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ITAITAX ®OPMHUPOBAHUA BOBOBO-PU30BUAJIBHOI'O CUMBHUO3A
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BJIMAHUE KIIYBEHBKOBBIX U ITATOI'EHHbIX BAKTEPI/II?IU
HA UTBSMEHEHUE KOMITIOHEHTOB AJEHUJIATHHUKJIAZSHOU
CUTI'HAJIBHOU CUCTEMBI B KOPHAX I'OPOXA HA HAYAJIBHBIX

HNmenko A.A.

B crarbe u3yueHa qUHAaMKMKa aKTUBHOCTH PACTBOPUMON M TpaHcMeMOpaHHOU (opMm aneHmnarimknassl (pAl]
u TALl), a Takke HUKINIECKOro afieHo3MHMOoHO(ochara (HAM®) B KOPHSIX ITHOIMPOBAHHBIX JBYXCYTOYHBIX IIPO-
POCTKOB Topoxa Pisum sativim L. npi B3aWMOACHCTBUH C MATOTCHHBIMH U KITyOCHBKOBBIMU OaKTepHsaMu d(HeKTuB-
HOTO U Hed(h()EeKTHBHOTO IPOM3BOICTBEHHOTO IITAMMOB. B KpaTKOCPOUHBIX OIBITaxX (B TeUeHHE | daca ¢ HHTepBaIOM
B 10 MHHYT) OOHApY>KEeH SHJOTCHHBIH PUTM H3MEHEHHUsI KOHLIEHTPALMHU [IMKJIMYECKOro aJleHO3NHMOHO(ochaTa B TKa-
HSIX KOPHS IPOPOCTKOB TOPOXA, XapaKTEPH3YIOMIUICSA BO BPEMEHHOH JUHAMUKE yBEIMUCHHEM M CHIDKCHHEM YPOBHS
DAM®, KOoTOpBIi NOJBEPIKEH BIMSIHHIO YK30TeHHBIX (DaKTOPOB OHOTHYECKON (CHMOMOHT, aToreH) npupoxsl. [1oxo6-
HbIe UIyKTyaluy TaKKe ObLIH OOHAPYKCHBI IIPH U3YYCHUH AMHAMHUKH aKTHBHOCTU PACTBOPUMOIT U TPaHCMEMOpPaH-
HOIf opM aJeHNUIATIUKIA3E] IO BIISTHAEM TeX jke OHoTHueckux (akropos. IIpenmomaraercs, 4ro HaOMOnaeMbIe
9 eKTHI CBA3aHBI C BIMSHUEM Ha PACTEHHUE ONPE/EICHHBIX K30MeTa0oInToB Rhizobium leguminosarum bv. viceae
(cumbuoHT) U Pseudomonas syringae pv. pisi (I1aTorex), KOTOpble aKTUBUPYIOT BPOKICHHBI UIMMYHHUTET 6000BOTO
pactenust. IIpy 5ToM pasimyHas IUHAMEKA W3MEHEHUS M3y4aeMbIX KOMIIOHCHTOB CHI'HAJIBHOW CHCTEMBI PacTEHHUS-
XO035MHA Ha HavaJbHbIX JTalaX B3aUMOJCHUCTBUS ¢ CUMOMOTHUECKHMH U MATOI€HHBIMU MHUKPOOPTaHHM3MaMHU HMEET,
BEPOATHO, PA3IUIHYIO (DYHKIHUIO: IPH CHMOHO03€ PETYIATOPHYIO, a IIPU [ATOTeHe3e — 3aIUTHYIO.

Kurouesble ciioBa: Pisum sativum L., aleHUIaTUHKIIA32, TUKJIHYECKUii afeHo3uHMOHOpochaT, GuoTnyeckuii crpecce,

CHI'HAJIbHbIC CHCTEMbI

INFLUENCE OF STEMEN AND PATHOGENIC BACTERIA ON CHANGE
OF THE COMPONENTS OF THE ADENYLYL CYCLASE SIGNAL SYSTEM
IN THE PEA ROOTS AT THE INITIAL STAGES OF THE FORMATION
OF BEAN-RHIZOBIAL SYMBIOSIS

Ishchenko A.A.
Siberian Institute of Plant Physiology and Biochemistry, Irkutsk, e-mail: aspt25@yandex.ru

We studied the dynamics of the activity of soluble and transmembrane forms of adenylate cyclase (pAC and
tAC), as well as cyclic adenosine monophosphate (cAMP) in the roots of etiolated two-day-old seedlings of pea Pisum
sativim L. when interacting with pathogenic and nodule bacteria of effective and ineffective production strains. In
short-term experiments (within an hour with an interval of 10 minutes), an endogenous rhythm of a change in the
concentration of cyclic adenosine monophosphate in the tissues of the root of pea seedlings was found, characterized
in time dynamics by an increase and decrease in the level of cAMP and which is subject to the influence of exogenous
biotic factors (symbiont, pathogen) in nature. Similar fluctuations were also found when studying the dynamics of the
activity of the soluble and transmembrane forms of adenylate cyclase under the influence of the same biotic factors.
It is assumed that the observed effects are obviously related to the effect on the plant of certain exometebolites of
Rhizobium leguminosarum bv. viceae (symbiont) and Pseudomonas syringae pv. pisi (pathogen), which activate the
innate immunity of a legume plant. Moreover, the different dynamics of changes in the studied components of the signal
system of the host plant at the initial stages of interaction with symbiotic and pathogenic microorganisms probably has
a different function: regulatory in case of symbiosis, and protective in case of pathogenesis.

Keywords: Pisum sativum L., adenylate cyclase, cyclic adenosine monophosphate, biotic stress, signaling systems

[larorennsle 1 CUMOMOTHYECKHE B3aUMO-
JEHCTBUS PaCTEHHIA C Pa3IMYHBIMU TPYITIAMHU
MHKPOOPTaHU3MOB YaCTO BCTPEYAIOTCS B TIPH-
poze 1 Bo MHOTOM CX0KH. OHM OCHOBBIBAIOTCS
Ha MOAaBJICHUN WJIN NPCOMOJICHHUU 3allIUTHBIX
MEXaHM3MOB pAacCTEHHH, YTO CIIOCOOCTBYET
yCHELHON KOJIOHU3aUH UX KiIeToK. PacTeHus
CIIOCOOHBI pearupoBaTh Ha pPa3IMYHBIC CHT-
HaJbl U3 BHEITHEH CPeJbl, MPUCTIOCA0INBASCh
K HAM TIPH TIOMOIITY TEHETHYECKOTO armapara.
B cBoto ouepens Oakrepuu, B3aMMOJCHCTBYSI
C pacTeHHEeM-XO3SMHOM, CIIOCOOHBI CO3/1aBaTh
Uit cebst OnmaronpusiTHbIe yciioBus. B nure-
parype UMErOTCS JaHHbIe O TOM, YTO OJIHUM
Y3 MEXaHM3MOB 3allyCKa CHTHAJBHBIX peak-
LMK y pacTeHU SIBJISIETCA aJleHUIIATIIUKIIa3Has

CUTHAJIbHAsl CHCTEMa, KOTHa I0J BIMSHUEM
Pa3InUHBIX OMOTHYECKHX (HaKTOPOB aKTHBU-
pyercs TpaHcMeMOpaHHasi aJeHWJIATLHKIIA3,
YTO BBI3BIBAET PE3KOE U KPATKOBPEMEHHOE
YBEJMUEHHUE YPOBHS IIUKIMUYECKOTO a/ICHO3HH-
MoHodocdara [1, 2].

Lenbio HacToswIel pabOTHI OBLIO B KPATKO-
CPOYHBIX OIBITaX W3YyYUTH BIMSHUE KIyOCHB-
KOBBIX M [TaTOTEHHBIX OaKTepHUil Ha OTAEIIbHbIC
KOMIIOHEHTBl aJCHUIATIMKIA3HON CHUTHAJIb-
Hoii cuctemsl (MAM®, pALl u TALY).

MarepuaJjbl 1 METOAbI HCCIETOBAHUS

HccnenoBanus MpoBOIWIIM Ha MPOPOCTKAX
ropoxa (Pisum sativum L.) copta PoHno, BbI-
palleHHbIX B TEpMOCTare IpU TeMIepaType
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22°C, y KOTOpBIX B TEUEHHE Yaca C UHTEPBAJIOM
B 10 MunyT onpenenanu conep:xkanue tAMO,
a TaKk)Ke aKTHBHOCTh PAacTBOPUMOW W TpaHC-
MeMOpaHHOUW (opM aJeHHUIATIIMKIA3eL. B Ka-
YeCcTBE KOHTPOJISI TPUMEHSITH HYJIEBOM OTPE30K
BpeMeHH. [l11 SKCIepHMEHTOB HCIIOIB30BAIIH
pacTeHus, BbIpallleHHbIE HA BoAe 0€3 MHOKY-
JISIMW, a TAK)KEe WHOKYJIMPOBAaHHBIC KITyOCHb-
KOBBIMH ¥ TIATOTEHHBIMU OaktepusaMu. Jlis
WHOKYJISIIIAM WCTIONB30BAI 2 IITaMMa OakTe-
pusmu Rhizobium leguminosarum bv. viceae:
s dexTuBHbId  npou3BoAcTBeHHBIH  (CIAM
1022), KOTOpBIA XapaKTepHU3yeTCsl YMEpPEHHOM
CIOCOOHOCTBIO TPOHMKATh B KOPHH pacTe-
HU, 00pa3ys MpHu STOM pa3BUTHIE KITyOCHBKH,
(ukcupyromme a3or; Hed(phEeKTUBHBIN MTPOu3-
BonctBeHHBIH (CIAM 1064), oTmudaromuiics
0osiee arpeCCUBHON CIIOCOOHOCTRHIO KOJIOHU3U-
pOBaTh KOPHEBYIO CHUCTEMY PACTEHUA-XO35MHA,
YTO Ha 3aKJIIOYUTEIBHOM 3Tare (GOpMHUPOBAHUS
0000BO-pH300HATEHOTO CUMOMO03a TPUBOIUT
K 00pa30oBaHMUIO OOJBIIOTO YHCIIA HEIopas-
BHUTHIX KITyOCHBKOB, HE CITOCOOHBIX K A(deK-
TUBHOH a3oTdukcanuu; ¥ 1 mramMMm maroreHa
ropoxa Pseudomonas syringae pv. pisi, BbI3bI-
BaroIHH OaKTepUATLHBIN OXKOT.

AKTHBHOCTh KOMITOHEHTOB aJICHHJIATIIN-
KJIQ3HOW CHUTHAJbHOW CHCTEMBbI OIpeaess-
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JM 10 METONy, OCHOBaHHOMY Ha pabote [3].
Jnst 5T0r0 KOpHH (PUKCUPOBAIM B KHIKOM
a30Te ¥ TOMOTCHH3HMPOBAIM B CpEAe BHIJe-
nenus1, comepxkameir 0,02 M docdarnbrit
oydep, pH 7,2; 0,1 MM Teodmmmua; 1 MM
JUTHOTPenTO; 50 MKI/MIT (DSHHIIMETHIICYITb-
¢donmndropun; 50 MKr/MI THAPOKCHMEPKY-
puitbenszoar; 1 MKr/miu neinentuH. 3areMm
roMoreHat IeHTpudyrupoanu 20 MHUH MpHU
16 000 g («Allegra 64 R»). [lomyueHHsli cy-
MepHaTaHT HeHTpudyrupoBansn 90 MuUH TpHU
105 000 g («Sorvall Discovery 90 SE»). Ilo-
JY4EeHHBIH 0CaI0K PEeCyCIeHIUPOBAIIH 1 OIpe-
JIeNISUIA B HEM aKTHBHOCTH TPaHCMeMOpaHHOH
ageHunariukiasel (TALL), a B cynepHaranre —
aKTUBHOCTHh PAacTBOPHMOI aJIeHMIATIIHKIIA3E
(pALl) ¥ KOHIICHTPAIHMIO ITUKIUICCKOTO aje-
Ho3uHMOHO(Dochara (HAM®D). AKTHBHOCTB
aJICHUJIATIIMKIIa3 OLEHHUBAIM IO KOHIIEHTpa-
i TAMO® B nipobe B niepecuere Ha 1 mr Oen-
ka. Konnentpauuio tAM® onpenensiu uM-
myHO(pepmeHTHHIM aHanm3oM (ELISA). benok
ompenensim o metoay bpandopna.

OKCIIepUMEHTHI MPOBOIMIM B 3 HE3aBU-
CHUMBIX MOBTOpeHHsX. Jls mydinero Bocmpu-
ATHUS PE3yJbTaThl PEACTABICHBI B POLIEHTAX
OT KOHTpoIs. J[OCTOBEPHOCTh pa3inuyuii ore-
HUBAHA 110 KpuTeputo CThIONEHTA.
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Puc. 1. Qunamuxa yposns yAM® 6 kopuax npopocmios 2opoxa: A) svipaujenuvix na 6ooe;

b) unoxynuposannvix Rhizobium leguminosarum bv. viceae (CIAM 1022); B) unoxynuposanuvix
Rhizobium leguminosarum bv. viceae (CIAM 1064) u I') 3apascennvix Pseudomonas syringae pv. pisi.
IHpumeuanue. * — paznuuust docmosephvt npu p > 0,95; ** — paznuuus docmoseprvl npu p > 0,99;
*E* — pasnuuust docmosepuvl npu p > 0,999, ne nomeuennvle « *» — paziuuus He 00OCMOBEPHbI

MEXIYHAPOJIHBIN XXYPHAJI ITPMKJIA THBIX
U ®YHIAMEHTAJIbHBIX UCCIIEJJOBAHUIT Ne6, 2020
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Pe3yabTathl Hccjie0BaHus
U UX o0Cy:KIeHne

[Ipu BbIpanIMBaHUKM TPOPOCTKOB TOpOXa
Ha BoJie HaOIoany CHIKeHHE YpoBHSI TAM®
Ha TPOTSHKECHUH BCETO IKCIICPUMEHTA B CPEII-
HeM Ha 35-40% (puc. 1, A).

[Ipu nobGaBneHwm B cpeay WHKyOaluu
KIIyOCHBKOBEIX  OakTepuii  3(PPeKTUBHOTO
npousBosacTBeHHOro mramma (CIAM 1022)
SIPKO  BBIPAKCHHBIX HM3MCHECHUH B KOHIICH-
tpatmu TAM® He HaOmonanock (puc. 1, b).
B cBoro ouepens Ha (hoHE WHOKYISAIIUU HE-
3 (PEKTUBHBIM  TTPOW3BOJACTBEHHBIM  IITaM-
MoM Rhizobium leguminosarum bv. viceae
(CIAM 1064) B nmepuoxn 30-50 muHyT mpO-
HCXOWJIO 3HAYUTENBHOE YBEIMYCHHE YPOBHSI
HAM® (ua 70%) (puc. 1, B). [1pu 3apaxenuun
Pseudomonas syringae pv. pisi TAM® ocra-
BaJICsl Ha yPOBHE KOHTPOJIS, 32 HCKIFOYEHUEM
nepuona 20 MHHYT, KOTIa HAONIOMAIoCch €ro
yBenmuenue Ha 30 % (puc. 1, I).

W3 nurtepaTypbl H3BECTHO, YTO yBEIUYE-
HUE KOHIeHTpauun HTAM® BHYTpH KIETOK
MpU CTpecce HOCHUT B3allUTHBIM XapakTep
M CIIOCOOCTBYET aKTHUBAIMU COOTBETCTBYIO-
IIUX 3aIATHBIX peakmuii [2]. B cBs3n ¢ aTIIM
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MOBBIIIIEHUE KOHIIeHTparuu TAM® nox Biu-
ssTHUEM Hed(PPEKTUBHOIO IITaMMa pU300uit
BIIOJIHE JIOTHYHO W SIBIISIETCS MEXaHU3MOM,
MIPEIOTBPAIIAIOIAM H30BITOYHYIO0 KOJIOHU3a-
[MI0 KOPHEBOW CHUCTEMBI PACTCHHSI-XO35SHHA.
[Honmxennsiit ypoBenb TAM® npu HHOKY-
asiuH 9(QQEeKTUBHBIM IITaMMOM KITyOSHBKO-
BbIX OaKTepui, BO3MOXKHO, TAK)KE BBITTOJIHSCT
PeTYNSATOpHYO (YHKIUIO, IOCKOJIBKY YMEHb-
menue HAM® B KkileTKe HE NMPUBOJIMUT K 3a-
MMyCKy 3allUTHBIX pEaKIHid W IO03BOJISIET
pU300MSAM KOJOHWU3MPOBATh KIETKH KOPHS.
OTHOCHUTENBLHO B3auMOIeHCTBUs ¢ PS MOKHO
roJiarath, 4TO MOHMKEHHBIN ypoBeHbh TAM®D
CBUJICTEILCTBYET O CTEIEHH BUPYJICHTHO-
CTH TIATOTEHA.

Tak Kak OCHOBHBIM MCTOYHHUKOM ITUKIIHYE-
CKOTO aJICHO3UHMOHO(oOC]ara sBISCTCS ajie-
HWIATIMKIa3a, B JAJIbHEHIINX HCCIIEIOBaHUSA
H3y4yalld HE TOJIBKO ypoBeHb UAM®, HO U ak-
TUBHOCTh CHHTE3UPYIOIIUX €ro (QepMEeHTOB
(tALL 1 pAL).

M3yunuB aKTHBHOCTH TpaHCMEMOpaHHOM
aneHmatiukiasel (TALL), MOXHO ckas3arh, 4TO
BO BCEX BapHaHTax HaOIIoAaiach TEHACHIHS
K YBEJIMUYCHHUIO aKTUBHOCTH M3y4aeMoro ¢ep-
MeHTa K 60 MuHyTaM (puc. 2).

250

*
200 I
5 150
4
£
5 100 §
50
0 T T T 1
0 (koHTpons) 10 20 30 40 50 60
MUH
300
*
250 )
4 /
200
5
R
a‘- 150
100
* o
50

0 T d
0 (kouTpons) 10 20 30 40 50 60

iy

Puc. 2. Jlunamuxa axmusnocmu mAL] 6 kopusax npopocmios copoxa: A) evipaujenHvlx Ha 800e;

b) unokynuposannvix Rhizobium leguminosarum bv. viceae (CIAM 1022); B) unokynupoganmvix
Rhizobium leguminosarum bv. viceae (CIAM 1064) u I') 3apasicennvix Pseudomonas syringae pv. pisi.
Tpumeuanue. * — paznuyus 0ocmosepnvl npu p > 0,95, ** — pasnuuus docmosepnol npu p > 0,99;
*H%* _ paznuuust docmosepuvi npu p > 0,999; He nomeuennvle « *» — paziuuus He 00CMOBEPHbL
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Puc. 3. Juuamuxa akmusnocmu pALl 6 kopHax npopocmkos eopoxa: A) 8bipaujeHHbIX HA 800e;

b) unokynuposannuvix Rhizobium leguminosarum bv. viceae (CIAM 1022); B) unokynupogaHHvix
Rhizobium leguminosarum bv. viceae (CIAM 1064) u I') 3apasicennvix Pseudomonas syringae pv. pisi.
Tpumeuanue. * — paznuuus docmogepuvl npu p > 0,95; ** — pasnuuus docmosgepusi npu p > 0,99,
*EX — pasnuuus docmogepnvl npu p > 0,999, ne nomeuennvie « *» — paziuyus He 00CMOBePHbL

Hawnbomnbmiee yBenmudeHne OBUTIO BBI3BAHO
HEA(PPEKTUBHBIM  IITAMMOM  KJIYOCHBKOBBIX
Oakrepuii (650 %) (puc. 2, B), B ocTanbHbIX ke
BapHaHTaX U3MEHECHUE aKTUBHOCTH COCTaBUIIO
100-150%.

B JnuHamuke pacTBOpUMOM ajieHUJIaT-
nukia3el (pAll) B HOpMe Takxke omperese-
Hbl PUTMUYHBIC HU3MCHCHUA, KOTOPLIC IPO-
ABJSAJIACH B YBCIIMYCHUU AKTUBHOCTH 4Y€PE3
20 u 40 munyT (Ha 127 % u 386 % cooTBeT-
CTBEHHO) W CHWKEHUU €€ JO yPOBHS HHUXKE
KOHTpoJabHOro uepes 30 u 50 munyt Ha 50 %
B oboux ciyuasx (puc. 3, A). Kak n B 3kc-
nepumente ¢ TAILl, aktuBHocTh pALl mpu
B3aI/IMOI[eI\/'ICTBI/II/I C IMaTOTCHOM IIpaKTHU4e-
CKM coBmajgana ¢ koHtposnem (puc.3, D).
Haubonpme pasznuuus HaOMOAANHCH TPHU
WHOKYIISIITUN KIIYOCHBKOBBIMU OaKTEepUSIMHU.
Tak, npu B3auMoaeiicTBUH ¢ d(PPEKTUBHBIM
mTaMMOM pu3o0uii mpeoOnagana TEHIEH-
LMs K YBEJIMYEHUIO akTUBHOCTH pALl, koTo-
pas K KOHIIy 3KCIIEPUMEHTa BBIPOCIA I0Y-
™™ Ha 350% (puc. 3, b). Headdexrupusrit
IITaMM B CBOIO OY€peb BBI3BIBAII CHIKCHUE
aKTUBHOCTHU B WHTepBajie oT 20 1o 40 MuUHYT
(1a 50 %) (puc. 3, B).

OCHOBBIBasICh Ha JIAHHBIX JIUTEPATypHI,
MOXKHO CKa3aTh, YTO paclo3HaBaHHE MHKpPO-
CUMOHMOHTa MPOUCXOOUT C ydacTueM LysM-
PELENTOPHBIX ~ KMHA3  PacTEHUs-XO35MHA,
KOTOpBIE BOCIIPUHUMAIOT CUTHAIIBI OT 3K30Me-
Ta0OJIMTOB MHUKPOOPTAaHM3MOB, B YaCTHOCTH
sK3omonucaxapuaoB U Nod-pakTopos, M03BO-
TSI CUTHAJIBHBIM CHCTEMaM pacTeHUsl pearu-
poBath Ha OMoTHYecKue Bo3aelicTus [ 1, 4, 5].
Tak, ajeHUIATUUKIAa3HAs CHTHAJIbHAs CUCTE-
Ma, M3MEHsSs aKTHBHOCTh TpaHCMeMOpaHHOM
aJICHUJIATIIUKIIa3bl — OCHOBHOTO HCTOYHHKA
TAMO®, perymupyeT MeTabOIMYecKHue peak-
IIUU pacTeHus MpU OMOTHYECKHUX cTpeccax [6].

TpynHee OOBSICHUTH aKTHBHOCTH PAL]
B KJIETKax KOpHS ropoxa. Tak Kak gaHHas
dopma depmeHTa y pacTeHHi (HYHKIIHOHU-
pYeT BO BHYTPHKIETOYHBIX KOMITAPTMEHTaX,
MOYKHO TIPEOJIOKHUTh, YTO PEerylsius ee
AKTUBHOCTH OCYIIECTBIAETCS IOCPEICTBOM
BHYTPUKJIETOUHOTO KajlblUsi, MO aHaJOTHUU
¢ MJICKOMUTAOmuUMH [2].

W3BeCTHO, YTO CHTHAIBHBIE MOJEKYIBI
y pacteHnid (YHKIIMOHUPYIOT B3aMMOCBS-
3aHHO, Ha OCHOBE YEro MX MO)XHO O0O0Bean-
HUTh B CHUTHAJBHYIO CeTh [7]. B oTmempHBIX

MEXIYHAPOIHBIN )KYPHAJ TTPUKJIAIHBIX
1 ®VHJAMEHTAJIBHBIX UICCIEJOBAHUI Ne6, 2020
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paboTax yKa3bIBaeTCs, UTO Y PACTCHHM MOX
BIUSHUEM OWOTUYECKUX CTPECCOB HCTOYHHU-
KOM MEpPBUYHBIX CUTHANOB sBisgeTcss HTAMO,
MOCKOJIBKY JOKa3aHO, 4YTO IIO0J BJIUSHUEM
OaKTepHaNbHBIX OJJIHCUTOPOB B PACTEHHUSAX
MOBBIMIACTCS KOHIEHTpamusi TAM®, compo-
BOXKJIAIOIIASICS M3MEHEHUSIMU B KOHIICHTPAIIU-
X BHyTpukieTouHoro Ca?‘, KOTOpbIi B CBOIO
ouepellb MOXKET BIMSTh HA YPOBEHb OKCHIA
azota [6]. IloaTromy B manbHEHIIMX HCCIEAO-
BaHUAX HMHTEPECHO OyAeT HM3Y4YUTh BIHSHUE
3K30reHHOro NAM® Ha UHTEHCUBHOCTH (Biy-
OpECIEHIIMH OKCHJIa a30Ta B HOpME U Ha (hoHE
B3aMMOJICHCTBUSL C KIyOCHHKOBBIMH U I1aTO-
TeHHBIMH OaKTepUsSMHU.

3akjoueHue

Takum oOpazoM, 1O pe3yjibTaraM Hc-
CJIEZIOBAHUN MOXKHO OTMETHUThH CIICAYIOIHUE
3aKOHOMEPHOCTH.

1. ITox BausHUEM CUMOMOTHYECKUX W IIa-
TOTEHHBIX OaKTepuil y MPOPOCTKOB TOpOXa
O0OHapyXeHbl BHYTPUKJIECTOUHBIC KOJICOaHUS
B YPOBHE LMKJIMYECKOIO aJ€HO3MHMOHO]OC-
(ara ¥ aKTUBHOCTH DPACTBOPUMOM U TpaHC-
MeMOpaHHO! (HOpM a/IeHUIIATIINKIIA3HI.

2. MOXHO TIpENON0KUTh, YTO BBILICOTIH-
CaHHbIE W3MEHEHUS OTJENIbHBIX KOMIOHEHTOB
a/ICHWJIATLUKIA3HOW CUTHAJIBHOW CHUCTEMBI
pactenns-xo3suHa (TALL, pALl 1 TAM®) mo-
I'YyT MCHOJIBb30BAaThCsl PACTEHUAMHU B KaueCTBE
KOJIa /IS TIepeiadyr CUTHAJIa O B3aUMO/ICHCTBY-
ro1eM Qakrope.

Paboma evinonnena npu  noodoepoicke
Poccuiickoeo ¢ponoa ¢gynoamenmanvuoix uc-
cnedosanuti (monooedxcuwii epanm Ne 18-34-
00221 mon_a).
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