIOYLIMPOBaTh AKTUOKCUIAHTHYIO 3alllUTYy,
BKJIIOYas U yBeJIMUEHNE aKTUBHOCTHU KaTaia3bl. B co-
[JIACUM C TIPEIIOXKEHHBIM MEXaHM3MOM BO3MOXKHOE
YMEHBIIIEeHHE TeHepalii aKTUBHBIX (DOPM KHCIOpoIa
B IIPUCYTCTBUM IN(HESHUIICHNOIOHNYMAa HUKAaK HEe MO-
XKET yBeIMYMBATh aKTUBHOCTh KaTajia3bl 1, COOTBET-
CTBEHHO, pa3MephbI TaJI0, YTO ¥ OOHAPYKEHO B 3KCIIEPU -
MeHTe. MOXHO IIPEAIIOI0XKUTh, YTO TOYKM ITPUJIOKE-
HUSI ”THTUOUTOPHBIX CBOMCTB OMCUHIOIMAIEMMUIA 1
3-n300yTWII- | -METUIKCAaHTUHA, HaJAeK OT CUCTEMEI
peryJisiliuM aKTUBHOCTU KaTajiazbl. MIX Mcrnoib3oBa-
HY€ He 0Ka3aJio BIMSHUS Ha BeJMYUHY rajgo. Koneu-
HO, 3TO HE IIPEIISITCTBYET BO3MOXHOMY UX BIIMSTHUIO
Ha Jpyrue Mpolecchl, K KOTOPbIM YYBCTBUTEIbHO
pa3Butue B. graminis.

Jlonst KOHTAaKTOB pacTeHusl ¢ MHQEKINOHHBIMU
CTPYKTypaMM IIaTOT€Ha, KOTOpPble MMEIMN pPe3yJbTa-
TOM MOSIBJICHHWE IUTAIOIIMX CTPYKTYyp IIaTOreéHa —
rayCTOpUi, SIBISIETCSI OYEBUIHOUN OLIEHKOM BEJIWYM-
HBl YCTOMYMBOCTU (WX BOCIIpUMMYMBOCTU). B Ha-
IIUX SKCIIEpUMEHTaX Bce 00pabOTKM B TOI MM MHOM
Mepe, TOCTOBEPHO WJIM B BUIEC TEHACHLUU CHUXXAJIU
YHMCJIO TayCTOpUIi MO cpaBHEHUIO ¢ KoHTpoJieM. [1pu
3TOM B 2-X BapuaHTax (o6paborka 3-amuHO-1,2,4-
TPUA30JIOM ¥ HUTPATOM JIaHTaHA) C HAMOOJBIIIUM I10

MUKOJOI'A U ®PUTOIIATOJIOTUA

BEJIMYMHE CHIDKEHHEM YaCTOTHI TayCTOPU pa3BUTUS
KOJIOHU He HaOJIIogaIu BOBCE.

COBOKYMMHOCTb NMPUBEAECHHBIX BbIIIE JUTEPATyp-
HBIX JaHHBIX O Pa3BUTUM B. graminis naeT BO3MOX-
HOCTb Ha OCHOBaHUM, KaK MPaBU0, KOCBEHHBIX TaH-
HBIX TI0Jlarath, YTO pa3Mephl rajio, JJrHa anmnpecco-
pUaJIbHOU TPYOKM M TaKMe€ OCOOEHHOCTH rajio, Kak
CJIOXKHAas CTPYKTYypa € TOTIOJTHUTEIbHBIMU KOJIbIIAMU,
MOTYT OBbITh CBSI3aHbI C TIPOTEKAHUEM 3alIUTHBIX pe-
akuuii. B Hamwmx wucciienoBaHUSIX Hallla TOATBEp-
XKIeHUE TOJIbKO B3aMMOCBSI3b MEXIYy pa3MepaMu ra-
JIO, acCOLIMUPOBAHHBIX C TayCTOPUSAMM, U UYUCIOM
rayctopuii. [Ipu 3ToM B3aMMOCBSI31 MEXIY TTpOTeKa-
HUEM 3alllMTHBIX peakUuMuili u pasMepaMu OOJbIIOTO
raJjio, JJWHBI aIllIpPeccoprUaIbHON TPYOKM WIJIN IOJCH
CJIOXKHBIX TaJlo C KOJIbILIEBOW 30HAJIBLHOCTBHIO OoJsiee
CJIOKHBI 1 TPEOYIOT OoJiee ITyOOKUX UCCIEAOBaHUIA.

Takum 06pa3oM, U3ydeHue pa3MePOB 1 CTPYKTYPbI
rajo TMpeAcTaBisieT 3HAYUTEIbHBIM WHTEpecC, I0-
CKOJIBKY OHM MOTYT HECTM BaxXKHYI0 MHMOpMALIUIO O
npolieccax, B T.4U. 3alIUTHBIX peaKUsIX, IPOUCXOIs-
LIUX HETIOCPEICTBEHHO B 30HE KOHTaKTa pacTeHUs U
ImaToreHa. nOﬂyquHbIe JaHHBIC CBUACTCIIBCTBYIOT O
MOTEHMAIbHOW BO3MOXXHOCTU UX MCITOJIb30BaHUS B
KauyecTBe HOBBIX MapaMeTpPOB JUATHOCTUKU COCTOSI-
HUSA ITaTOCUCTEMBI B TECTAX HA yCTOﬁ‘lVIBOCTb B CCJICK-
LIMOHHOI paboTe U MPU TTOUCKE COEAUHEHU I C UMMY-
HOMOJYJIUPYIOILe#t aKTUBHOCTBIO.

Pabora BeImonHeHa B pamkax roc3amanust I'bC
PAH Ne 118021490111-5.
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The Effect of Metabolic Inhibitors on the Size and Structure of Halos Induced
by the Powdery Mildew Pathogen Blumeria graminis f. sp. tritici on Wheat Leaves

A. V. Babosha** and T. V. Avetisyan”

¢ N.V. Tsitsin Main Botanical Garden of the Russian Academy of Sciences, Moscow, Russia
#e-mail: phimmunitet@yandex.ru

Halo is a concentric zone (5—50 um) of the altered surface of the leaf epidermis of wheat around the site of pen-
etration of the causative agent of powdery mildew Blumeria graminis. Halo variability was studied in the control
and after treatment with metabolic inhibitors (3-amino-1,2,4-triazole, bisindole-maleimide hydrochloride, di-
phenyleniodionium chloride, 3-isobutyl-1-methylxanthine, catalase, lanthanum nitrate). After amido black was
staining, the epidermis fragments were observed as monochromatic circular blue, or bicolor red and blue struc-
tures, or as a system of several purple-red, blue, or slightly colored rings. All treatments contributed to a signifi-
cant reduction in the rate successful penetration of the pathogen into plant cells with the formation of haustoria,
the marker of susceptibility at the tissue level in this pathosystem. Halo sizes were increased by treating with
3-amino-1,2,4-triazole, a peroxidase and catalase inhibitor, and also by treating catalase, an enzyme that de-
grades hydrogen peroxide. Treatment with lanthanum nitrate, which blocks calcium channels, led to a significant
decrease in the halo diameter. Halo associated with haustoria, were 1.5 times smaller compared with those ob-
served in the absence of successful development of the pathogen. The correlation between the sizes of such halos
and the frequency of haustoria occurrences is shown for the first time. The average sizes of paired large and small
halos for each variant, as well as the average distances between them, reliably correlated with each other and
weakly correlated with the number of haustoria. The data obtained indicate the possibility to use some halo pa-
rameters in the diagnosis of the local viability of individual infectious units of B. graminis, as well as in tests for
the resistance of wheat plants to powdery mildew.

Keywords: 3-amino-1,2,4-triazole, Blumeria graminis, catalase, halo, haustorium, lanthanum nitrate, wheat

MUKOJIOIUA U GUTOIIATOJIOTHUA  tom 54  Ne 3 2020




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


