TTOYBOBEJIEHHUE, 2020, Ne 5, c. 590—600

BNOJIOTUA 1104YB

YIIK 631.46

JNHAMMUKA MUKPOBHBIX COOBHIECTB ITOYBbI
B PASJIMYHBIX TUAITASOHAX BPEMEHMU (OB30P)

©2020r. T.W. Yepnos* > *, A. JI. ZKenezopa®*
4Jlousennsiii uncmumym um. B.B. Jlokyuaesa, Ilvincesckuii nep., 7, Mockea, 119017 Poccus
bMIY um. M.B. Jlomonocosa, Jlenunckue eoput, 1, Mockea, 119991 Poccus
*e-mail: chern-off@mail.ru

TMoctynuna B pegakiuio 04.07.2019 r.
IMocne nopa6otku 13.09.2019 r.
IMpunsara x myonukauwu 27.12.2019 .

Haunb6onee 6bicTpble MI3BMEHEHMSI, BbI3BAaHHBIE KOJIEOAHUSIMM TEMITEPATYPhl M BAAXKHOCTH TTOYBBI WJIM T1O-
CTYIIJIEHEM CBEXETrO OPraHMYEeCKOro BEeIIeCTBa, MPOUCXOISIT B TeUEHUE HECKOJILKUX YacOB WU JHEH U
KacaroTcsl B OCHOBHOM aKTMBHOCTH MUKpOOpraHn3MoB. Ce30HHasl AMHaAMUKA BbI3bIBA€TCSI TONOBBIMU Ba-
pHUalUSIMU TeEMIIEpaTypbl U KOJWYECTBA OCAIKOB, KOTOPbIE BIUSIOT Ha MUKPOOHOE COOOIIECTBO IPSIMO
WX KOCBEHHO, Yepe3 PeTyJIsainIo XKU3HU pacTeHUuil. buoMacca MUKpOOPraHU3MOB U3MEHSIETCSI B TEUSHHE
rozia Ha I€CSATKM U COTHU MPOLIEHTOB, YTO HEOOXOIMMO YUYUTHIBATH ITPU 0TOOpE 00pa3iioB. MHOTOJIETHASIS
MTMHAMWKa MUKPOOHBIX COOOIIIECTB B Mpoliecce MEPBUYHBIX WIM BTOPUYHBIX CYKIIECCUI COMTPOBOXKIAETCS
yBeJIMYEHUEM OOIIIe MUKPOOHOI OMOMAacChl U COOTHOIIIEHUS TPUObI/0aKTepUM, a TAKXKEe U3MEHEHUEM CO-
craBa coobuiecTB. OCHOBHBIMU (haKTOpaMU MHOTOJIETHE TUHAMUKY SIBJISIIOTCS] HAKOTIJIEHUE TOYBEHHOTO
OpraHMYeCcKOro BeleCTBa, pacTUTENIbHbIC cyKlieccur U uaMeHenue pH. Haubosee nnutenbHbie M3MeHe-
HUSI MUKPOOHBIX COOOLLIECTB MOYBBI CBSI3aHbI C UBMEHEHHEM OuoKInMaTuieckux yciaoBuit. Mudopmanus
0 MUKPOOHBIX COODIIIECTBAX TTOYB MPOIIJIOrO MOXET ObITh TTOJTydyeHa MpUu U3y4YeHUU MTOrpeOeHHBIX U MHO-
rojeTHeMep3JbIX Mo4YB. MccienoBaHue Oyaylinx U3MEHEHU MUKPOOHBIX COOOIIECTB MOYBBI BO3MOXHO B
9KCIIEPUMEHTaX C UCKYCCTBEHHBIM U3MEHEHUEM KIIMMAaTUYeCKUX napaMeTpoB. OMHUMU U3 TJIaBHbBIX (haK-
TOPOB IMHAMUKM MTOYBEHHBIX MUKPOOHBIX COOOIIECTB BO BCEX BPEMEHHBIX AMarnia3oHax SBJISIOTCS pacTe-
HUSI: Ha KOPOTKUX IMPOMEXYTaX BpeMEHU OCHOBHYIO POJIb UTpAaeT BereTaliusl pacTeHWi, B MHOTOJETHUX
TpeHIaxX — U3MeHEeHMe UX OOMJIMSI 1 pa3HOOOpa3usl.

Knroueenie croea: cykiieccum, Ce30HHAasI JMHaAMUKa, TTOYBOOOpa3oBaHue, IajeoIouyBhl, OMoMacca, 6uopas-
HOOOpa3ue
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BBEAEHME

PasnooOpa3ne, Omomacca M TaKCOHOMMYECKAas
CTPYKTYpa MUKPOOHBIX COOOIIECTB ITIOUBHI SIBJISTIOTCSI
00beEKTaMM MHOXECTBA UCCIIEAOBaHU, KOTOPBIE CTa-
JI1 0COOEHHO MHOTOYHUCIIEHHBI C TTOSIBJICHUEM COBpEe-
MEHHBIX MOJIEKYJISIpHO-0MoJIorndecKux mMetogoB. C
X MOMOIIBIO aKTUBHO IIPOBOISATCSI CPABHUTEIbHBIE
WCCIeNOBaHNSI MHMKPOOHBIX COOOIIECTB B ITOYBAXx,

IIpu >ToM O4YEeBUIHO, YTO MUKPOOHKIE COOOIIEe-
CTBa MOYBBI MOABEPKEHBI U3BMEHUYNBOCTU HE TOJILKO
B [IPOCTPAHCTBE, HO U BO BpeMeHU. I1o cpaBHEHUIO C
JIPYTMMU MECTOOOUTAHUSIMU MTOYBBI TOCTATOYHO KOH-
cepBaTUBHBI, OaKTepUaJbHBIE COOOIIECTBA B ITOYBAX
MeHee JIaOMJIbHBI BO BPEMEHHU, YeM B MOPCKUX U
O3epHBIX BOJAaX, TeJax pacTeHUN U XKMBOTHHIX [78].
TeM He MeHee coobIEeCTBA MOYBEHHBIX MUKPOOPIa-

pa3IYaIoIINXCS 0 XUMUYECKOMY, (PU3NIECKOMY U
MUHEPAJIOTUYECKOMY COCTaBaM, OMOKJIMMATUIECKIM
dakTOopaM M aHTPOIIOTeHHOM Harpy3ke. B OoJbImmH-
CTBE TTOJJOOHBIX padOT aHAJIM3UPYIOT IMPOCTPAHCTBEH-
HEBIE pa3JIn4usl CTPYKTYPBl MUKPOOHBIX COOOIIECTB U
WX CBSI3b C PA3IMYHBIMU 3KOJIOTMYECKUMMU (haKTopa-
MU B 1ouBe. Hanbosiee MaciuTabHble U3 HUX CTaBSIT
LIEJIbIO aHAIN3 Pa3IMYM pa3HOOOpa3usl U CTPYKTY-
PBI MUKPOOMOMOB MOYBHI Ha YPOBHE KIIMMAaTUYECKHUX
30H, CTpaH U KOHTUHEHTOB [36, 39, 84], BIUIOTH 10
MIOITLITOK CO3MaHMs TJI00AIbHBIX KapT pa3HO00pa3usl
MOYBEHHBIX MUKpOOopTraHn3MoB Ha 3emute [30].

HU3MOB MOTYT 3HAYNUTEJbHO U3MEHSITHCS B MacCIITa-
Gax mHelt [26, 51], mecsues [ 19, 48, 56, 73] u net [28].
INpupoma, xapakrep M WHTEHCUBHOCTh TWHAMUKH
MOYBEHHBIX MUKPOOHBIX COOOIIECTB Pa3InyaroTCs
Ha pa3HBIX OTpe3KaxXx BpeMeHU. B maHHOM 00630pe
MpeaoKeHa KOHLEIIUS AUara30HOB M3MEHEHMUS
IMMOYBEHHBIX MHUKPOOHBIX COOOIIECTB BO BpPEMEHH,
pa3InyaloIrxcs Mo MaciTady, (¢pakropam, BhI3bIBaA-
IOIIUM 3TU U3MEHEHUSsI, 1 00beKTaM MCCeTOBaAHMS
(tabn. 1). IlpencraBiasieTcsi BO3BMOXHBIM BBIICIUTH
KakK MUHUMYM 4 TPYIIbl BpeMEHHBIX IUAIla30HOB:
KPaTKOCPOYHBIE MI3BMEHEHMS, IUTSIIIIMECS OT HECKOJb-
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Taomma 1. d)aKTopr ¥ BO3MOXHBIC OOBEKTHI MCCICOIOBAaHUS TMHAMUKI MI/IKpO6HI)IX COOOIIIECTB ITOYBHI B Pa3IMYHbIX

Juara3oHaxX BpEMCHU

Macirab BpemeHn

CDaKTopr JUHaAMHWKU MI/IKpO6HOFO coob1IecTBa

OOBEKTHI UCCIIeTOBAaHUS

JIHn—Henenu

Mecsupt

HOM (bayHBI B TeUEHUE Toaa

lonpi—necatku netr | 1. PactutenbHble cyKiieccuun

yrjepona, a3oTa, CoJieii U T.1.)

CoTtHu JieT u 6osee 1. U3MeHeHure KauMaTta

IIOYBBI

1. Pe3kue uamMeHeHusl yCJIOBUI B ITIOUBe (3amep3a-
HUEe—OTTauBaHUe, UCCYIIIEHNe—YyBIIaXKHEHUE )

2. IlocTymieHre opraHMYeCKUX BEIIEeCTB

3. luHaMuKa aKTUBHOCTU KOPHEM pacTeHUt

1. Ce3oHHAast AMHaAMMUKA TeMIepaTypbl, BIaXXKHOCTU
1 hU3UKO-XMMUIECKHUX CBOMCTB MTOYBbI

2. U3MeHeHUsT aKkTUBHOCTY PacTeHUI U ITOUBEH-

2. U3meHeHusT GU3NYECKUX U XUMUYECKUX
cBoiicTB nouBkl (pH, mopucrocTu, cogepkaHus

2. U3MeHeHue TuIa pacCTUTEIbHOCTH
3. CMeHa Ipo1eccoB IT0YBOOOpA30BaHMS 1 TUIIA

MogenbHble OTBITHI C KOHTPOJIUPYEMBIMU
YCIIOBUSIMU, CUTYaTUBHBIE TTOJIEBbIE ITPO-
0600TOOPBI

MOHI/ITOpI/IHFOBbIe TI01IIaaKu, ITOJIEBBIC
OKCIICPUMECHTBI

XpoHOPSIIBI pa3HOBO3PACTHBIX IMOYB, MO~
TOBpPEMEHHBIE TTOJIEBbIE OITBITHI

JonaroBpeMeHHbIE XPOHOPSIIIBI, SKCTIEPH -
MEHTBI C U3BMEHEHNEM KIIMMAaTUIeCKUX
ImapaMeTpoB, MOrpeOeHHbIE TOYBBI, MHOTO-
JIETHEMEP3JIble TPYHThI

KWX JHEi WM Jaxe 4acoB IO HeAeb; CE30HHYIO IU-
HaMUKY, BbI3BAHHYIO U3MEHEHUSIMU KIMMATUYECKUX
1 OMOJIOTMYECKUX (paKTOPOB B T€UEHME roAa; MHOTO-
JIETHUE TPEHIIbI, SIBJSIONINECST CIEICTBUEM MEPBUY-
HBIX 1 BTOPUYHBIX PACTUTEJILHBIX CYKLECCUIl 1 MOY-
BOOOpa30BaTe/IbHBLIX IPOLIECCOB; a TaKxKe HauboJiee
JOJITHE MEPUOAbI, HACUNTHIBAIOIINE COTHU U ThICSTYU
JIET, CBSI3aHHBIE CO CMEHAMU OMOKIMMATUYECKMX 30H
¥ OCHOBHBIX ITOYBOOOPa30BaTeIbHBIX ITPOLIECCOB.

KPATKOCPOYHbLIE USMEHEHHMA B [TOYBE
1N MUKPOBHBIE CYKHHECCHUHA

XOTsI CKOPOCTh pOCTa MUKPOOPraHM3MOB B TI0YBE
OOBIYHO MEHBIIIE, YeM B BOIHBIX MECTOOOMTAHMSIX
YUIA Ha OOTraThIX IMMUTATEJIbHBIX Cpedax, OHA OCTACTCS
BBICOKOI, 1 KPYroBOPOT MUKPOOHOI OGHMoOMaccChl B
IMOYBE MOXET COCTaBISATh BCETO HECKOJIBKO JHEM WIN
Henelnb [74]. C ¢BsI3M ¢ 3TUM HamboJjee KPpaTKOCpOU-
HbIC U3MEHEHMUSI MOYBEHHBIX MUKPOOHBIX COOOILIECTB
TaKXKe 3aHMMAIOT OT HECKOJIbKMX THe# (MIn maxe Ja-
COB) IO HECKOJIbKMX HEIEeJIb U SIBJISIIOTCSI peaKluei Ha
pe3Kue M3MEHEHUSI 3KoJormyeckmx ycjoBuii. Kak
MIPaBUJIO, HA TAKMX KOPOTKMX IIPOMEXYTKaX BpeMeHU
W3MEHSIETCS HE CTOJIBKO TAKCOHOMMYECKasl CTPYKTypa
Ccoo011IecTBa, CKOJIBKO MeTaboindeckass akTUBHOCTD,
MHTEHCUBHOCTH POCTa I COOTHOIIIEHNE BEreTaTUBHEIX
¥ OKOSIIUXCS (POPM MUKPOOPIaHU3MOB.

Ilepyon cymecTBEHHOTO YBEJIWYEHUSI aKTUBHO-
CTU TIOYBEHHBIX MUKPOOPraHU3MOB B IOYBE (WU
IpYyroii cpene) TOJy4WJ Ha3BaHUE “TOPSTYMA MO-
MeHT” (hot moment), 9YTo 03HAYAET CYIIECTBOBAHNE
B T€YEHME OTIPEJEIEHHOTO BpEMEHM 30HbI C BBICOKO
MUKPOOUOJIOTUYECKON aKTUBHOCTBIO “ropsiueit
touku” (hotspot) [51]. “T'opsturie MOMEHTHI” BbIICIISI-
I0TCsI IO 3HaUYnTeIbHOMY (2—20 pa3) yBeJIMYeHUIO I1a-
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paMeTpOB MUKPOOHOIT aKTUBHOCTH: IbIXaHUsI, CKOPO-
CTH pOCTa, CKOPOCTM MHUHEpalM3aluH, (pepMeHTa-
TUBHOI aKTUBHOCTHU 1Ujin cootHoleHnio PHK/JITHK.
OHM MOTyT BO3HMKaTh B pu3ocdepe pacTeHUM Ipu
MOCTYIUICHUM JIETKOIOCTYITHBIX COCAVHEHUIA B BUIE
KOPHEBBIX 3KCCYIATOB, B IeTpuTocdepe B Ipoliecce
pa3IOKEeHMsI PacTUTEJIPHOIO oOIaja, B ITOYBEHHBIX
Ouonopax U ApYrux JIOKycax Mojl BIUSIHUEM CBEXKETO
JIOCTYITHOTO opraHmnuyeckoro Bemectna [51]. ITocTyti-
JIeHWe OpraHWYeCKOro BellleCTBa B IMOYBY B TaKOM
cllydae BbI3bIBAeT “3aTpaBOUYHbIN 3 dekT” (priming
effect) — cTUMyISILIIO MeTaOOJIMYECKOM aKTUBHOCTU
pa3IMYHBIX TPy MukpoopraHm3mMoB [37]. Xotsa
dopMaIIbHO “Tropsiaie MOMEHTBI” MOTYT JIJIUTHCS B
TeUeHHEe KpailHe MOJITMX IIPOMEXYTKOB BpPEMEHH,
BILJIOTH IO ThICAY JIET [61], peasibHBIE CYKLECCUU
MHUKPOOPraHU3MOB IIPOTEKAIOT HAMHOTO ObIcTpee. B
MOMEIBbHBIX 3KCIEPUMEHTaX II0Ka3aHO, YTO BHeECe-
HUE TPUPOMHBIX MOJIMCAXapuAOB (XUTUHA, IIEJLIIO-
JIO3BI) B TTOYBY BBI3BIBAET MaKUMAaJIbHOE YBEJIMYCHIE
aKTMBHOCTU MUKPOOHOI0 cooOI1iecTBa Ha 7—15 cyT, a
yepe3 3 Hell aKTUBHOCTh MUKPOOPIaHU3MOB BO3Bpa-
IIaeTcsl K MCXogHoMYy ypoBHIO [13, 60]. ITpu HuzKoit
TeMIIEpaType IIOYBHI, 3aMEIJISTIONIES META00IMIeCKIE
MPOILIECCHI, 3TOT TIEPUOM, MOXET yBEJIMYMBATHCS [8],
HO KaK MpaBWIO JJIMTEIBLHOCTh CYKIIECCUIA TIOYBEH-
HBIX MUKPOOPTraHU3MOB TMpPHU Pa3JIOKEHUM UYMCTBIX
MIPUPOIHEIX TTOJIMCAXaPUIOB U3MEPSIETCS HECKOIbKI -
MU HedesisiMu. B TakoM ciydae JecHast MOACTUIKA,
KOTOPYIO MOXXHO paccMaTpuBaTh KakK IOJrO CyIle-
CTBYIOILYIO “TOpsiuyio TOYKy” [51], dakTuuecku sIB-
JIsieTCsl KOHBeiiepoM, B KOTOPOM MOCTYIUICHUE U
TpaHcopMalldsI CBEXETO PacTUTEIBHOIO OIlafa
VWHULIMUPYIOT OTACHbHBIE MUKPOOHBIE CYKIIECCHUU,
CMEHSIOIIMECS 10 Mepe MepepadOTKM pPa3IUuIHBIX
IrpynIn opraHuYeckux BellecTB. IlomMuMo aecTpyk-
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LIUM PACTUTEJIBHBIX OCTATKOB MUKPOOHBIE CYKIIEC-
CUM HaOJIONAIOTCS MpPU Pa3IoKEHUU MULIEIUS U
IUIOJOBBIX T€JT TPUOOB, TEJT MOYBEHHBIX SKUBOTHBIX U
JIPYTUX OPraHUYEeCKUX OOBEKTOB. XOTS OTCYTCTBHUE
BJIaTW, HU3KHWE TeMIIepaTyphl U aHA3POOHBIE YCIIO-
BUS MOTYT CHJIBHO 3aMEIJISITh WIN JaXXe OCTAaHABJIM-
BaTh IPOILECCHl Pa3jIOoXEHUS, B LIEJIOM ITOYBEHHEIE
MUKPOOHBIE CYKIIECCUM TT0 OCBOCHUIO MCTOYHUKOB
OpPraHMYECKOIO BEIIECTBA CTOUT OTHECTU K OBICTPO
MMPOTEKAIOIINM ITPOLIECCaM.

IToMyUMO TIOCTYIUIEHUSI OPraHUYECKOTO Belle-
CTBa, KPaTKOCPOUYHBbIE U3MEHEHMSI CTPYKTYPbl MUK-
pPOGHOro COOOIIECTBa MOTYT BBI3BIBATHCS PE3KUMU
U3MEHEHUSIMU TeMIepaTypbl U BJIAXXHOCTU ITOYBEL
Oco0eHHO CyIIecCTBEHHOE BJIUSIHME Ha MUKPOOHOE
COOOIIIECTBO OKA3BIBAET ITEPEXO] TEMIIEPATYPhI ITOYBbI
yepe3 0°C (mpoiecchbl 3aMep3aHUS—OTTauBaHUsI), a
TaKXKe 3acyxa WJIM, Hao0OpOT, YBJIAaKHEHUE CYXOW
MOYBEL. Tak, MMHUTAIIVSI KOPOTKOI 3aCyXy TTIPUBOIUT K
OBICTPOMY W 3HAYUTEIIBHOMY M3MEHEHUIO TaKCOHO-
MUYECKOM CTPYKTYpbl MHKpPOOHOTO cooOiectBa (B
TOM YHCJIE YBEJIMYCHHUIO OTHOCUTEIBHOTO OOWIIHS
Actinobacteria), ocOOEHHO BBIpaXXEHHOMY [UJISI IIO-
BEPXHOCTU KOPHEM pacTeHUit n pusocdepsl [66]; mo
BJIMSTHUIO HA MUKPOOHOM pe3Kast 3acyXa MOXKET ObITh
6oJjiee CUIIBHOM, YeM 3HAUYUTEIbHBIC Bapuallui TeM-
nepaTypbl ITOYBHI [58]. OTTanBaHne Mep3J10ii TIOYBEI
MPUBOAUT K OBICTpOMY (B Te€YeHME MEPBBIX YaCOB U
JHEM) TOBBIIIEHWIO WHTEHCUBHOCTU IBIXaHUS U
¢depMEeHTAaTUBHOM AaKTUBHOCTU, KOTOpbIE BBI3bIBA-
IOTCSI aKTUBH3alUeil MOKOSIINXCS (popM MUKPOOP-
FaHU3MOB W MUHepaau3anueil 6moMacchl MEPTBBIX
KJIETOK [26, 81]. OTranBaHue 3aMep3IiIeil ITOYBLI WIN
YBJIAaXXHEHHE CYXOM ITOYBBI MTPAIOT POJb TAKOTO XKe
“3aTpaBoyHOro 3(pdexra”, Kak M NOCTYIUICHUE HO-
CTYITHOI'O yIJIepoaa, MpUBOAs K OBICTPOMY YBeIUYC-
HUIO aKTUBHOCTH MUKPOOHOIO COOOIIECTBa, SMUC-
CHUU YTJIEKHCIIOTrO ra3a u OKCUI0B a3oTa [49].

M3ydyeHune OBICTPBIX UBMEHEHNIT MUKPOOHOTO CO-
oO11ecTBa MPOBOAUTCS JIMOO B MOAECIBHBIX Jlabopa-
TOPHBIX BKCIIEPUMEHTAX ¢ KOHTPOJIUPYEMbIMU YCJIO-
BUSIMH, JTM00 HA MOJIEBBIX ONBITaX, C IPOOOOTOOPOM,
MPUYPOUEHHBIM K PE3KUM H3MEHEHUSIM (PaKTOPOB
cpennl (HampuMep, JOXII0 Wi 3aMmopo3kam). Oco-
OCHHO IIePCIEKTUBHBIMU TPEICTABISIIOTCS MCCIICIO0-
BaHUS KpaTKOBPEeMEHHBIX 3(h(eKTOB B3aMMOACCTBUS
MUKPOOHOTO COOOIIECTBA U KOPHE pacTeHUIt, KOTO-
pBIe MOTYT OBICTPO BO3IEiICTBOBATH Ha pr30chepHbIC
MUKPOOPIaHU3Mbl M3MEHEHNEM KOJIMYEeCTBA M Kade-
CTBa BbIIE/ISIEMbIX OPraHMYECKUX BEIIECTB.

CE30HHAA JTVUHAMUWKA

Ce30HHas1 [MHAMUKa MPUCYIIA JI0ObIM OMOJIOTU -
YeCKMM COOOIIIeCTBaM B MECTOOOUTAHUSIX C OTYCTIIM -
BO# TOIOBOM Bapnanmeil KIImMaTndecKnx (akTopoB,
B TOM YMCJIE COOOIIECTBAM ITOYBEHHBIX MUKpPOOpPTa-
H13MOB. DakTopaMu, OIpeNe/ISIIONINMI CE30HHYIO
JIMHAMUKY MUKPOOHBIX COOOIIECTB, SIBJISIOTCS U3Me-

HEHMSI TeMIIepaTyphl W BIaXXHOCTU MOYBHI [53, 88],
colep:KaHUs yriepoja 1 azora [69], a Takxke dMUC-
CHUsl JIETKONOCTYITHBIX OpPraHWYECKMX COSIMHCHUIA
KOpHSIMHU pacTteHuil [63]. B pe3yabraTe B Te4eHUE TO-
Jla MOXET 3HAYMTEJbHO MEHSThCS KakK Oumomacca u
aKTUBHOCTbH [71], TaK M TaKCOHOMUYECKUIA COCTaB
MMOYBEHHBIX MUKPOOPraHu3Mos [12, 19].

Temmeparypa MOXeT OBITb OOHUM U3 TIJIaBHBIX
(aKTOpOB CE30HHOM TMHAMUKUA MUKPOOPTaHU3MOB
13-3a BIAUSIHUST Ha WX (PU3MOJIOTMUYECKYI0 aKTHUB-
HOCTb [88]. B Tponnyeckux u cyoTponndecKux 061a-
CTSX, TOe B TE€UEHHME Tofa OTYETIAMBO BBIICISCTCS
BJIAXKHBIN M CyXOM C€30HbI, OCHOBHBIM (DAKTOPOM Ce-
30HHOM JIWHAMUKUA MUKPOOPraHU3MOB SIBJISIETCS
BiaxkHOCTH [32, 52, 90]. OnHako BIMSHUE KaK TeM-
repaTyphbl, TaK U BIaXKHOCTU MOXET OBITh HE TOJBKO
MpSIMbIM, HO U KOCBEHHBIM, 4Yepe3 peryimpoBaHue
aKkTUBHOCTU pacTeHmii. Coagep:kaHUe pacTBOPUMBIX
OpraHMYeCcKUX BEIIECTB, B TOM YMCJIE JIETKOAOCTYII-
HBIX HU3KOMOJIEKYJISIDHBIX COEIMHEHUII B IIOYBE
3HAYUTEJbHO U3MEHSETCS B T€YECHUE roja, OOBIYHO
JIOCTUTAsi MAKCUMaJIbHbBIX 3HAUYEHU I BECHOM, B ITEPU-
ol aKTUBHOTO pocTa pactenuii [45, 63, 92]. Tak kak
MMEHHO HU3KOMOJIEKYJISIDHBIE COeANHEHNSI, MHOTHE
13 KOTOPBIX SIBJISIOTCS 3KCCyaaTaMM KOpHeil pacte-
HUI, CIIyXaT UCTOYHMUKOM yriiepoda Ijis OOIbIINH-
CTBa IMOYBEHHBIX MMKPOOPTaHM3MOB, X COmepKa-
HUE JOKHO OBITh OJTHUM W3 OCHOBHBIX (PaKTOpPOB,
ONpeIeIISIIOIIX YMCIIEHHOCTh MU aKTUBHOCTh MUKPO-
OpraHm3MoOB B mo4Be. B Tponmyeckux perunoHax cy-
XOUW U BJIAXXHBIA CE30H Pas3inyaroTcs Mo KOJIUYECTBY
PAaCTUTEILHOTO OITa/ia, YTO TAKXKE BIAMSIET HAa MUKPOO-
Hoe coobmecTBO MoYBHI [20]. BEICTpO 11 3HAUMTENTHEHO
OTpaxkaroTcsl Ha TOYBEHHOM MUKPOOHOM COOOIIIECTBE
pe3Kue M3MEHEHMSI COCTOSIHUSI PACTUTEILHOIO IIO-
KpOBa B TeUEHME Io/ia, HaIlpruMep, yoopKa ypoxKast Ha
CEJIbCKOX03CTBEHHBIX 3eMsiX [63]. Ce3oHHast mu-
HaMMKa MUKPOOHBIX COOOLLECTB 00Jie€ BbIPAXKEHA IS
CEJIbCKOXO3SIMCTBEHHBIX IOYB, YeM IJISI IOYB IO
HAaTUBHOI pacTUTEIBHOCTHIO [53]. DTO MOXET OBIThH
CBSI3aHO KaK C BIMSHHEM CEJIbCKOXO3SHCTBEHHBIX
MpakTUK (00pabOTKOII ITOYBEI, BHECEHUEM yI00pe-
HUIi, yOOpKoOii ypoxkasi) B TeUeHHeE rojia, Tak 1 C pa3-
HOOOpa3ueM pacTeHUIl: €CTECTBEHHBIII paCTUTE]Ib-
HBII TIOKPOB MOXET CIJIaKMBaTh CE30HHBIC M3MEHE-
HUST W TIOAACPXKUBaTh Pa3BUTUE OOJIbIIETO YMCIIa
IPYIIIT MUKPOOPraHM3MOB, YeM MOHOKY/IbTypa. Pac-
TeHMSI SIBJISTIOTCSI MOIIHBIM (PAKTOPOM CE30HHBIX 13-
MEHEHUII MUKPOOHBIX COOOIIECTB MOYBHI HApaBHE C
TrOIOBLIMU BapHallMSIMU TeMIIepaTypbl U BJIaXKHO-
ctu. Eme omHMM, cpaBHUTEIBHO MaJIOMCCIIEIOBAH-
HbIM, (aKTOpOM SIBJISETCSI AUHAMUKA ITOYBEHHOM
¢dayHBI: U3MEHEHME aKTUBHOCTU U COCTaBa IIOYBEH-
HBIX OECITO3BOHOYHBIX: GUTO(ATOB, IeTPUTO(DATOB 1
MUKO(ParoB He MOXKET HE OKa3bIBaTh 3(pdeKTa Ha ce-
30HHYIO JUHAMUKY MUKPOOPraHU3MOB B IIOYBE.

AKTHUBHOCTb TOYBEHHBIX MUKPOOPTaHU3MOB B Te-
YeHHeE T0Ja, KaK MPaBUJIO, U3MEHSETCSI B HECKOJIBKO
pa3 [34, 40]. Ce3oHHasg BapnabeIbHOCTh 001Ieit 610-
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Tabauna 2. OueHkU BapruabeIbHOCTH YMCIEHHOCTH WM OMOMacChl MUKPOOPTaHU3MOB B ITOYBE B T€UEHUE roia
Twun knumara DKocucTemMa Merton, T'onoBas BapuabenbHOCTh, % | MCTOYHUMK

CybapKTuiecKkuii/ajib- JIyr DyMuramsa—sKCTpaKIst 50—800 [33]
MUNCKUIA JIyr A30T MUKPOOHO OMOMAaCCHI 340-900 [50]

JIyr Ddymuranmsg—sKCTpaKLust 400—-900 [92]
VYMepeHHbIH Jlec Ddymuranysg—sKcTpakiLust 100—150 [71]

Jlec KonuuectBennas ITLP 30—-650 [69]

JIyr PLFA 125—-450 [64]

Jlec KonuuectBennas [T P 100—130 [45]
CyOTpornuyeckuii IMone DymMuranmsa—sKCTpaKIys 30—100 [40]

JIyr PLFA 40—100 [90]
Tponuueckmii Jlec Ddymuranmg—sKCTpakiust 890—2000 [32]

Macchl MUKPOOPIaHU3MOB, OIpee/sieMOil METOIOM
dbymMuUranumm-sKcTpakiium, MoxXeT ObITb OYeHb pa3-
Hoii. B 3aBUCMMOCTHU OT TUIA MOYBbI U KJIMMaTa OHa
MOXET OLIEHMBAThCsl KaK He3HauuTeabHas [40, 71],
M3MEHSTHCS B TeueHue rona B 2—4 paza [33] uinu Ha
nopsimok 1 6ojtee [32]. Kak rmpaBmio, YMCIeHHOCTD U
6uomacca MOYBEHHBIX MUKPOOPTaHU3MOB B CaMbIX
pa3HbIX DKOCUCTEMaX MEHsSIETCsS B TeUeHUe roaa Ha
JIEeCSITKU WIA COTHHU MpOLIeHTOB (Tabi. 2). Ce3oHHAasA
JIUHAMUKA YUCJICHHOCTH IIPOKApUOT, OILIeHECHHAsI
MPU TTIOMOILU KOJINYECTBEHHO MoJIMMepa3Hoii Lier-
Hoii peakuum (IIIIP) puGocoManbHBIX OIIEPOHOB,
CUJIBHO BapbUpyeT IJISl pa3HBIX (PUIOTeHETUYECKUX
IPYIII: KOJIMYECTBO I'eHOB apxeii, Acidobacteria n Ver-
rucomicrobia MOXeT U3MEHSTbCSI B T€YeHUE roaa B
HECKOJIbKO pa3, Alphaproteobacteria — Ha 2 nmopsinka,
a Betaproteobacteria — nmoutt Ha 4 Tiopsiaka [69].

BapuabenbHOCTh TAKCOHOMMUYECKOM CTPYKTYPHL U
pa3HoO00pa3us MOYBEHHBIX OAKTEpUIA B TCUEHUE TOa
Ha OJHOM y4YacTKE 4acTO ObIBaeT CHJIbHEE, YEM pa3-
JIMYMS MEXAY Pa3sHBIMM II0YBaMM, OOYCJIOBJICHHBIE
BJIMSIHUEM COCTaBa PaCTUTEIbLHOCTU, CEJILCKOXO03sIii-
CTBEHHOTO WCHOJb30BaHUS U IIPOCTPAHCTBEHHOM
HeomHopomHoCTH [12, 16, 19, 53]. Ce3oHHas Bapua-
OeTbHOCTh MOYBEHHBIX TPUOOB MOXET OBITh HE TAKOM
BBIpaXKECHHOM, 1 UMETh MEHbIIIee 3HAUCHME, YEM CO-
CTaB PaCTUTEIbHOCTHU 1 TUII 3eMJICTIONIb30BaHUSI [48].
HeoOxoguMo OTMETHTh, UTO METOIbI, OCHOBaHHBIE
Ha aHayiiuze TotajibHOU JIHK mouBbl (TakMe Kak KO-
mmuectBeHHas [11IP n cekBeHMpoBaHuUE), MOTYT He-
JIOOLIEHMBATh NTUHAMUKY MUKPOOPTaHU3MOB M3-3a
Hannuus B nouyBe BHekyieTouHoit JIHK. PenukroBast
JHK 13 mMepTBBIX OakTepuii 1 rpuOOB COCTABIISIET
okojio 40% (uHorma mo 60%) oGuieit MUKPOOHOI
JHK B 1mouBe 1 MOXET MellIaTh aJlcKBaTHOM OLICHKE
BPEMEHHOM IWHAMMKM YHCICHHOCTH W3y4aeMOM
TPYIIIBEI MUKPOOPTaHU3MOB [21].

OOBIYHO JJI1 PalilOHOB C YMEPEHHBIM KJIUMAaTOM
XapakTepHa 0oJjiee BBICOKAs YUCIEHHOCTh, OoMacca
Y aKTUBHOCTH ITOYBEHHBIX MUKPOOPIaHU3MOB B JICT-
HUI WM BeCeHHUiT mepuon (MapT—CEHTSIOpb) IO
CpPaBHEHUIO C OCEHBIO U 3UMOii (OKTSIOpb—eBpab)
[19, 56, 64, 71]. Ce3oHHas1 TMHAMUKA MUKPOOHOI
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6uomMacchl XapakTepHa He TOJIbKO IIJIsI YMEPEHHOTO
KJIMMaTa ¢ TETIBIM JIETOM U CHEXHOM 3UMMOit, HO 1 JUTST
TPOINUYECKOTO, B KOTOPOM BBIIEJSIETCS BIAXHBIN U
CyXOii TIepHuOIbl, B 3TOM cllydyae MUKpOOHast 6MomMacca
JOCTUTAaeT MaKCUMyMa BO BJIaXKHbII nepuof [32, 90].
ITpu 3TOM MOTYT HaGIIOAATLCA U TPOTUBOTIOJIOKHBIE
siBneHusi. Hanmpumep, HeKOTOpbIe TpyInbl 6aKTepUit,
MUILIEJIMATBbHBIX TPUOOB U APOXKEU B MOUYBaX XOJOI-
HOTO KJIMMaTa MOTYT aKTUBHEEe pa3BUBAThCs 3UMOMA,
MO/, CHEXKHBIM TMOKPOBOM, COXPAHSIIOIIMM ITOJIOXU-
TeJIbHbIE TeMmepaTypbl B mouBe [2, 45, 50, 73, 74].
Actinobacteria, MHOTHE TIPECTABUTENN KOTOPBIX M3-
BECTHBI YCTOMYMBOCTBIO K 3aCYILIJIUBBIM YCJIOBUSIM, B
MOYBaxX TPOIMUYECKHUX JIECOB MOTYT aKTMBHEE pa3BU-
BaThCd B CyXoi ce30H [52]. B apkTmueckux 1 BBICO-
KOTOPHBIX ITOYBax ob111asi MUKpoOHasi buoMacca 10-
CTUTaeT MaKCHUMaJIbHBIX 3HAYEHUI K KOHILY 3UMBbI U
3HAUYUTEJIbHO YMEHbBIIIATLCS B TIEPUO TassHUSI CHera
[33, 92]. JJaxke Ha OMHOM U TOM K€ TEPPUTOPUU B 3a-
BUCUMOCTU OT TUIMAa PAaCTUTEJIBHOTO MOKPOBa MUK-
pOOHOE COODIIIECTBO MOXET JTE€MOHCTPUPOBATh pa3-
JIMYHBIC CXEMBI CE30HHOI TMHAMUKU [94].

TakuMm o0pa3om, ce30HHASI TMTHAMHUKA MOXKET pa3-
JIMYaThCsI B 3aBHCHUMOCTU OT paccMaTpHBaeMO
IPYIIIBl MUKPOOPIaHM3MOB, KIMMATUYSCKUX U D14~
¢dHryecknx mapamMeTpoB, OJHAKO U3MEHEHUSIM B Te-
YyeHue roja MHoABEpPKEHbI NMOYBEHHBIC MUKPOOHBIE
coo0IIIecTBa MPAKTUYECKU BCeX aKocucTeM. Bepost-
HO, OTCYTCTBHME CE30HHOI TMHAMMUKH MOKET HaOII0-
JaThCsl JIUIIb IJIsl MTOYBEHHBIX MUKPOOHBIX COOO-
IIECTB ITOJ, BEUHO3EJIEHBIMU JIECAMU B Te€X paiioHax
5KBaTOPUAJIBHOTO KJIMMaTa, TAe TeMIIepaTypa, BIaxK-
HOCTb U OMOJIOTMYECKAsI aKTUBHOCTh IMPaKTUYECKU
MOCTOSIHHBI B TeUeHUe Toaa. Jlaxke B paMKax JIETHETO
Ce30Ha YMCJIEHHOCTh 1 OrloMacca MUKPOOPraHM3MOB
OOJIBIIMHCTBA ITOYB MOXET U3MEHSIThCS B HECKOJILKO
pa3. DTo HEOOXOOUMO YUHUTHIBATH IIPU CPABHUTEIb-
HOM aHajan3e MUKPOOHBIX COOOIIECTB 00pas3loB
I10YB, OTOOpaHHKIX B pa3Hoe BpeMms rona. [1pu cpaB-
HEHUU MUKPOOUOTHI TeorpaduyecKu YHAaJCHHBIX
IOYB HEOOXOIUMO TIPEICTABIISITH OCHOBHBIE XapaK-
TEPUCTUKU MX CE30HHOM TMHAMMKM, TaK KaK COIIO-
CTaBJICHUE CTPYKTYPBI U YMCJIIEHHOCTH MHKPOOHBIX
COOOILECTB JIMIIb IS e TMHUYHBIX MOMEHTOB B TOAY
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MOXET J1aBaTh HealleKBaTHble pe3yJsibTaThl. [1o MHe-
HUIO HEKOTOPBIX aBTOPOB, IJISI CPABHEHUSI MUKPOO-
HBIX COOOIIECTB pa3HbIX MOYB Bceraa HEOOXOIUMO
YUYUTBIBATh UX CE30HHYIO IUHAMUKY, JaXKe B T€X CJIy-
yasix, KOraa 3TU MOYBbI CYIIECTBYIOT B OMHAKOBBIX
KJIMMaTU4YeCKUX yCIoBUsX [53].

XPOHOPAIDI
N MHOTOJIETHAA AUHAMUKA

MHorosieTHUE M3MEHEHHUSI TMOYBEHHBIX MUKPOO-
HBIX COOOIIIECTB ITOYBBI M3Y4aIOTCSI B paMKaX JJIATEb-
HBIX TTOYBEHHO-2KOJOTMYECKUX TIPOIIECCOB: MEPBUY-
HOTo TI0YBOOOpPa30BaHUS, BOCCTAHOBJIEHUSI TIOYBbI
T10CJIe pa3IMYHbIX HAPYIIIEHU, CMEHbI pACTUTEIbHBIX
accolMaluii, TOJTOCPOYHOTO aHTPOIIOTEHHOTO BIIUSI-
HUS WA U3MEHEHUS KJIIMMaTa.

M3MeHeHuss MUKPOOHOTO COODIIEeCTBa B IPOLIeCc-
ce TIepBUYHOr0 MOYBOOOPA30BaHMS U3yUyalOT Ha Me-
CTax OTCTYIUICHMS JIeTHUKOB [ 18, 44, 82], oOHaxkeHN-
SIX TOPHBIX MTOpo [25, 35, 75], KaMEHUCTHIX U Tecya-
HbIX cyocTpaTax [57, 95] Ha Mmopckux [87] 1 03epHBIX
[79] ornoxenusx. ITouBooOpazoBaHUE, COIIPOBOX-
Jatolieecss IBSMEHEHUEM CTPYKTYPbl MUKPOOHOTO CO-
o0111ecTBa, MOXET 3aHUMATh OT AECSITKOB U COTEH JIeT
o TeicsueneTuii [29], Tak KaK MOOOOHBIE TINTE/Ib-
HbIe TIPOIIECChl HEBO3MOXHO MCCJIEIOBATh B peXMe
peasibHOTO BpeMeHU. OO0beKTaMU MCClIeNOBaHUS B
TaKoM cliyyae OOBIYHO SIBJISIIOTCSI XPOHOPSIIbl — Ce-
pUU pa3HOBO3PACTHBIX MOYB, MPEACTABISIONINE CO-
0ol pa3Hble CTaauu MOYBOOOPA30BaHUSI, OT MUHE-
paJibHBIX CyOCTpaTOB, HE TOKPBITBIX PACTUTEIbHO-
CThbIO, IO Pa3BUTHLIX MOYB. OOIIass YUCIEHHOCTb U
OromMacca MUKpPOOPraHM3MOB Ha HavyaJIbHBIX CTaau-
SIX TOYBOOOpA30BaHMs, KaK MMpaBuJIo, HeBeanku. Ha
caMbIX PpaHHUX CTagusIX MOYBOOOPA30BaHUs pa3BU-
TUE MHUKPOOPTaHU3MOB OIpPaHUYUBAETCSI HU3KUM
Oo0WJIMEM pacTeHMii, HeJOCTaTKOM TOYBEHHOTO Op-
raHU4YeCcKoro BellecTBa, 1ocTymHbIX N u P [22, 95].
OcBoeHME MUHEPATbHBIX CYOCTpaTOB IIPOXOIUT
OOBIYHO NIPU yJ4acTUU (POTOCUHTE3UPYIOIINX BOIO-
pocJieii, a30TUKCUPYIOIINX OaKTepuii (B TOM 4HUCIe
aHOOAaKTepUil) 1 TPUOOB, CIIOCOOHBIX IIPOIYILIPO-
BaTb OpraHUYECKUE KUCIOThI, PACTBOPSIONIE MUHE-
paitsl [25, 57]. IIpoliecc nepBUYHOIO MOYBOOOPA30Ba-
HUSI CONPOBOXIAETCS TMOCTENEHHBIM YBeJIMYeHUEM
o0MIeH YMCIIEHHOCTH M 01IOMacChl MUKPOOPTaHN3MOB
W W3MEHEHWEM COCTaBa MUWKPOOHOIO COOOIIECTBa,
0coO0eHHO B mepBble aecartuietus [18, 44, 89, 93].
o-PaszHoobOpa3ue (BuaoBOe OOrarcTBo) MUKpPOOHOTO
coo0IIlecTBa 1aXe B MUHEpaJIbHBIX cyOcTpaTax 6e3
pPaCTUTEJILHOTO TTOKPOBA U 3allaca OpraHM4YeCcKux Be-
IIIECTB MOXET IOCTUraThb COTEH BUIOB IMPOKAPUOT
[57, 95], u B ipouiecce MOYBOOOpa3oBaHUSI HE 00sI-
3aTebHO yBelmnunBaetrcs [24, 82, 93]. I1o HekoTO-
PBIM JaHHBIM, O,-pa3HO0Opa3re MUKPOOPraHU3MOB
yBeJIMUUBAETCs B IIpollecce MOYBOOOpa3oBaHUS B
HU3KOMPOAYKTUBHBIX 9KOCHUCTEMax (HallpuMep, B XO-
JIOJHOM WJIY 3aCYyILIJTUBOM KJIMMAaTe) Y yMEHbIIAETCS —

YEPHOB, XEJIE3OBA

B BBICOKOIIPOAYKTUBHBIX 9KOCUCTEMAX 3a CUET YBEJIH-
YEHUST KMUCJIOTHOCTU CPEAbI IIPU pa3BUTUM MOYBHI [29].
B-PaszHooOpasue, T.e. IPOCTPAHCTBEHHAS] HEOIHO-
POITHOCTH COCTaBa MUKPOOHBIX COOOIIIECTB, MOXET
OBITH OOJIBIIIE HA paHHUX CTAgUSIX ITOYBOOOpa30oBa-
HUSI, a B 3pejblX MOYBaxX CHUXKAETCS BCJIEACTBUE
GoJIbIIIeit OMHOPOIHOCTH ycaoBuii [67, 91, 95]. B xa-
YeCTBE OCHOBHBIX (PaKTOPOB TMHAMUKU CTPYKTYPhI
MUKPOOHOTO COOOIIIECTBA B ITPOIlecce MOYBOOOPa30-
BaHUS 4Yallle BCETO Ha3bIBalOT u3MeHeHus pH, oou-
JIMSI ¥ COCTaBa paCTeHU U cofep>KaHUsI IOYBEHHOIO
OpraHm4eckoro BeuecTna [29, 57, 79, 87], Hakome-
HUE yrjiepoaa TakKe SBIISIETCS TJIaBHBIM (DaKTOPOM
YBEJIMYEHUS YMCIIEHHOCTU 1 OMOMacchl MUKpOOpTa-
HU3MOB [89, 95].

I[TomMuMoO TIEpBMYHOrO MOYBOOOPA30BAHMSI, XPO-
HOPsIIbl MacIITabOB NECATKOB JIET MOTYT IpeacTaB-
JISITb COOOI pa3HOBO3paCTHbBIE TJIOLIAIKY, CBSI3aHHbIC
C BIUSTHUEM pPa3JIMYHBIX aHTPOIIOT€HHBIX Hapylle-
HUiA. Psgm MUKpOOMOIOrMYecKMX MCCIASOOBAaHUIA 1O~
CBSIIIIEH M3MEHEHUSIM OYBEHHOIO MUKPOOHOIO CO-
o0lIIecTBa IpU CBEISHUN U BOCCTAHOBJICHUM JIECHOK
pacTUTEIBHOCTH. B CBsI3M C CyllleCTBEHHBIMU N3MEHE -
HUSIMU TIOUBEHHBIX CBOMCTB, B TOM YMCJIE IIOTEPE 3a-
nacoB C u N, mpu BBIpyOKe JIeCOB, YMCIEHHOCTb 1
OromMacca MMKpOOPTraHW3MOB B ITOUYBE YMEHbBIIIAIOTCS.
TakcoHoMuyeckuii cocTtaB OaKTepUaTbHBIX COO00-
IIECTB 3HAYUTEJIFHO U3MEHSIETCSI, IIPY 9TOM Ol-Pa3HO-
o0pa3ue IMOYBEHHBIX MUKPOOPTaHMW3MOB IPU CBEAC-
HUU JIeca MOXET YBEJIMYMBaThes [65, 76]. I'pubhI Gostee
YyBCTBUTEJIBbHBI K CBEACHUIO JIECHOM PaCTUTEILHOCTH,
yeM OakTepnu [41], cpenn rprOOB aCKOMUIIETHI OoJiee
YyBCTBUTEJIBHEI, YeM OazuamoMuieThl [42]. I1pu ycra-
HOBJICHUM CEJIbLCKOXO3SIMCTBEHHBIX YTOAWI — TIaIleH
WIN TUIAHTAIU — CTPYKTypa MHUKPOOHOTO cOOOIIe-
CTBa OCTaeTCsl CWJIbHO M3MEHEHHOI, a Guomacca —
CHUXXeHHOI1 [15, 62, 76, 85]. I1pu miepexoie NalrHu B
3aJIeXKHOE COCTOSTHIE OCOOEHHOCTHU CTPYKTYPhI MUK-
POOHBIX COOOIIECTB MAaXOTHBIX IOYB, B TOM YMCJIE
CBsI3aHHBIE C MEXaHUYECKOII 00pabOTKOIi ITOUBEI, CO
BpeMeHeM mcue3aioT [77]. B mpoiiecce BTOPpUMIHBIX
CYKIIECCUI KaK JIECHBIX, TaK Y TPaBSTHUCTHIX aCCOLIY-
alii IIPOMCXOIUT HaKOIUUICHHWE YIJIEpoJda U a30Ta,
YBEJIMYMBAECTCSI COOTHOIIIEHNE OMOMAacchl TPUOOB K
o6uomacce GakTepuii, Bo3pacTaeT O0JsI MUKPOOHOI1
ouoMacchl B OOIEM 3allace yriaepoda IIOYBEI, IIpU
3TOM 00I1Iee BUIOBOE OOTaTCTBO OAKTEPUIA M3MEHSICT-
Csl IOCTaTOYHO ¢JIabo, M MOXKET KaK yBEJIMYMBAThCH,
TaK ¥ yMeHbIatbes [46, 80, 83, 96]. Crycra 30 et u
0oJiee €CTECTBEHHOIO0 BOCCTAHOBJICHMUS JIECHOI WU
CTEITHOI pacTUTEILHOCTU MUKPOOHOE COOOIIECTBO
CII0COOHO (OPMUPOBATH TAKCOHOMUYECKYIO CTPYK-
TYpy, CXOOHYIO (HO HE UIEHTUYHYIO) C TAKOBOM ITO,
€CTECTBEHHOM pacTUTEIbHOCThIO [46, 62, 85, 86].
JnutenbHBle M3MEHEHUSI MUKPOOHBIX COOOIIECTB
TaK>Ke€ MOTYT M3y4aThCsl HA MHOTOJIETHUX CEJIbCKOXO-
3IMCTBEHHBIX OITbITaX C NPUMEHEHUEM Pa3IMYHBIX
TUIIOB OOpPaOOTKU ITOYBEI, CHCTEM 3eMJICIIOJIb30Ba-
HHSI, OpTaHUYECKUX M MUHEPAJIILHBIX YyOOOpeHmit [7,
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12, 14, 16]. PakTnyecku JIHOObIE PACIIOJOXEHHbBIE
pSoOM TUIOIIAAKK, Ha KOTOPBIX B TEUCHUE MHOTMX
JIET IeMCTBYIOT pa3Hble (DaKTOPhI, MOT'YT pacCMaTpu-
BaThCSI KAK XPOHOPSIIBI.

B xadecTBe OCHOBHBIX (PAKTOPOB NTMHAMUKH
MUKPOOHBIX COOOIIIECTB IPU MHOTOJISTHUX TPEHIAX
SBOJIIOLIAM TIOYBHI, IO BCEil BUAMMOCTH, MOXHO BbI-
JIelmTh udMeHeHue pH, coctaBa pacTuUTeIbHOCTH M
COJIep>KaHUsI OPTaHUYECKOro BelllecTBa B ImouBe. M3-
MEHEHUS OOILIei YUCISHHOCTH M OMOMAaCChl MUKPO-
OpPraHM3MOB UMEIOT SIBHYIO MOJIOXUTEIbHYIO CBSI3b C
HaKOIJICHNEM OpPaHMYECKOTO BEIECTBa B IIOYBE U
obuiueM pacteHuii. OgHaKO CTPYKTypa U pa3HOO0-
pa3re MUKPOOHBIX COOOIIECTB MOXET JEeMOHCTPHU-
poBaTh caMble pa3HBIe TPEHIBI U3MEHEHMI1 BO Bpe-
MEHM, U BBIACIUTh KaKMe-TO OOIIue I HUX He
MpeacTaBIsIeTCs] BO3MOXHBIM [43].

BUOKIIMMATUYECKHWUE M3MEHEHHNA
N JOJTOBPEMEHHAA ITNHAMUWKA
MUKPOBHbIX COOBIIECTB ITOYBbI

Haubomnee mmatenbHbIe WM3MEHEHUS CTPYKTYPHI
MUKPOOHBIX COOOIIIECTB CBSI3aHbI C U3MEHEHNEM KIIU-
MaTUYECKMX YCIOBUII Ha Ompene/IeHHOI TepPUTOPUN.
KomuaecTBo ocankoB, TeMmepaTypa 1 ypOBEeHb MHCO-
JIILIMKA BJIMSIIOT Ha PaCTUTENIbHBIN MOKPOB, XMMUYE-
ckue u (U3MYECKUE CBOICTBa IIOYBBI, 4TO, 0Oe€3-
YCJIOBHO, OTpaXXaeTcsl Ha CTPYKTYpe MUKPOOHOTO CO-
oOmiectBa. B ciyyae moiaroBpeMeHHOIO M3MEHEHUS
KJIMMaTa BCTaeT BOIIPOC O PEKOHCTPYKILIMU TTOYBEH-
HBIX MMKPOOHBIX COOOIIECTB IIPOILILIX 3II0X WA
MOMAEINPOBAHUS UX U3BMEHEHUI B OydyIIIEM.

OIHUM U3 CITOCOOOB M3YYEeHMS TOUYBEHHBIX MUK-
POOHBIX COOOIIECTB APYTUX BIOX SBISIOTCS MUKPO-
OMOJIOTMYECKIME MCCIeIOBaHMS ITIOIPeOSHHBIX IIOYB.
[TouBHl, TIEPEKPBITHIE €CTECTBEHHBIMMU OTJIOKEHUSI-
MU WA apXeoJOTMYeCKUMU (KaK MpaBUJIO, 3eMJISI-
HBEIMU) COOPYXEHUSIMU, a TAaK:Ke MHOTOJICTHEMEP3-
JIbIE IOPOIBI IIPUBJIEKAIOT BHUMAaHME HCCIIeIoBaTe-
JIe KaK BO3MOXKHBIC apXUBBI MUKPOOMOJIOTMIECKOM
nH(MOpPMAIIMN, COXPAHUBIIEICSI CO BpEeMEHU MX I10-
rpebeHus. B morpeGeHHBIX ITOYBAaX COXPAHSIOTCS OCO-
OEHHOCTU BEPTUKAILHOTO PacIpeneeHns MUKPOOp-
TFaHU3MOB MO TTPOMUITIO, MOTPeOEHHBIE TYMYCOBBIE TO-
PU30HTHI MPEBBIIIAIOT 10 YMCIEHHOCTH, OMoMacce U
BUIOBOMY pa3HOOOpa3uio MuHepanabHbie [3, 9, 11,
59, 72]. Ilpu HU3KOM colepKaHUU KM3HECTTOCOOHOI
MUKPOOHOI 6MoMacchl B IOrpedbeHHBIX MOYBaxX 00-
HapyXMWBaeTCsI OOJIbIIIOE KOJIMYECTBO MMKPOOHOM
JHK [17], koTOopast MOXXeT COXpaHSThbCS B MOYBAX,
nmorpedbeHHbIX Ha riryouHe 6osiee 100 m [23]. HekoTto-
pBI€ aBTOPHI IIPpeajIaraloT pacCMaTpuBaTh MUKPOOHO-
JIOTMYECKHWE MapKephbl B IMajieoroyBax KakK OIHY M3
dopM “Oronorndyeckoit maMsTu” IMOYB, C TOMOIIBIO
KOTOPOM MOXXHO PeKOHCTPYHPOBAaTh MUKPOOHOE Ha-
CeJICHUE 3TUX MMOYB 10 MOrpeOeHMsI.
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OnHako morpebeHre MOYBbI PEAKO COMPOBOXIA-
€TCsI TIOJTHOM KOHCEpBallMeil MUKPOOHBIX COOOIIIECTB.
MukpoopraHu3Mbl B MOTPeOEHHBIX TTOYBAX COXPaHSI-
0T META0O0JIMYECKYIO aKTUBHOCTD, IO YPOBHIO 00111
smuccuu CO, NorpedeHHbIE MTOUYBbI MOTYT OBITh UHO-
r71a COIOCTaBUMBI C COBpeMeHHBbIMU [ 1], naxke B MHO-
roJIETHEMEP3JIbIX TTOPOJIaX MPU OTPULIATEIbHBIX TEM-
rneparypax MHOTME MMKPOOPTraHU3Mbl COXPAHSIOT
dusmoornyeckyo aktuBHocTh [47]. Ilpu morpebe-
HUU TTIOYBbI MEHSIETCSI TAKCOHOMMYECKasi U (PYHKIIMO-
HaJIbHasI CTPYKTypa MUKPOOHBIX COOOIIECTB: B IO-
IrpeOeHHBIX TOPU3OHTAX 3HAYUTEILHO MEHBbIIIE caxa-
DPOJIUTUKOB U O0JibllIe OJUTOTPOGHOB U aHAIPOOHBIX
MUKPOOPTraHU3MOB, ITpeodIamaeT JeHUTpUPUKAIIUS
Haa HuTpudukauueii [4]. TakcoHoMuYecKast CTpyK-
Typa NPOKapUOTHOTO COOOIIIeCTBa 3HAYUTEIBLHO U3-
MEHSIeTCSl MPU MOrpedeHuU, B YaCTHOCTU, CUJIBHO
CHUKAETCs OTHOCUTENIbHOE obunue Verrucomicrobia
[11]. Cnenududeckue 3KOJIOTMISCKIE OCOOCHHOCTU
XapaKTePHBI 11 MUKPOCKOITMYECKUX TPUOOB Tajleo-
nmoyB. O01Iasg duomacca U AIWHA MULIEIUST TPUOOB
MpPU MOrpeOeHUM MOYBbl YMEHbIIAIOTCS, OOJIbIIYIO
yacTb rpuOHOI 61omacchl (1o 70%) B MOTpeOeHHBIX
IMOYBaX COCTABJISIIOT CIIOPHI MPEUMYILIECTBEHHO MeJl-
KX pazMmepos [4, 9]. Cpeau KyJabTUBUPYEMBbIX (DOPM
Hanbosee OOMIBHBI MEJIKOCITOPOBBIC U TICUXPOTOJIC-
paHTHI [68].

Oco0eHHOCTU MUKPOOHBIX COOOILIECTB B ITOrpe-
OEHHBIX MOYBaxX BbI3BAaHbI UBMEHEHUEM 3KOJIOTHUYEC-
CKUX ycyioBU#t nipu norpedeHuu. Kak npasuiio, mo-
rpeOeHHBIC TTOYBBI XapaKTEPU3YIOTCSI CHUXKEHHBIM
coJiep>KaHUEM KMCJIOPOAa U MOBBIIIIEHHBIM — YIJle-
KMCJIOTO ra3a, MEHbIIMMU KOJiebaHUSIMU TeMIlepa-
TYpbl ¥ BiIaxXHOCTU. OCOOEHHO 3HAYMMO JISI MUK-
pPOOPTraHU3MOB MpeKpallleHUe TTOCTYIJIEHUs CBeXe-
o OPraHMYECKOTrO BElIEeCTBa OT KOPHEN pacTeHUA.
Colep:xaHre OpraHMYECKOTo BEIIECTBA B ITAJIEONOYBaX
HEYKJIOHHO yMeHbliaetcsi B epsbie 100—300 et mo-
cie morpedbeHus [3], mociae 9ero Impollecchl pa3py-
IICHUST 3aMEIUISIOTCSI, IIPU 3TOM YacTb OpraHude-
CKOTO BelllecTBa B BUJZIE OCTATOYHOTO ryMyca (0KOJIO
7% OT NCXOMHOTO COMEPKAHMST) MOXET COXPAHSITHCS
B IMOTPEOEHHBIX TTOYBAX HEOTPAHUYEHHO J10JITOE Bpe-
Msi [4]. YrcneHHOCTh OaKTepuil M apXeii B MorpedeH-
HBIX TIOYBax MCTOpUYeckoro mnepuoaa B 3—8 pas
MmeHsbie [11], a MukpobHass 6uoMacca — B 3—7 pa3
MeHbIe [6, 10], yeM B COBpeMeHHBIX ITOYBaX. DTO
COOTHOIIIEHUE ¢J1abo pa3inyaeTcs IS MoYB, Morpe-
OeHHBIX B pasHoe BpeMs (3700—400 ner Hazan), a
3HAYUT, OCHOBHbIE TMOTEPU MUKPOOHOIT OGMOMACCHI
MPOUCXOMASIT B TEUEHUE TEPBbIX NECATUIECTUN WIU
CTOJICTUI TTOCJIe MOTpeOeHMS.

TakuMm o6pa3omM, YUCITIEHHOCTb, CTPYKTypa U pa3-
HOOOpa3rue MUKPOOHOro COOOIlIecTBa 3HAYUTEIBLHO
W3MEHSIOTCS MocJie morpebeHmus mouBhbl. Ompeme-
JICHHAsI 9acTh ITOKOSIINXCSI (popM MUKPOOPTraHM3-
moB, JIHK viau npyrux 6MoMosieKys1 MOXKET HacJIe 4o~
BaThCs CO BPEMEHM IIOTpeOCHUST IIOYBBI, HAIIpUMED,
COpOMPOBaHHBIMM Ha TTOBEPXHOCTU TITMHUCTHIX MU-
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Hepanax. OmMHaKO BOIIPOC O TOM, KaK Pa3ae/InTh MUK-
pobuoJIoTnYecKre MapKephl “OMOJIOTUYECKOM MaMsi-
T’ TAJICONOYB U Pe3yJIbTaThl 0OJiee MO3IHUX IIPO-
IIECCOB M3MEHEHUSI MUKPOOHBIX COOOIIECTB IIOCTIE
MOrpedeHusl, OCTAaeTCsI HEPEILIEHHBIM.

[TorpebeHHbIe ITOYBBI MOTYT IIPEIOCTABUTH 3HA-
HHS O TOM, KaKoBa ObIIa CTPYKTypa MUKPOOHBIX CO-
OOIIIeECTB Ha M3y4yaeMOU TEePPUTOPUU B TPOIILJIOM.
OnIHako Ipy ITOMOIIIH UCCIIEA0BaHUS TAKUX ITOYB He-
BO3MOXKHO OIIEHUTh, KaK MHKPOOHBIC COOOIIIECTBA
COBPEMEHHBIX TTOYB OyIyT U3MEHSIThCS B Oymyllem
IIpU CMeHe OMOKIMMAaTUIECKUX ycnoBuil. M3yueHue
Oynymmx M3MEHEHUI MHUKPOOHBIX COOOIIECTB IT0Y-
Bbl BO3MOXHO IIPU HCIIOJb30BaHUM “UCKYCCTBEH-
HBIX XPOHOPSIOB” — JIa0OpPaTOPHBIX WJIM ITOJIEBBIX
9KCIIEPMMEHTOB C MOJIEJIMPOBAaHMEM TOJITOBPEMEH-
HBIX U3BMEHEHU I MOYBEHHO-3KOJOTMYECKUX YCIOBUIA.
B xauecTBe rpuMepa MOXHO IIPUBECTU SKCIIEPUMEH-
THI IO CUMYJISIHUY U3MEHEHUI KJIMMaTa, B TOM YHCJIe
[JIO0AJILHOTO TIOTEIICHUSI, KOTOPbhIe OOBIYHO BKITIO-
YaloT B ce0sI MCKYCCTBEHHOE MHOTOJICTHEE ITOBBIIIIC-
HUE TeMIIepaTypbl, U3MEHEHHME KOJIMIECTBA OCATKOB 1
YPOBHSI MHCOJISIIMU Ha OMBITHOW Tepputopuu [38,
70]. B Takux paboTax poOBOASITCS IIONBITKY OLIEHUTD,
KaK M3MEHSTCS OroMacca, akTUBHOCTh U IPYTUe Xa-
PaKTEPUCTUKU TTOYBEHHBIX MUKPOOHBIX COOOIIIECTB B
pe3ylbTaTe M3MeHeHn KimMaTa. Hanpumep, B pam-
Kax IIOJOOHBIX DKCIEPUMEHTOB OLICHMBACTCS BIIMSI-
HUE CUMYJISILIMU TJI00QJIbHOTO MOTETJIEHUSI HA MUKPO-
OMOMBI apKTUYECKMX U OOpeaibHBbIX II0YB, KOTOPOE
BBIpaskaeTCs B COKpAIlleHUN OOMJINS TpUOOB, YBEJIH -
YEeHUU OOWIUS OaKTepUii U U3BMEHEHUU TAKCOHOMU-
YecKoro cocraBa coobmiectBa [27, 31, 38, 70]. Ilpu
9TOM KPaTKOBPEeMEHHOE U3MEHEHNE TeMIIepaTyphl 1
YBJIaXXHEHHOCTU MOXET BOOOILIE He BJIUSTh Ha CTPYK-
TYpy MUKPOOHOTO coobiiecTtBa [54], apdekT MmoxkeT
MpPOSIBIISITECS JIMIIB T1ociie 10 JeT 3KCcIiepuMeHTa,
TOJIBKO B TTOBEPXHOCTHOM CJIOE€ MOYBBI U BIUSITh HA
MUKPOOPTraHMU3MbI OIIOCPEAOBAHHO, Yepe3 U3MEHe-
HHUe oOunns 1 coctaBa pactenuii [27, 70]. Hackonb-
KO pe3yJIbTaThl MOAOOHBIX SKCIIEPUMEHTOB ITpUMeE-
HUMBL IJIs MOAEIMPOBAaHMS peaabHON AUHAMUKU
MUKPOOHBIX COOOIIECTB B pe3yJibTare W3MEHEHUS
KJIMMaTa — JUCKYCCUOHHBII Borpoc. OgHaKo Ha NaH-
HBII MOMEHT HOI00HAsI CUMYJISILINS II00aJILHOTO I10-
TEIJICHUSI OCTaeTCsI OMHUM W3 HEMHOIMX CIOCOOOB
OLICHUTb TIPOJIOHTUPOBAHHOE U3MEHEHUE MUMKPOO-
HBIX COOOIIECTB IOYBbBI B OyIyIIIEM.

SAKJIIOYEHUE

MuKpoOHBIE COOOIIIECTBA MOYBbBI U3MEHSIIOTCS B
I POKOM JHMaIia30He BpeMEHH, OT YACOB JIO ThICSJe-
Jgetuit. Ha caMbIX KOPOTKMX IPOMEXYTKaX BpEeMEHU
oA, BIWSIHUEM pPe3KUX WU3MCEHEHMU IT0YBEHHBIX
YCJIOBUI WJIV MTOCTYIUICHUS CBEXKETO OPraHNIEeCKOTO
BelIeCTBA IIPEUMYILIECTBEHHO W3MEHSIETCS aKTUB-
HOCTb MMKpoopraHu3moB. Ha OGojiee mmTebHBIX
MpOMEXXYTKaxX BCIICICTBUE TMHAMUKM COCTaBa pacTe-

HUU 1 HU3NKO-XUMUIECKUX CBOMCTB MOYBHI (0OCO-
o6enHo pH) usMeHs10TCS 00111ast OMoMacca U TaKCo-
HOMMYECKAsl CTPYKTYypa MUKPOOHOTO COODIIIECTBA.

M3meHeHuss oOIIeil 4MCIEHHOCTM M OMOMAacCCHI
MMKPOOPraHU3MOB, KaK MpaBUJIO, CBSI3aHBI C COmep-
>KaHMEeM NOYBEHHOT'O OPTaHNYECKOro BemlecTBa. I1po-
LIECCHI, COITPOBOXKIAIOIIMECS HAKOIUICHUEM YIJIEpoaa
B ITOYBE: IICPBUYHOC HO‘{BOO6pa3OBaHI/Ie, BTOPMUYHLIC
BOCCTAaHOBUTEIbHBIE CYKIIECCUN — KaK IIPaBUIIO, BETYT
K YBEJIMYECHUIO MUKPOOHOI OMOMAacChI, a TAKKe K yBe-
JIMYEHUIO COOTHOIIIEHUS TPHUObI/0aKTepUM.

OoO1iiee pazHooOpasue (C-pazHoobpasue, BUIO-
BOe 0OTaTCTBO) MUKPOOHBIX COOOIIECTB MOXET KaK
YBEJINYMBATHCS, TAK U YMEHBIIIATHCS UJIM OCTABaTbCS
HEU3MEHHBIM Ha MPOTSKEHUU TOYBEHHBIX TTPOIIEC-
COB CaMO¥1 pa3HOI MPOIOIKUTENbHOCTH. OYeBUIHO,
KOHKpPETHBIE CXeMbl UBMEHEHUSI MUKPOOHOT'O pa3HO-
o0pasusi OIpenessiioTC MHOXECTBOM Pa3IMYHbBIX
MapamMeTpoB, W BBIAEIUTb €NUHBIA TPeHH HE TIpe.-
CTaBJISIETCS] BO3MOXHBIM.

buomMacca 1 cTpykTypa MUKPOOHBIX COOOIIECTB
MPaKTUYECKU BCEX TMOYB M TUIIOB KJIMMaTa MoaBep-
JKeHa CUJIbHOM Ce30HHOI TMHaAMUKe. DTO HEOOXOIU -
MO MPUHUMATb BO BHUMaHUE NPU CpaBHEHUU MUK-
POOHBIX COOOIIECTB TreorpaMyuecku yaaJleHHBIX
MOYB, 0OCOOEHHO OTOOpPaHHEBIX B pa3zHoe BpeMsl. [axe
B paMKax JIETHEro ce30Ha YMCIeHHOCTh U Oromacca
MUKPOOPraHU3MOB MOTYT U3MEHSTBCS B HECKOJIbKO
pas, 4To UcKaxaeT pe3yJibTaThl CPABHUTEILHOTO aHa-
Jiu3a pa3HbIX MOYB.

PacTeHus nMeloT 0oJibIlIoe 3HAUSHUE B PETYJIMPO-
BaHWU TMHAMUWKU MUKPOOHBIX cooOI1ecTB. Ha Kopot-
KX IIPOMEXYTKaX BpeMEHU BIUSTHUE PACTEHU BhIpa-
KaeTcsl B UBMEHEHUM aKTUBHOCTU 3MUCCUM KOpHE-
BbIX 3KCCyJaTOB, Ha 0ojiee IUTEIbHBIX — B
W3MEHEHNe OOMJIMS M COCTaBa PaCTUTEIBHOIO CO00-
1IeCTBa B MpPOLIECCE Pa3IMYHBIX CyKileccuil. [pyrue
¢daKTOpbl IMHAMUKU MUKPOOHBIX COOOILIECTB: TeMIIe-
parypa, BIaXHOCTb, (PM3UKO-XMMUIECKHE CBOMCTBA
MMOYBBI — TAKXK€ MOTYT BJIMSITh HA MUKPOOPTraHU3MBI
ONOCPEAOBAHHO, YePEe3 PETYISLUIO XKU3HU PACTEHUIA.
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on Different Timescales: a Review

T. I. Chernov! %* and A. D. Zhelezova':?
! Dokuchaev Soil Science Institute, Moscow, 119017 Russia
2Lomonosov Moscow State University, Moscow, 119991 Russia
*e-mail: chern-off@mail.ru

Soil microbial communities are subjected to significant changes over time. The dynamics of soil microorgan-
isms on different timescales differ in nature and in the control factors. The most rapid changes are caused by
abrupt changes in soil temperature and moisture or by the influx of fresh organic matter and occur within a
few hours or days; they are mainly related to the activity of microorganisms. Seasonal dynamics are caused
by annual variations in temperature and precipitation that affect the microbial community directly or indi-
rectly through the regulation of plant life. The microbial biomass and the taxonomic composition of soil mi-
crobial communities vary significantly throughout the year, which should be taken into account when sam-
pling for a comparative analysis of different soils. The long-term dynamics of microbial communities during
primary soil formation or soil recovery after various disturbances lead to an increase in the total microbial bio-
mass and the fungi/bacteria ratio, as well as to changes in the taxonomic composition of microbial commu-
nities. The main factors of the long-term dynamics are the accumulation of soil organic matter, plant succes-
sions, and changes in pH. The diversity of microbial communities during long-term dynamics can vary in dif-
ferent ways and does not follow a single trend. The longest dynamics of soil microbial communities are
associated with changes in bioclimatic conditions. Information about soil microbial communities of the past
can be obtained by studying buried and permafrost soils. The study of future changes in soil microbial com-
munities is possible in experiments with artificial changes in climatic parameters. Plants are a significant fac-
tor in the dynamics of soil microbial communities on all timescales; in short periods, the activity of plants
plays the main role; in long-term trends, the key role belongs to changes in the abundance and diversity of

microbial communities.

Keywords: successions, seasonal dynamics, soil formation, paleosols, biomass, biodiversity

TTOUBOBEJEHUE Ne 5 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


