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CHOucok UCIoIb3yeMbIX a00pEeBUATYP U COKPAIICHUIM
MC — MukpoOHOE COOOIIECTBO

['OK — rannouaHbIi 3BOIIOIIUOHHBIA KOHCTPYKTOP

®aru — 6akTepuodaru

CT'TIT" — cumMeTpryHasg Mozielb «[ €eH-IpOTUB-TEHa

['TI" — mopens «I eH-pOoTUB-reHa

AC — Mozenb amiebHOr0 COOTBETCTBUS

I'B — «roHKa BOOPYKECHUI»

@O — dpaykTyupyromui 0Téop

OCO — paykTyupyronuii no cneunuGuaHoCTH 0TO0p

®J1O — dpaykTynpyromui no auamna3ony oroop

['TI — ropu30HTaNbHBIN TEPEHOC TEHETUYECKOT0 MaTepuana
TL — Tpoduyeckmii UK

MI'K — meTo ri1aBHBIX KOMIIOHEHT



BBenenue

MukpoOubie coobmiectBa (MC) ABISIIOTCST TECHO B3aMMOCBS3aHHBIMU
CHUCTEMaMH, COJCP)KAIUMHU B ce0e KIETKU, OTHOCSIIMECS K pPa3HbIM IIITaMMaM,
BUJIaM, pOJaM M JaXKe IMapcTBaM. Takas TeTepOTeHHAas MPUPOaA 3HAYUTEIHHO
OCTIOXKHSIET aHalN3 HX CTPYKTYPHO-(QYHKIIMOHAIHLHOW OpTraHM3alliH, a TakKe
MIPOIECCOB, TPOTEKAIONIMX B cooOIecTBax. B YacTHOCTH, 3TO OTHOCHTCA K
BBISIBJICHUIO (DYHKIIMOHAIBHBIX B3aUMOOTHOIICHUN Mexay wieHamu MC. Crout
OTMETHUTh, YTO TIOJ] MEKPOOHBIMH COOOIIECTBAaMHU B JAaHHOW pabOTe MOHMMACTCS
TPYIIIBI MPOKAPUOTUYECKUX OPTaHU3MOB, BKJIOUas OAKTEpHi, apXeil U BUPYCOB,
B3aMMOCBSI3aHHBIX Ha YKOJOTHYECKOM U MOMYJISIIMOHHOM YPOBHSX, M TEM CaMbIM

00pa3yronux eINHYI0 CUCTEMY.

B HaCTOSIHlHﬁ MOMCHT CYHICCTBYCT pPiAd OSKCIICPUMCHTAJIbHBIX MCTOIOB,
nNpCaOoCTaBIONIUX TI'CTCPOrCHHLIC AAHHBIC, KACAIOIMHUCCA Pa3jIMYHbIX aCIICKTOB
9TOro OOBEKTa HCCICAOBaHM:A. Hpomomemuee 3a IIOCJICOAHCC BPCMA PC3KOC
YBCIIMYCHHUC 00BEMa AOCTYIIHBIX MCTAaICHOMHBIX JAHHBIX IIPECACTABIICT MHTCPCC U
OTKPBIBACT IIOJIC ACATCIbHOCTHU HC TOJIBKO IJIA 6I/IOCTaTI/ICTI/IKOB, HO " 1JId
CIIcouaJIuCTOB B obOnacTn MOACINPOBAHUA 6I/IOCI/ICTGM, IIOCKOJIBKY 3TH IOAaHHBIC
IIO3BOJIAOT ITOBBICUTB KadCCTBO MOHGHCﬁ. B T0 Xxe BpEMs  MCTOAbI
MATEMATUYCCKOI'O 1 KOMIIBIOTCPHOI'O MOACINPOBAHUA OKA3BIBAIOTCA ITOJIC3HBI JJIA

noHuManus Boonn MC 1 ux QyHKIIUU B 9KOCUCTEME.

MC nuHaMUYecKH WU3MEHSIOTCS CTPYKTYPHO M (PYHKIMOHAJIBHO B OTBET HA
W3MEHEHHs] OKpy»Karomen cpenbl. [IpocTpaHCTBEHHAss HEOIHOPOJHOCTH CPEABI
oOuTaHUsI, TPAJUEHTHI SKOJOTHUECKUX (PaKTOPOB U MUTPALIMU BHOCAT CBOM BKJIAJ B
NEeHCTBUE €CTeCTBEHHOTo 0TO0pa Ha yyacTHUKOB MC. I1oaToMy n3yueHne BIUsSHUS
IPOCTPAHCTBEHHBIX (AKTOPOB Ha HANpaBJICHHE U XapaKTep TIeHETHYECKON
U3MEHYMBOCTH  MHMKPOOPraHM3MOB  NPEACTABIACTCS  AKTyAIbHOM  LIEJIBIO
ucciuenoBanus. B Hacrosiee BpeMs B MUpPE aKTUBHO BEAYTCS MCCIECIOBAaHUS B
o0nacTd  MOMYJSUUOHHOM  TEHETUKH  MPOCTPAaHCTBEHHO-pACHpeeEHHbIX

ounonornyeckux cucteM. [Ipu 3ToM nosiBisieTcst BC€ 0oJible padoT, MOKa3bIBAIOIINX
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Ba’XHOCTb HpOCTpaHCTBeHHOﬁ opraHmisanuu CpCabl oOouTaHus u IMPOXUBAOIINUX B

HEel TOMyJsUMKA Ha HBONIONUI0O U (PYHKIIMOHMpPOBAHWE MHUKPOOHBIX COOOIIECTB

(Phalak, Chen, Carlson, & Henson, 2016; J. Wimpenny, Manz, & Szewzyk, 2000).

B cBs3u ¢ mosiBlieHHEM OOJIBIIOTO YHKCJA SKCIEPUMEHTAIBHBIX JAHHBIX O
dbynkuuonupoBanun MC B pa3nuyHbIX YCIOBHSIX (B T.4. B IPOCTPAHCTBEHHO
TeTEPOTeHHBIX Cpejlax ), BO3HUKIIA MOTPEOHOCTh B MHCTPYMEHTAX, MO3BOJISIONINX HA
OCHOBE JTHUX JaHHBIX U3BJIEKaTh HMHGOPMAIMIO W TOJy4aTh 3HAHUSA 00 HX
CTPYKTYpPHO-IUHAMUYECKUX  cBoMcTBax.  [losTromy  pa3BuTHE  CpEHACTB
KOMITBIOTEPHOTO ~ MOJICIMPOBAHUS ~ DBOJMIONMM W (YHKIIMOHUPOBAHUS
OaKTEepHAIbHBIX COOOIIECTB TMPENICTABISAECT CYIIECTBEHHYIO TEOPETHUYECKYI0 H

IMPAKTHUYCCKYIO 3HAUYNMOCTbD.

B Hactosimiee BpeMs B Mupe pa3paboTaH OOJBIION apceHall METOJ0B U
nporpaMm JUisi KOMITBIOTEPHOTO MOJICTUPOBAHUS KaK OTACIbHBIX MHUKPOOOB
(Bxiarouast mostHorenomusle mogenu kiaetku (Karr et al., 2012; M Tomita et al.,
1999)), Tak u cooOmiecTB. HecMOTpst Ha TOCTUTHYTBIE YCIIEXU B MOJICITUPOBAHUU
(mogpobuee cm. O630p nUTEpaTyphl), OOIBIIMHCTBO U3 MPEICTABICHHBIX METOJIOB
U IporpaMM MoAeIHpoBaHusl (JOKYCUPYIOTCS Ha OMMCAHUM OJHOTO-IBYX YPOBHEH
ouosiornyeckoi opranuzanuu MC, 4To 3aTpyIHSIET KOMIUIEKCHOE U BCECTOPOHHEE
TEOPETUYECKOE UCCIICIOBAHNE UX TTPUHITUIIOB OPTaHU3aIMHU, PYHKIIMOHUPOBAHUS U
somonuu. Panee B MIul" CO PAH 0b11 pa3paboTan nmporpaMMHBIA KOMILJIEKC
«[annonaHbIi  3BOIOIMOHHBIA KOHCTpYKTOp» (mamee I'DK) (S. A. Lashin,
Matushkin, Suslov, & Kolchanov, 2012; S.A. Lashin, Klimenko, Mustafin,
Kolchanov, & Matushkin, 2014; Sergey A Lashin, Suslov, Kolchanov, &
Matushkin, 2007), B MojemsiX KOTOPOIO pPacCMATPUBAIOTCS TaKHE YPOBHH
OMOJIOrNYECKOM OpraHu3aluu KakK F€HETUYCCKUU, METa00JUUECCKHUH,
MOIYJISIMUOHHBIA M 3KOJIOrn4YecKkui. [I[pumMeHeHne Takux KOMIUIEKCHBIX MOJENIEeH
MO3BOJIMJIO TOJYYUTh IIUPOKUA CHEKTP TEOPETHUYECKUX pe3yJbTaTOB IO
dbynkunonupoanuio u s3Bomouru MC. Opnnako, B ucxogHoil Bepcun ['OK

paccMaTPUBAIKNCH TOJIBKO CPEJIbl 0OOUTAHUSI C pABHOMEPHBIM MIEPEMEIIUBAHIEM, YTO



HE

IMMO3BOJIAJIO  HMCIIOJIB30BAaTb €ro g HCCICAOBAHUA IMPOCTPAHCTBCHHO-

pacnpenenéunbix MC. B cBsizu ¢ 3TuM ObuH CHOPMYITHPOBAHBI CAEAYIOMINE ETH

Y 33/1a44 TUCCEPTALIMOHHON pabOThI.

Lean 1 3a1a4M TUCCEPTALNMOHHOH PA0OTHI

[{enb paGOTHI:

HccnenoBanue BIUSHUS TPOCTPAHCTBEHHBIX (PAKTOPOB HA MPOLECCHI
TEeHETUYECKOM M3MEHUYHMBOCTH B MHUKPOOHBIX COOOIECTBAaX C IOMOILBIO

MCTOJ0B KOMIIBFOTCPHOI'O MOACINPOBAHUA

3amaun:

1. Pactmmputh mMeToauKy «l arjougHBIN BOJIOIMOHHBIA KOHCTPYKTODP» IS

PCUICHUA 3agad MOJCINPOBAHUA FeHETUYCCKOM HN3MCHYHNBOCTU B
HpOCTpaHCTBCHHO-paCHpeﬂeHéHHHX MI/IKp06HI>IX COO6IH€CTBaX Hn CO34aTb

CpCACTBaA I aHAJIM3a MOACIIBHBIX JdHHBIX pa3pa60TaHHoﬁ CHCTCMBEI.

UccnenoBath MOJEIM  MHUKPOOHBIX  COOOIIECTB €  TpopuuecKumu
OTHOLICHUSIMU BHUIA «OTpaBUTENIb-KEPTBAY, BEISIBUTD BJIASTHUE
MPOCTPAHCTBEHHBIX (PAKTOPOB HA JUHAMHKY YACTOT ajuiesiell U BO3MOXKHBIE

pPeXKUMBI PYHKITMOHUPOBAHUS CUCTEMBI.

[IpoBecT wucciaegoBaHHWE MOJEIEHM CUMOUOTHYECKHX COOOIECTB B
MIPOCTPAHCTBEHHO-PACIIPECIEHHON CUCTEME C U3MEHSIOIIUMHUCS YCIOBUSIMHU
cpenbl. BEIIBUTH BIUSHUE MPOCTPAHCTBEHHBIX (PAKTOPOB M TOPU30HTATIHLHOTO
IepeHoca TeHOB Ha BO3MOXKHBIC PEKHUMBI (DYHKIIMOHUPOBAHUS CHCTEMBI
MOMYJISAIANA MUKPOOPTaHU3MOB C KOMITEHCATOPHBIM M HEKOMIICHCATOPHBIM

THUIIaMH 3aBUCHUMOCTH OT 3KOJIOTHYCCKHUX (bﬂKTOpOB.

HccnenoBarh MOJI€NM YCIOKHEHUS U YIIPOIICHUST METa00IM3Ma MPOKAPHUOT,
HBOJIIOLMOHUPYIOIIUX B MPOCTPAHCTBEHHO-CTPYKTYPUPOBAHHON  Cpele.

BBISIBUTH HKOJOTMYECKUE CTPYKTYpPhl (OPMUPYIOIIHUXCA COOOILECTB U



3aBUCUMOCTb TPCHAOB OBOJIOOHWH OT q)aKTOPOB HpOCTpaHCTBCHHOfI

HCOAHOPOAHOCTH U IMOABUKHOCTH MUKPOOPIraHU3MOB.

5. IIpoBecTn dYHMCIEHHOE WCCICAOBAaHUE BIUSHUS YMEPEHHOW (aroBoi
WH(MEKIIMU Ha DSBOJIOIHMOHHBIE TIPOIECCHl YCIOKHEHUS W YIPOIICHUS
MeTabonmm3ma  TpokapuoT. McciemoBaTh — 3aBUCHMOCTH  DBOJIOIUH

C006HICCTBa oT HpOCTpaHCTBeHHOﬁ JIOKAJIM3allui Oo4ara 3apaKCHHA.

HayuyHnast HOBM3Ha padoThbI

AKTyaJllbHOCTh M HOBHM3HA JaHHOM pabOThl COCTOUT B TOM, YTO BIIEPBBHIE
pa3zpaboTaHa METOJMKAa MOJEIUPOBAaHUS U TPOTrPaMMHBIE CPEICTBA, KOTOPHIE
MO3BOJISIIOT MOJEIUPOBATH 3BOJIIOLMIO OAaKTEpUaIbHBIX COOOIIECTB C YUYETOM Kak
(akTOpoB  NPOCTPAHCTBEHHOTO  pacOpeleieHus, TaK W  [EeHETUYECKOU
U3MEHYMBOCTH, IMPUHUMAas BO BHHUMAaHUE pa3jMyYHble YPOBHH OMOJIOIMYECKOMN
OpraHu3ald OT TEHETUYECKOIO 1O SKOJOTMYECKOrO YpPOBHS, HANpaBlIEHUE W
MHTEHCUBHOCTh OTOOpa, BIMSHHE CTPYKTYPHUPOBAaHHOCTH Cpeabl OOMUTaHus,
Pa3IMYHBIX IPAaJUEHTOB 3KOJOIMUECKUX (PAKTOPOB M MOJBMIKHOCTU KJIIETOK Ha
(GYHKIIMOHUPOBAHKE W pa3BUTHE COOOIECTB mpokapuor. Bcé BmecTe 3TO nMaér
BO3MOXKHOCTb ~ IIPOBECTM  KOMIUJIEKCHOE€  MCCIIEJOBAHUE  B3aUMOJICHCTBUS
MOMYJISIIIHOHHO-TEHETUUECKUX U MPOCTPAHCTBEHHBIX (PAaKTOPOB M MX BIMSHHUSA Ha

HBOJIIOLIMIO MUKPOOHOT'O COOOIIIECTBA.

BrniepBbie MmokazaHo, YTO NMpU HAJIWYMM B OJAHOMEPHOM Cpejie TpaJleHTOB
CyOCTpaTOB Y TMpU YCIOBUM HEMOABM)XHOCTH KIJIETOK BO3MOXKHBIE THUIIBI
YCIIOKHEHHS WM YTIPOLICHUs MEeTa0oM3Ma paclpeiessitoTcsl B IPOCTPAHCTBE MO
syeiikaM CHUCTEMBI, @ TAK)KE BBISBIIEHO COOTBETCTBUE MEXAY 3TUM pacIpeieIeHUEM
C MPOCTPAHCTBEHHBIM PACIPEEICHUEM dKOJIOTUYECKUX (DYHKIIMOHATBHBIX TPYIII.
[TokazaHo, dYTO CHOCOOHOCTP K XEMOTAKCHUCY VY KIETOK TMOMyJSIIuiA B
HBOJIIOLIMOHUPYIOIIEM COOOIIECTBE MOXKET MPUBOAUTH K CHUKEHHIO Kak 4YHCia
BUJIOB B CHUCTEME, TaK M CyMMAapHOH OHOMAacchl COOOIIECTBA, YTO OOYCIIOBJIEHO

HCTIHBIM CHMKCHHUCM 4YHCJIa AOOCTYIIHBIX JII/II_ICHSI/Iﬁ B IIponeccc YIpOUICHUA
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HKOJIOTHYECKOMN CTPYKTYphbl cooOiecTBa. [lokazaHo, yto ymepeHHsbIil OakTepuodar
UTpaeT CTAOMIN3UPYIONIYIO U CAECPKUBAIOIILYIO POJib, 3aMEUIsIsl BU1I000pa30BaHKE,

00yCJIOBJIEHHOE MEPECTPONKOI T€HOMOB.

TeopeTnyeckas 1 NPaAKTUYECKASA 3HAYUMOCTH PadOThI

Metoarka MOJEIUPOBAaHUS U NMPOTPaMMHBIA KOMIUIEKC, IPEACTABICHHbIE B
JUCCepTallii, MOTIYT OBITh HCIHOJB30BaHbl [UISI OLEHKU TOMYJISLUOHHBIX
XapaKTEepUCTUK BHUJOB, BXOASIIUX B MUKPOOHOE COOOLIECTBO, U pEIIECHUs 3a/1ad
IKOJIOTHYECKOTO MojaenupoBanus. Kpome toro, ¢ nomouisio I'9K 3D Bo3MOXkHO
paccuuTaTh JAUHAMHUKH CJI0)KHOCOCTAaBHBIX OHMOpPEaKTOpOB, NIPUMEHSEMBIX B

OMOTEXHOJIOTHYSCKUX OCIAX.

ITocTpoeHHBIE MOAETN MO3BOJISAIOT UCCIEA0BATh 3aKOHOMEPHOCTH JBOIIOLUU
MHUKPOOHBIX COOOIIECTB B 3aBUCHUMOCTH OT CTPYKTYPBI Cpebl U JIEHCTBYIOIIMX
(aKTOPOB HBOJIIOIMY, & TAKXKE MPEICKA3bIBATh SKOJOTUYECKYIO CTPYKTYPY, KOTOpast
chopMupyercss B 3aJaHHBIX YCIIOBUSIX B COOOILECTBE, COCTOSIIUM W3

onpeaenéHHoro Habopa BUIOB.

HccnenoBanre 3aKOHOMEPHOCTEH 9JBOJIOUUU MHUKPOOHBIX  COOOIIECTB
NOMOXET OoJjiee TIyOOKOMY MOHMMAaHHUIO COOTBETCTBYIOIIMX JKOCUCTEM U
palMoHAILBHOMY TPUPOJIONOJIb30BaHUI0. Pa3paboTaHHasi cuctemMa MOXKET OBIThH

HCII0JIb30BaHa IJIA IIPCIIOJaBaHMsA TCOPUHN 3BOJIOINNHN U IT'CHCTUKH HOHYHHHHfI.

IMo10:keHMs1, BBIHOCMMBIE HA 3aAIUTY
1. TTapameTpbl KOCHUCTEMBI OMPEACISIOT SBOJIONHUOHHYIO TEPCICKTHBY
MONYyJIAIUKA ~ HEMOOWJBHBIX  MHKPOOPTaHU3MOB, MTOJTYYHBIIIHX
MIPEUMYIIIECTBO B pe3yJIbTaTe TOPU30HTAIILHOTO TIEPEHOCA TCHOB.
2. MoOWIbHBIE MHKPOOPTAaHWU3MBI, IOJYYUBIIHNE TPEHMYIIECTBO B
pe3ysnbTaTe TOPH3OHTAIBHOTO TEPEHOCAa TEHOB, MPEOJI0JIEBAIOT
OMOIICHOTMYECKUE  OrpaHWyeHus, Ojaromapss CHOCOOHOCTH K

AJAlITUBHBIM MUTI'pPALUAM.
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3. IIpocTpaHCcTBeHHass OpraHW3ais Ccpefabl OOWUTaHUS MHUKPOOHBIX
cooOmiectB Gopmupyer JaHAmadT IaBIeHHS OTOOpa, Ha KOTOPOM
MPOUCXOUT YCTOMUNBASI CAMOOPTAHU3AITUS IKOJIOTHIECKUX CTPYKTYP.

4. CrocoOHOCTh K XEMOTAKCUCY Y KJIETOK OAKTEepHAIbHBIX MOIMYJISIUN B
MUKPOOHOM COOOIIECTBE MPUBOIUT K CHIDKCHHIO KaK YHCJIa BHIIOB B

IKOCUCTEME, TaK U CyMMapHOW OMOMAacChl COOOITIECTRA.

Anpodanusi padoThbI

OcHOBHBIC PE3YJIbTAThI pa6OTBI ObLIH MMPpCACTABJICHBI HA CIICAYIOINX HAYYHBIX

KOH(EPEeHIIUAX, CUMIIO3UyMaX U MPaKTHYECKUX Kypcax:

1.

«benseBckue 4TeHUs, MEXIAyHapoAHas KoH(pepeHuus, nocpsménHas 100-
netnro co paHa poxaeHus akagemmka AH CCCP  JI.K. bensea»
(HoBocubupck, 2017)

«XVII  Bcepoccuiickasgs ~ KOH(EepeHLHs  MOJOAbIX  YYEHBIX IO
MaTEeMaTHYECKOMY MOJEIUPOBAHUI0 M HH(OPMALMOHHBIM TEXHOJIOTHUSAM
(YM2016)» (HoBocubupck, 2016)

«The Tenth International Conference on Bioinformatics of Genome
Regulation and  Structure\Systems  Biology (BGRS\SB  2016)»
(HoBocubupck, 2016)

«Cankr—IlerepOyprckuii  MexAyHapoAHbId  cumno3uyM  «CucremHas
ouonorusa u 6monndopmaruka» (SBBI’2016)» (Caunkt-Ilerepoypr, 2016)
«International Practical Course in Systems Biology (ICYSB 2015)»
(I'érebopr, Iserus, 2015)

«The Ninth International Conference on Bioinformatics of Genome
Regulation and Structure\Systems Biology 2014 (BGRS\SB 2014)»
(HoBocubupck, 2014)

«Bcepoccuiickasi HaydHO-TIpaKTU4YECKasi KOH(EepeHLUs pa3BUTHE >KU3HU B
mpoliiecce abMoTHUECKNX n3MeHeHui Ha 3emuie» (JIuctesaka, 2014)
«MexnayHapoaHas HaydHas cryneHdeckas koHdepenuus 2014 (MHCK-
2014)» (HoBocubupck, 2014)
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9. «XIII Bcepoccutickasi KOHPEPEHITUS MOJIOBIX YIEHBIX 10 MATEMATUUECKOMY
MOJICIMPOBAaHUI0O U HMH(POPMAIMOHHBIM  TexHoJorusM  (YM2012)»
(HoBocubupck, 2012)

10.«The Eighth International Conference on Bioinformatics of Genome
Regulation and Structure\Systems Biology 2012 (BGRS\SB 2012)»
(HoBocubupck, 2012)

O0BbEéM U CTPYKTYpa AuCCePTALUA

I[HCCCpTaHI/I}I n3jokena Ha 209 CTpaHHULlaX MAIIUNHOIIMCHOI'O TCKCTA,
collepkuT 53 pucynka u 5 tabnui. Crnucok JuTepaTypsl BKItouaeT 244 CCBUIKU.
I[HCCGpTaI_II/IH COCTOHUT U3 BBCACHMU, JINTCPATYPHOI'O 0630pa, OIMrMCaHusI MaTCPUAJIOB
H MCTOOOB, IBYX IJIaB C OIIMCAHHCM PC3YyJIbTATOB MOACIINPOBAHUA, 3daKIIOYCHHNA,

BBIBOJOB, CITMCKA JIMTCPATYPHBIX HCTOYHHUKOB U ‘{eTLIpéX HpHHO)KCHHﬁ.

Hyouukanuu

[To Teme nuccepTauu OMmyoJIMKOBAHO:
Cmambu 6 peyeH3upyembix HCypHALax, 6xo0auux 6 nepeyensb BAK:

1. Klimenko A.l., Matushkin Yu.G., Lashin S.A. Bacteriophages affect evolution
of bacterial communities in spatially distributed habitats: a simulation study.
// BMC microbiology. — 2016. — 7. 16. — MNe. Suppl 1. — C. S10.

2. Knumenxo A.U., Mycmagun 3.C., Yexanyes A.JI., 3youn P.K. Mamywxun
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orcypran eenemuxu u cenexyuu. — 2015, — T.19. — No.6. — C. 745-752.

3. Klimenko A.l., Matushkin Yu.G., Kolchanov N.A., Lashin S.A. Modeling
evolution of spatially distributed bacterial communities: a simulation with the
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Suppl 1. - C. S3.
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1. Jlawun C.A., Mamywxkun FO.I'., Aponnukos /. A., Mycmaghun 3.C., Yexanyes
A.Jl., Knumenko A.U., 3youn P.K. Ilpoepammnuiii komnaexc «l annouonuvlil
9B0IOYUOHHBINL  KOHCIPYKMOp» Ol MOOEIUPOBAHUS  NONYJISAYUOHHO-
9KON02UYECKUX Npoyecco8 8 Mukpoouwvix cooouecmeax (I IK) / Software
package «Haploid Evolutionary Constructor” for simulation populational-

ecological processes in microbial communities (HEC)», 2015

JInunblii BrJIag aBTopa. PaboTta Obula BBINOJHEHA ABTOPOM CAMOCTOSITENBHO.
OCHOBHBIE PE3yNbTATHI, MPEACTABICHHBIE B IMYyOJHUKALUAX, OBUIM IOIYYEHBI

aBTOPOM.

baarogapuocTi. ABTOp BBIpa)kaeT IIyOOKYIO MPU3HATEIBHOCTH 3aBEAYIOIIEMY
CEKTOpPOM M Hay4yHOMY pyKoBoauTeNto K.0.H. Jlammnay C.A., a Takke 3aBeIyIoleMy
naboparopueit k.0.H. Marymkuny FO.I'. u H.c. CycnoBy B.B. 3a xoHCyIbTanum u

IMPOAYKTUBHBIC HAYYHBIC THUCKYCCHUHU.
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1. O0630p nuTepaTypbl

1.1. Opranuzanus MHUKPOOHBIX COOOIIECTB M HX (PYHKIHUOHAIBHO-

9KOJIOTMYCCKas pOJib

Ponp mukpoopranmsmoB B Ouocdepe 3emumn TpyAaHO mepeoreHuTh. Kak
oTMevaeTcs B paborax 3aBap3uHa (3aBap3uH, 2004), Ha paHHMX >Tamax MOCIe
3apOXKJICHUS] KU3HU Ha 3emile MPOKapUOTUYECKHUE COOOIIEeCTBa, KaTalu3Upys
CUCTEMY OMOTCOXMMHYECKUX IMKJIOB, TTOATOTOBIIIA YCIOBUS JIsl BOSHUKHOBCHHMSI
0oJyiee CIOXKHBIX OPraHU3MOB M 3aJOXKWJIM OCHOBY JUIsl BCEH HalibHEHIen
sBOMIOIMH. [IpOKapuOTHI M B HACTOSIIEE BPEMSI UTPAIOT BEAYLIYIO POJIb B IUKIIAX
npespamtenus anemerToB (O, C, N, S, P, Fe u ap.), a Takxe SABISIOTCS BaXKHSUIITUMUA
peaylieHTaMH, pa3pylIAlONIMMH OCTaTKHM MEPTBBIX PACTEHUM U KUBOTHBIX. B
HACTOsIIIee BpeMs MUKPOOBI SIBISIOTCS OCHOBHOM (popMoil »u3HM Ha 3emiie. Mx
COBOKYITHasi OioMacca MpeBbHIIIAET COBOKYIHYI0 OMOMAacCy pacTeHHUM U 5KUBOTHBIX
U COCTaBIIsIeT MO pa3HbIM oreHKaM oT 50 10 90% oT COBOKYIHOW IIaHEeTapHOU

ouomaccel (3aBap3us, 2004).

Mukpoopranu3msl IO CBOEH Mpupojie 00pa3yroT pa3HO0Opa3HbIE COOOIIECTRA,
KOTOpbIE JTUHAMUYECKH HM3MEHSIIOTCA MO CTPYKType M (PYHKIIMM B OTBET Ha
W3MEHEHUsSI OKpyKawmled cpeabl. [Ilpumepamu Takux CcOOOIIECTB SBISIOTCS
ovoriéHku u OaktepuanbHbie MaThl (Karunakaran, Mukherjee, Ramalingam, &
Biggs, 2011), a Takxke cooOIiecTBa, HACESIOINIAE, HANMPUMEp, KHIICYHHK
(Chewapreecha, 2013) uu potoByto nojocts (Salli & Ouwehand, 2015) yenoseka.
SBnsAsiCh  CIOXKHOM  QIanTUBHOW  CHCTEMOH, MHKpOOHOE  COOOIIECTBO
JIEMOHCTPUPYET CBOMCTBA 00Jiee BHICOKOTO MOPSI/IKA, KOTOPhIE HE MPUCYTCTBYIOT B
OTJICJIbHBIX MUKPOOaX, HO BOBHUKAIOT U3 UX B3auMo/iecTBUi. Kak Ob1710 0OTMEUYEeHO
B (Comolli, 2014), B3aumoaeiiCTBHsS KOMIUIEKCHOM MPHUPOIBI, BKIIOYAIOIIHE
Tpoduueckue, Gumyeckue U Aake HHPOPMALMOHHBIE (HApUMEpP, KBOPYM-
YyBCTBUTEIBHOCTH) (DAKTOPHI, BO3HHUKAIOIINE MEXKIY KIETKAaMU MHUKPOOHOTO
COOOIIIECTBA, B TOM YHCIIE U MEXKTY KJIIETKAMU Pa3HBIX BUJIOB, UTPAIOT BAKHYIO POJIH

B (YHKIMOHHPOBAaHUU ITOrO COOOLIECTBA B KayeCTBE €IUHOrO IIEJIOTo,
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«romoOnoHTa». Ilpumepamu Takux CcOOOLIECTB SBJIAIOTCS MHOTI'OBHJOBBIE
OMOIUIEHKH, COBMECTHO 3allMIIAIOIINAECS OT AaHTUOMOTUKOB, IOCIOWHO
OpPraHM30BaHHbIE  IMAHOOAKTEpPHAIbHBIE  MaThl, CTPYKTypHpYIOIIHECS B

COOTBETCTBUH C TPOYUUECKUMHU YPOBHIMH H T.II.

B coo0miecTBax MPOKapHOT MPOUCXOAAT AKTHUBHBIC IPOIECCHI OOMEHa
TCHCTHYSCKUM  MaTepHajoM, 4YTO TIO03BOJIIET MHKPOOPTaHW3MaM  OBICTPO
MIPHUCTIOCAOINBATHCS K IIMPOKOMY CIIEKTPY YCIOBHI 0€3 HEOOXOIMMOCTH BKITIOUATh
BECh apceHall HEOOXOMMMBIX ISl BCErO CIEKTpa (PEPMEHTOB B T€HOM Ka)JIOTO
otnenbHOro oprannsma (Barraclough, Balbi, & Ellis, 2012; Niehus, Mitri, Fletcher,
& Foster, 2015; Soucy, Huang, & Gogarten, 2015). ITosToMy B ciiyyac H3MCHEHHUS
YCIIOBUH OpraHW3MbI, TMPUOOPETAOINNE aJalTUBHBIC T'eHBI, MOTYT OBICTPO
MOJIyYUTh MPEUMYIIECTBO, a IMOTOM BBIOPOCHUTH JIMITHHE T'CHBI, KOTJAa YCIOBHUS
cpensl u3MmensaTcs BHOBb (Langridge et al., 2015; Maslov, Krishna, Pang, &
Sneppen, 2009; Pang & Maslov, 2011; Polz, Alm, & Hanage, 2013). /lanusie
IIPOIIECCHI MMPOUCXOIAT, KaK MPaBHUIIO, C BapuaOeIbHON YacThio TeHOMa. 3BecTHO,
gro y Escherichia coli 6omnbimas yacTh reHOB ¢ U3BECTHON (DYHKITHEH, OTHOCSIIIUXCSI
K BapuaOelbHOM YacTh, oTBewaroT 3a MeraboiusM (Mclnerney, McNally, &
O’Connell, 2017; Soucy et al., 2015). Onnako, OoJblIe pa3Mepsl T'€HOMOB
COIPSKCHBI C COMYTCTBYIOIIMMHU HM3ACPKKAMHU, BBI3BAHHBIMH C OJIHOM CTOPOHBI
YBEJIIMYCHUEM BPEMEHH W PECYpPCOB, HEOOXOTUMOTO Ha PEIUIMKAIMIO TaKHX
TCHOMOB, a C JAPYroil CTOPOHBI — MOBBIIIICHHEM BEPOSITHOCTH TIOJTYUCHHUS JISTaICH
(Eigen, 1971). Ot ¢akTophl OrpaHUYHMBAIOT YBEIHUYCHHE pa3MEpPOB I'eHOMA Yy
IPOKAPUOTUISCKUX MUKPOOPTAHU3MOB, BBICTYIIAs B KQUECTBE JBIDKYIIUX CHIT JJIS

PCAYKIOIHNOHHOI'O COCHAPHA UX 3BOJIIOIHUH.

1.1.1 BakTepuanabHble MaThl U OUOIIJIEHKU

XKusHenesTenbHOCTh ~ MHUKPOOPTAaHM3MOB, WX  B3aHMMOJCHCTBHE  C
HPE/ICTABUTENISIMU JIPYTHX BHUJIIOB M C OKPYXKAIOIICH CpPEIOi MPOUCXOJUT KaK B
COCTaBe MOHOBHJIOBBIX KOJIOHH, TaK M B pPaMKaX CIOXHOOPTaHM30BAHHOTO

MYJIBTUBHIOBOTO COOOIIIECTBA, 00pa3yroIIero OMOIIIEHKY TN OaKTepHaIbHBIN MaT.
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CTpyKTypa 3TUX MUKPOOHBIX COOOILECTB MOXKET BApbUPOBATH OT MOHOCIIOS PEIKUX
OTJIENbHBIX KJIETOK JI0 TOJICTBIX CIIM3UCTBIX CTPYKTYP MAaKPOCKOIIMUYECKUX PA3MEPOB
(J. Wimpenny et al., 2000). 3a nociemaue rojibl CTpyKTypa OHOTUIEHOK, B3SITHIX M3
Pa3IMYHBIX Cpell, U3ydanach C MOMOIIBI0 HIMPOKOTO Ha0Opa MUKPOCKOIMYECKHUX,
(UBUKO-XUMUYECKUX U MOJEKYIAPHO-OMOOTUYECKUX TEXHUK, YTO IO3BOJIHIIO
OTKPBITh UX CII0KHYI0 3D cTpyKTypy, BKIIOUAIOILYIO B C€0s ISl HEKOTOPBIX BUOB
BHYTPEHHUE KaHalbl M MHUKpomnopbl. Cuibl, (OpMHUPYIOIIUE CIIOUCTYIO
IIPOCTPAaHCTBEHHO-PACIIPECIIEHHYIO CTPYKTYpYy OMOTUIEHKH, BKJIFOYAst
MUKPOKOJIOHUH, BHEKJIETOYHBIE MOJIMMEPHl M KaHAJIbl, JO CUX IOp SBISIOTCS
IpEeIMETOM HAy4dyHOTO OO0CyxkaeHus. B yacTHOCTH, muaHoOakTepuaIbHbIE MaThl
UMEIOT IOCTATOYHO KOHCEPBATUBHYIO CTPYKTYpY (cM. Puc. 1.1): utoTHsI# cioit (1-
2 MM) NEpPBUYHBIX IPOJYLIEHTOB LUAHOOAKTEPHIl Ha MOBEPXHOCTH IOTJIOLIAET
conmHeuHble Jy4u U (oTocuHTesupyeT. [lomg BepxXHUM clOeM HaXOIUTCS CION

JIeCTpyKuuu (4-5 MM), cofiepKaliuid KIETKA aHa3pOOOB.

Puc 1.1. Cxema cTpoeHUs TUIIUYHOTO IMaHOOAKTEpHaTbHOTO MaTa. Bepxuuii
CIOW COACPKUT TECOK M THUTMEHT CIUTOHEMHUH, BBIICIACMBIA KIIETKAMU
[MaHOOaKTepHil. 3a HUM UIYT CJIOW IMAHOOAKTPHUH, CIIOW OKHUCH JKeJie3a, a TaKKe

CJIOM IECTPYKIINH, TOIpa3ACIISIFOIIMNICS Ha MOJICIION MyPITYPHBIX CEPHBIX OaKTepuit
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u 3en€HbIX cepobakTepuit. Cioi 3eN€HbIX cepobakTepuil HaOII0JaeTCsl HE BO BCEX

ciydasx. [To (Whitton, 2012).

Pemmaromiee 3naueHre B TpPOQUUIECKUX METSIX, 00pa3yIONINXCs B JAHHOM CJIOE
UMEIOT TPOIYKT-CyOCTpaTHBIC B3aMMOJICHCTBHS, KOTJIA MPOAYKT OJIHOW TPYIIIIBI
OpPraHM3MOB CIYXHUT CcyOcTpaToM Tocleayromeii u Tak pganee. llockombky
TpouUecKkoe B3aUMOACHCTBHE MEXKIAY MHUKPOOPTaHU3MAMH  OIPEACIISICTCS
NPAaBWJIOM MHHHMAIBHOTO IHU((PY3MOHHOTO pACCTOSHUSA, TO ONTHUMAaJbHAs
CTPYKTypa COOOIIECTBa MPEACTABISET COOOW CHCTEMY TOHKHX CIIOEB TPYIIII
OpPraHU3MOB, KaXXIIBIH W3 KOTOPBIX UTPAET CBOIO POJb B TPOPUUIECKON CTPYKType
coobmiectBa (3aBap3uH, 2004). Tem He MeHee, HECMOTpS Ha OOIIYyIO
YHUBEPCATbHOCTh  CTPOCHUS IIMAHOOAKTEPHATLHOTO MaTa, HCCIeA0BaTEIH
OTMEYAIOT, YTO, B 3aBHCHMOCTH OT pa3JUYHBIX YCJIOBHH B paMKax oOIIei
CTPYKTYpbl Mata, (OpPMHUPYETCS MPOCTPAHCTBEHHAS] T€TEPOTEHHOCTh Pa3IMYHOTO
KauecTBa: B Pa3HBIX YaCTAX IUIEHKHM MOTYT JIOMHHHUPOBATh Pa3HbBIC BUIBI, UYTO
O0COOEHHO CHJIBHO TPOSABIISETCS Mpu (POopMUpPOBaHUM HOBOM OMOTUIEHKH (cM. Puc.

1.2 (Bpsinckas, Opneanckuii, & Jlaryposa, 2008)).

(6)

4
L

Touku

Puc 1.2. Pacnipenenenue BUI0B IMAHOOAKTEPU 110 TPAIUCHTY TEMIIEPATyp B
7a00paTOPHOM MOJIETM MaTa: a — MOBEPXHOCTHAs IJIEHKa, O — MoHHas TéHKa. 1 —
M. laminosus, 2 — P. tenue, 3 — P. ambiguum, 4 — P. valderiae (bpsuckas et al.,
2008).
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Taxxe oTMeuaeTcsi, 4YTO KOHIIGHTpamusi cyOcTpara sBIsSETCS HaumOomee
BaXHBIM (DaKTOPOM, OIpEACISIONMM CTpyKTypy Onoruiénku (J. W. T. Wimpenny
& Colasanti, 1997), moaToMy reTeporeHHOE MPOCTPAHCTBEHHOE paclpeieicHNe
CyOCTpaTOB MOJXET WIpaTh CYIIECTBEHHYIO POJb B (OPMHUPOBAHUU CTPYKTYPHI

COOOIIIECTBA B 1IEJIOM.

1.1.2 YyBcTBO KBOpyMa

B ycnoBusix CylIecTBOBaHHMS B COCTaBE€ OHOIUIEHKM MHUKpPOOPTaHU3MBbI
BBIHYX/IEHbBl UYETKO KOOPAMHHUPOBATh COOCTBEHHBIM MeTaboimu3M U (passl
KU3HEHHOro ukJia. [loaTomy OobIlIOE 3HAUEHHE UMEIOT CUTHAIIBI MEKKIIETOUHOTO
B3aMMOJICHCTBYSI, MMOMOTAIOUINE CUHXPOHHU30BAaTh YKU3HEICATEIHOCTh OOJIBLINX
IpyNI KJIETOK. XUMHUECKass KOMMYHUKAIMS MEXy OaKTEpUsIMH OCYIIECTBIISETCS
IpU TMOMOIIM HU3KOMOJIEKYJSIPHBIX TOPMOHOIOJOOHBIX BEUIECTB, HA3bIBAEMBIX
ayTOMHIAYKTOpPAaMU. AYTOMHIYKTOPBI  B3aUMOJACUCTBYIOT C  pPELENTOPHBIMU
pPEryIsTOPHBIMU OelakaMu M Jerko AUGOYHAUPYIOT 4Yepe3 KIETOUYHYIO CTEHKY
O0akTepuil. CnocoOHOCTh OaKkTepuil BOCHPUHUMATh KOHUEHTPALMIO CUTHAIBHBIX
MOJIEKYJI M OLEHHUBATh IUIOTHOCTh COOCTBEHHOHN MOMNYJSLUH, pearupys Ha €€
U3MEHEHUE Ha MOMYJISIHMOHHOM YPOBHE, Ha3bIBAIOT YYECME0OM Keopyma (aHTIL
quorum sensing) (Waters & Bassler, 2005). Kak npaBuiio, B OTBET Ha YBEIHYCHHE
KOHIIEHTpAlMU ayTOMHYKTOpa BBILLIE HEKOTOPOIO Opora, OaKkTepralibHbIE KJIETKU
U3MEHSIOT PEryJIsiUI0 AKCIPECCUU TE€HOB, a, CIEJA0BATENIbHO, U CBOE MOBEJICHUE.
BOJBIIMHCTBO MPOLIECCOB, KOHTPOJIUPYEMBIX UyBCTBOM KBOPYMA, HENIPOYKTHUBHBI,
€CJIM TIPOU3BOJATCS OTAEIbHON OakTepuel, HO CTAHOBATCS BBITOJHBIMH, E€CIIH
BBITIOJHAIOTCS.  OJHOBPEMEHHO OOJBIIMM KOJMYECTBOM KieTok. Hampumep, B
pabore Bumszuk u ap. (Visick, Foster, Doino, McFall-Ngai, & Ruby, 2000)
OTMEYAETCs, 4TO y OMOJIOMHHHUCIEHTHOM Mopckoi Oaktepum Vibrio fischeri,
KOJIOHM3HMPYIOIIIEH CBETOBOM opraH rapaiickoro kaibMapa Euprymna scolopes,
paboTaer cienyromui MEXaHU3M: KJIETKU MPOU3BOAIT ayTOUHIyKTOpbl AHL wu
LUxR, 1 xorja ux KOHIIEHTpAIUs JOCTUTAET KPUTUUECKOTO MOPOora, OHU 00pa3yroT

kommuiekcbl  LuxR-AHL. JlaHHBIH KOMIUIEKC HMHAYLHPYET  SKCIPECCHUIO
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mourdepasHoro onepoHa, HE0OOXOIMMOTO Jis CBeUEHUsl. AKTUBUPYETCS CUCTEMa C
MOJIOKUTEIBHOW OOpaTHOM CBSI3bI0, W BCS MOMYJSALMS TEPEXOJUT B PEKUM
cBeueHUs. B pesynpTaTe KOJOHMSI WCIYCKAeT CBET, IMO3BOJISIOMINNA KaJdbMapy
CKpBhIBaTh COOCTBEHHYIO T€Hb U TE€M CaMbIM HM30erarb XUIIHUKOB, a OaKTEpHUH
MOJTy4YaloT MUTATEIbHBIC BEIIECTBA, PACTIOIOKEHHBIE B CBETOBOM OpraHe KajabMapa.
Yotepc u baccaep (Waters & Bassler, 2005) mpuBoasaT apyroi mpuMmep 4yBCTBa
kBopyma y Staphylococcus aureus, KOTOpblii B HOpPME SIBJISICTCS HEOIACHBIM
MPEACTaBUTEIEM MHUKPOQIOPHl YEIOBEKa, HO MOXKET CTaTh CMEPTEIbHBIM
NaTOT€HOM TP TIOMAaJlaHUU BHYTPh TKaHeW Xxo3auHa. [IpW HU3KON IIOTHOCTH
KJIETOK JIaHHBIC OAaKTEepPHH OKCIPECCUPYIOT OEIKOBBIE (PaKTOpPHI, KOTOpPHIC
CIIOCOOCTBYIOT MPUKPEIJICHUIO W KOJIOHM3alluh. B TO BpeMs Kak MpU BBICOKOH
IUIOTHOCTH KJIETOK B MOMYJISALIMHU OaKTEpUU PENPECcCUPYIOT IKCIPECCUIO TEHOB,
KOJUPYIOIMNX 3TH ()EPMEHTHI, ¥ B TO K€ BPEMS CEKPETUPYIOT TOKCHHBI U TIPOTEA3HI,
HEOOXOMMMBIC ISl PacHpOCTPaHEHHUs maTojormueckoro mpomecca (Waters &
Bassler, 2005). [TockonbKy 4yBCTBO KBOpyMa OPHEHTHUPYETCS Ha KOHIICHTPAI[HIO
CUTHAJIBHBIX MOJICKYJ B cpefe, (pakTopbl MPOCTPAHCTBEHHOTO PACIPECICHHS

IPUOOPETAIOT BAXKHYIO POJIb IIPU UCCIIENOBAHUH 3TOTO MPOLIECCa.

1.1.3 JIpukeHue y mpoKapuoT

M3BeCcTHO, YTO 3HAYMUTEIBHOE YKCIO BHAOB OAaKTEpPHil CHOCOOHBI AKTHBHO
IEPEABUIaThCsl B OKPY)KAIOIIEH cpele 10 HampaBICHHIO K IMTATCIbHBIM
BEIIECTBAM WJIM Jke JiyuiuM yciousMm obOutanus (Adler, 1976). Kak mpasuo,
MHKPOOPIaHU3MbI ~HCIIOJNIB3YIOT IS CBOCTO TMEPCABIIKCHHMS WM KTYTHKH
(Henrichsen, 1972) unu npyrue MexaHW3Mbl, TaKue Kak, HAPUMEp, CICIHAIbHbIC
Oenku, pacrojiokeHHbIe Ha MeMmOpaHe (Hampumep, Flavobacterium johnsoniae)
(Shrout, 2015), pecanuku, mo3BoJIsIOIIME CKOIB3UTH KiieTkam Oscillatoria princeps
(Halfen & Castenholz, 1971), niu sxe U3MEHsIs MOBEPXHOCTHOE HATSDKEHHE MTYTEM
BBIJICJIEHUS TIOBEPXHOCTHO-aKTUBHBIX BEMIECTB (KaK 3TO JEIAal0T MPEICTaBUTEIH
Buaa Myxococcus xanthus) u T.1. CriocoOHOCTb MEepeABUIaThCA B COOTBETCTBHH C

rpaiuCHTaMu OHpCI[eJ'IéHHBIX 9KOJIOTHYCCKHUX (l)aKTOPOB Ha3bIBACTCA mMAaKCUCOM
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(manmpumep, xemortakcuc, ¢dorotakcuc u T1.1.) (Herpycop & Kotopa, 2007).
Habmroatotest pa3nuyHbIe TUTIBI TAKCHCA B 3aBHCUMOCTH OT UCTOYHHUKA CPEIOBOTO
ctumyna. Tak ¢gpomomakcuc, T.e. BOBMOKHOCTh IMEPEMEIIAThCS B HAIPaBICHUU
UCTOYHUKA CBETa, OCOOEHHO BaXeH A (HOTOTPO(HBIX MHUKPOOPTAaHHU3MOB, a
aspomakcuc  (MepeMelIeHne 1O TPAAUEHTy  KHUCIOpOJAa) BaxeH s
MUKPOadpOPHIBHBIX W aHadpOOHBIX OakTepuit. Hambonee pacnpocTpaHEHHBIN U3
Pa3HOBUAHOCTEH Takcuca — 3TO XeMOMAKCuc, T.e. IBIKEHUE TI0 HAMPABJICHHUIO K
ammpaxmaumam (KaKk TpaBWIIO, MUTATENbHBIE M Apyrue HEOOXOAMMBIC st
MeTaboIM3Ma KJIETOK BEIIECTBA) U OT peneiennos (AHTUOMOTUKH, TOKCHHBI U JIp. ).
bakrepun UMEIOT omnpeeNEHHbIN MeXaHu3M Onoxumudeckoit mamsita (Machab &
Koshland, 1972), no3Bossiromuii M agantupoBaThCs K TEKYIIUM KOHIIEHTPAIHSIM
aTTPaKTaHTOB M PAacIo3HaBaTh rpagueHthl 10 108 M, 4ro mossonser um rudko

pearupoBaTh Ha U3MEHsIroIIMecs ycioBus cpenbl (Brown & Berg, 1974).

Haubonee monHO wW3y4eHHBI MexaHu3M jaBwkeHust y Escherichia coli
NpefCTaBiIsieT CcoOOM  dYepenoBaHWE [BYX  JBUTATEIBHBIX  PEKUMOB  —
HCHAIPABJICHHOE «KYBBIPKAHHE» IMOYTH HA MECTE MPU OTCYTCTBUU KAKUX-JTHOO
TPaJMECHTOB W MEPHOMABI MPSIMOJIMHEHHOTO BUKCHUS B HAINPABICHUH TPaJUCHTA
KOHIIGHTPALlMU aTTpaKTaHTa WM pernesuieHTa. lIpsMonuHeldHoe IBIKEHHE
OakTepuu XapaKkTepu3yeTcs BpalieHHeM (hareuIipHbIX MOTOPOB MPOTHB YaCOBOM
CTPEJIKH, B TO BpeMs KaK «KyBBIPKaHHE» 00YCIOBJICHO UX BpaIllEHUEM 10 YaCOBOU
crpenke. Kpome Toro, mpy OTCYTCTBUH SHEPTHH Y KJIETOK BO3MOXHO IPEKpaIleHIe
Bpamenus krytukos (Kuo & Koshland, 1989). Ilepexirouenue MexXIy peKuMamMu
IPOMCXOTUT 32 CUET CBSI3BIBAHUS ATTPAKTAHTA C XEMOPEIETITOPOM Ha MMOBEPXHOCTH
KJICTKH W 3aIycka mporecca aMIuMuKauy curaana u orpera Ha Hero (C. Kim,
Jackson, Lux, & Khan, 2001; Sourjik & Berg, 2002). XeMoTakcHC KHIIECYHOM
NAJIOYKH KOHTPOJIHUPYETCS COOTBETCTBYIOIIMM CHUTHAIBHBIM ITYTEM, BKIFOYAIOIIIM
B ce0sl psii XeMOpeuenTopoB, (hepMeHTOB, mHpouecchl (ocHOopUUIMPOBAHUA U
nehochopIITUPOBaHUST W MEKOCIKOBBIX  B3aMMOJICUCTBHA  PETYJISTOPHBIX

dbepmentoB u OenkoB Quaresipaoro moropa (Falke, Bass, Butler, Chervitz, &
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Danielson, 1997). VcrpoiicTBO ABYX MOAYJCH T'€HHOM CETH, KOHTPOJIMPYOIICH

xemoTakcwuc E. coli mpencrasneno Ha Puc. 1.3.

INurang

Puc. 1.3. TI’paduueckoe mnpeacTaBieHHE MOAYJIbHOW  OpraHU3alUH
CUTHAJIBHOTO IMyTH XemoTakcuca y E. coli. Cencopnbiii Moayib (00BeAEH KpacHOMH
OYHKTUPHOM JHMHHEN) BKIIOYAET B ceOs pas3InyHbIE THUIIBI XEMOPELENTOPOB,
CTPYIITAPOBAHHBIC B KiacTephl (KopuuHeBble), kuHa3bl CheA (A) u agantepHbId
oenok CheW (W). CheR (R) u CheB (B) perynmupyoor ypoBeHb METHIHMPOBAHHUS
pEeLenTopoOB, MPEIOCTaBIsAs TEM CaMbIM MEXAaHHU3M aJanTallMd K IOCTOSHHOMY
crumyiy. [Ipudém TOYHOCTH amanraruu obecrieuynuBaeTcs 3a cu€t toro, uro CheR
METUJIMPYET TOJIbKO HeaKTUBHbIC perentopsl, a CheB-p memerwnupyer ToibKO
aKTUBHBIC perenTopbl. Moaynab TOABMXHOCTA (0OBENEH CHUHEW MyHKTUPHOU
JMHHUEH) COAEPKUT (PraresUIsipHbIe MOTOPBI, KOTOPBIE MOTYT BpaIaThCs IO YaCOBOU
ctpenke (CW) unu npotus yacoBoit crpenku (CCW). O6a Moaynsi coenMHSIIOTCS
nocpeacteom Oenka CheY (Y), koropeiii  dochopumupyercss perentop-
akTuBHpyeMoil kuHazoii CheA-p u nedochopumupyercst pocdarazoit CheZ (Z).
CheY-p muddynaupyer B nuToriasmMe, CBA3BIBAsCH ¢ MOTOPHBIMH MOJICKYJIaMHU
FIiM, BeI3bIBast BpaleHne MOTOpa 10 4acoBoi crpenke. [Tanenne yposus CheY-p
¥ COOTBETCTBYyIOIIee Bo3pacrtaHue ypoBHsS CheY Benér k cmeHe HampaBieHUS

BpallleHUsT MOJIeKyJIsipHOro Motopa. IlepeBeneno u amgantuposano u3 (Micali &

Endres, 2016).
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CurHasbHBIN TyTh XeMoTakcuca E. Coli HacToIbKO YyBCTBUTEIICH, YTO KIICTKU
JAHHOTO BHUJa MHUKPOOPTaHU3MOB CIIOCOOHBI pearupoBaTh HAa HM3MEHEHHS BCETO
JeCSATH MOJICKYJ aTTpakTanTa Ha kieTky (Segall, Block, & Berg, 1986). [1pu stom,
nornajas B CpeAy Jake C BBICOKUMH (POHOBBIMH KOHIICHTPAIUSAMH aTTPaKTAHTA,
CHCTEMa aJIalITUPYETCs K HUM U OTBET Ha curHai npekparntaercs (Kehry, Doak, &
Dahlquist, 1985; C. Kim et al., 2001). Haubounee gacro y E. coli Bctpeuarorcs Takue
XEeMOpeIenToppl Kak lar (oTBeyaronuid Ha acmaprar) W [SI (CEpUHOBBIN).
Heckonbko pexe BcTpeuaroTcs: Tap (munentunoBbiid), Trg (rasakTo30Bbiii) u Aer

(xucmopooBerit) penentopsl (Bren & Eisenbach, 2000).

AJIanITUBHBIE MUTPAIIMM MUKPOOPTaHU3MOB SIBISIIOTCS OJIHUM M3 (PaKTOpOB
ABOJIIOLINH, ONIPEACIISIIONINX CcrelupUKy O0pbObI 3a CYIIIECTBOBAaHUE B MUKPOOHBIX
skocuctemax (Bridier et al., 2017; Niehus et al., 2015). CronkayBmHCH C
U3MEHEHUEM YCIIOBUN CpeJibl, OMYJISAIUs MOXKET JIMOO aaTUPOBATHCSA K HUM, B
YaCTHOCTH, TOJCTpamBas CBOW META0OIM3M K aJbTEPHATHBHBIM HCTOYHHKAM
sHeprun uinum Oonee HP(EKTUBHO pacxoiys HMEIONIUMEcs 3amachl, JHO0
MUTPHPOBATh B CJIEN 32 ONTHUMAIbHBIMH YCIIOBUSMH CPEIbI, BTOPTasCh B HOBHIC
OWOTONBI W BCTyIas B KOHKYPCHIMIO C BUAAMH, MPUHAICKAMUMA JOKATHHBIM
cooomectBam (Callahan, Fukami, & Fisher, 2014; Chew et al., 2014; W. Liu et al.,
2016). BimsHue mMoJOOHOrO aJaNTHBHOIO IOBEICHUS OCOOCH IMOMYJISAIUU Ha
CIIEHapHil pa3BUTHs COOOIECTBA B I[EJIOM IPEICTABIISIET UHTEPEC C TOUKH 3PECHUS
Oojiee TIOJIHOTO TOHHMMAHMSI B3aUMOJICUCTBUS  PA3JIMYHBIX  IBOJIIOIMOHHBIX

MCXaHHN3MOB.

1.1.4 DxonoruvecKkre acreKThl MUKPOOHBIX COOOIIECTB

MukpoOsl B cO00IIECTBE MOTYT OKa3bIBaTh JAPYT Ha Apyra MOJOKHUTEIbHOE,
OTPULATEIBHOE WJIM HEUTpasibHOE BIMsSHHUE. [loyI0KUTENbHOE (OTpHULIATEIBHOE)
BIIMsHUE BUJa A Ha BUJI B o3Hauaer, 4To yncieHHOCTh B pacTér nydie (xyxe) B
npucyrctBur  Buga A, OTHoOmIeHHS  MEXIy BHJIaMH  MOTYT  OBITh
JIBYHAIIPaBJICHHBIMU, €CJIM 3TO BIMSIHUE B3AUMHO MOJOKUTEIBHO (MyTYyaJIu3M, €Clid

OTHOIIIEHHE OOJUTAaTOPHOE, WU CHUHAPIH3M, €CIIM HE OOJMIaTOpHOE), B3aUMHO
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OTPULIATEIBHO (KOHKYPEHIIMS) WM TOJIOKHUTENIBHO C OJHOM CTOPOHBI, HO

OTPHULATCIIBHO C ,Z[perﬁ (aHTaFOHI/ISM); OJHOHAIIPABJICHHBIMHA, CCJIN 3TO BIIMAHUC HA

OIHY U3 ABYX CTOPOH HeﬁTpaHBHO BHC 3aBUCHUMOCTH OT TOI'O, ABJIACTCA JIN BIIUSIHUC

Ha JPYTyl0 CTOPOHY TMOJIOKHUTENbHBIM (KOMMEHCAIM3M) WM OTPULIATEIbHBIM

(ameHcann3M); HEHANPaBJIEHHBIM, €CJIM 3TO BIUSHUE APYT Ha Apyra HE3HAYUTEIbHO

v He3Haunmo (HerTpanusm) (Taommma 1.1) (Faust & Raes, 2012; Lidicker, 1979).

Ta6muma 1.1. ®dopmbl MHUKPOOHBIX B3aMMOJICHCTBUIA:

ITOJOXKHUTCIIBHOC,

OTPHUIATCIIbBHOC HefITpaJIBHOG BJIIMSHHUC OJHOT'O BHJ1a HA I[perﬁ 0003HaYaeTCs Kak

+, - u 0, coorBercTBerHo (H.-S. Song, Cannon, Beliaev, & Konopka, 2014).

OTHOIIIEHUE

[Ipumepsnl

MyTtyanusm uin

CUHOPIHU3M

++

dopMmupoBaHue OHOIIEHKU TUISt
yCTOMUYMBOCTU K aHTHOMOTHKaM (Burmelle et
al., 2006, Rodriguez-Martinez, Pascual,
Rodriguez-Martinez, & Pascual, 2006)

Cuntpodusi: mnepenada BOJIOPOJA MEXKIY
cyibdaTr-peaykropamu 1 Metanorenamu (Pak

& Bartha, 1998)

Konkypennus

JIByHampaBICHHBIC

BI/II[I)I C OJHMHAKOBBIMHU OKOJOI'MYCCKHUMU
aumamu; Paramecium aurelia u Paramecium
caudatum (Gause, 1932)

AHTaroHusm

XUIIHAYECTBO: HMH(QY30pUH, MUTAFOIIUECS
oakrepusmu (Faust & Raes, 2012)

[lapazutusm: Oaktepun U OakTtepuodaru

(Faust & Raes, 2012)

KomMmMmencamsm

OnHoHanp

+0

Acetobacter oxydans oxucisier MaHHUTOJ,
pou3Bos GPYKTO3y, KOTOpasi MOTPEOIISIETCS

JPYTUMHU BHUJIAMHU, CIIOCOOHBIMH
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MeTaboau3upoBath  GPyKTO3y, HO  HE

mauauToa (Hogan, 2012)

AMeHcanu3m -0 e bakrepun poxa Lactobacillus mpomssomsr
KHCIIOTHI, cHkaronue pH B cpene (Faust &
Raes, 2012)

e [lnecenn Penicillium CEKpEeTHpYeT

NICHUIMIINH, youBarommii 6axrepuii (Moon,

Moon, & Keagy, 2010)

He#itpanuzm | 00 e [lltaMMbl HOTYpTOBBIX 3aKBAaCOK pOJOB
Streptcoccus u Lactobacillus B xemoctarte
(H.-S. Song et al.,, 2014) — Her ocoboi

pasHUIbI, KYJIbTUBUPYIOTCA OHM BMCCTC HJIU

HeHaHpaBHCHHBIG

10 OTJIEIHHOCTH

Hecy4daiiHbpIii XapakTep B3aUMHOW BCTPEYacMOCTH BHJIOB, HAOIIOIAaEMBIX B
IKOCHUCTEMAX, MOXKET TpPaKTOBaThCs KaKk TO, YTO CTPYKTypa COOOIIecTBa
dbopmHpyeTcs TTIaBHBIM 00pa3oM 3a cu4éT MHUKPOOHBIX B3auMojeicTBuil (Berry &
Widder, 2014). OcHoOBHble MHKPOOHBIC OTHOLICHHS MOTYT H3y4aTbCs IyTEM
CpPaBHEHUSI CKOPOCTEN pocTa (WM KOHUEHTpAIil OMOMacChl) U3 CpPej ¢ YUCTOM U
cMelaHHON KynbTypoi cootBeTcTBeHHO (Biebl & Pfennig, 1978; Wintermute &
Silver, 2010). Oagnako sKcniepuMeHTanbHas uaeHTHGUKanus yacto HedddekTrBHA
U3-32 CJIO)KHOCTU HM30JMPOBAHUS OTACIBHBIX OPTraHU3MOB JJISi SKCIIEPUMEHTOB C
YUCTBIMU KYyJbTypaMHu. B KadecTBe aabTepHATUBBI MOTYT OBITh HCIIOJIH30BaHBI
TaKUE TEOPETUYCCKHE HMHCTPYMEHTBI, KaK METOJbl PEKOHCTPYKIUU CEeTeH
9KOJIOTHYECKUX B3auMooTHomeHui (Faust & Raes, 2012) u OMOXUMHUYECKUX CeTei
(Feist, Herrgérd, Thiele, Reed, & Palsson, 2009), a Taxke MeToAbl aHaIHM3a

MeTa0OJIMUECKUX ceTeld Ha ocHoBe crexuomerpuueckux monaxozaos (Klitgord &

Segre, 2010).
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TeM He mMeHee KpoMe NMOAXOAO0B, OCHOBAHHBIX HA MCCJIEAOBAaHWUU MOMApPHBIX
B3aMMOJICUCTBUI, CYIIECTBYIOT JpYTrUe CHOCOObI OINUCAHUS SKOJOTUYECKON
CTPYKTYpbl cooOmecTBa. MakKWILI € KOJUIETaMH B CBOEM IOJXOJE SKOJIOTHUH,
ocuoBanHoii Ha mnpusHakax (McGill, Enquist, Weiher, & Westoby, 2006),
IpeaIaraloT CMeCTUTh (DOKYC HCCIIEAOBAHMS C TUIOXO M3MEPHUMBIX Ha KOPOTKHUX
BPEMEHHBIX MTPOMEXKYTKAX KOJIEOAHUM YUCICHHOCTU MOMYJISALINUNA HAa U3YYeHHUE psJla
(GU3HONOTUYHBIX YETKO ONPENEIEHHBIX W U3MEPUMBIX XapaKTepUCTUK (T.H.
NPU3HAKOB WJIM 4YEPT), Cpel JIOKAIBHOTO B3aUMOJCHCTBUS, PEJIEBAaHTHBIX
IPaJMEHTOB 3KOJOTUYECKNX (DaKTOPOB U UCIOJIb30BaTh aJIEKBAaTHYIO MEpY
s dexTrBHOCTH TomyJisAuU. B pamkax JaHHOro mojaxonaa (OKyc CMEIIaeTcs ¢
TaKCOHOMUYECKHUX KaTeropui (Takux Kak poJ YU BHUJ) B MOIb3Y (PYHKIIMOHATBHBIX
TUIOB, ONPEAEIAEMbIX CHUCKOM HW3MEPUMBIX CBOWCTB, HallpUMEpP, CKOPOCTH
MeTabonudyecknx QyHKIMN, pa3Mmep Tena, BeC, KOHIEHTPALMM MUTATEIbHBIX
BEILIECTB, IUIOLIA/b 3€JIEHOTO MOKPOBA U T.A. Takke OCyIIEeCTBISETCA MEPEXO] OT
MONApPHBIX B3aUMOJECHCTBUI K B3aMMOJICHCTBUIO «BHJIa» U €r0 arperupoBaHHOTO
OKPY)KCHHUSI WJIM, WHA4Y€ TOBOPS, CPEAbl JIOKAIBHOTO B3aWMOJICHCTBUSI.
ArperupoBaHHOE OKpYX)eHue POopMUPYET MoJie B3aUMOJICUCTBUS WU, O0JIee y3KO,
MoJjie KOHKYPEHIIMU, TPOTHUB JIaBJICHUS KOTOPOTO MPUCTIOCAOIUBACTCS KOHKPETHAs
rpynmna OpraHu3MoB. B oTiMuue OT TpaJWLMOHHOM 3KOJIOTMH COOOIIECTB, B
KOTOpOW JCHCTBYEeT JOMyIIEHWEe O TMPeodsaalomeM XapakTepe BIMSHUS
MEXBHUJOBBIX B3aUMOJICUCTBUNA Ha H3KOJIOTHYECKYIO CTPYKTYpy COOOIlEeCTBa, B
DKOJIOTHHM, OCHOBAaHHOW Ha NPHU3HAKAX, YUYUTHIBAIOTCS TaK K€ TIPaJAUCHTHI
AKOJIOTUYECKUX (PaKTOPOB, TAKUX KaK TeMIlepaTypa, BIaKHOCTh, KUCIOTHOCTh U
JIpyTHe, YTO MO3BOJISIET UCCIEI0BATh BOMPOCH MPOCTPAHCTBEHHON M3MEHYUBOCTHU
T€X WIM HWHBIX MPU3HAKOB B COOTBETCTBUHM C MU3MEHEHHUSIMU COOTBETCTBYIOIIHUX
DKOJIOTMYECKUX  TpagueHTOB. JlaHHBIM  MOAX0a  TaKke  MOJpa3yMeBaeT
OTIPENICNEHHYI0 TMPUOPUTH3ANNIO (AKTOPOB, TO3BOJISAS YYECTh BEC KaXKIIOTO
(dakTopa Mpu OIEHKE €T0 BIMSHUS Ha DKOJIOTHYECKHE CBOMCTBA CUCTeMBI. HakoHerr,
MpU OIIEHKE TOro, Kak M3MEHYMBOCTh INPHU3HAKOB BIMSAET Ha A(DPEKTUBHOCTH

MOMYJISIMYA, pelIarolee 3HAaueHWe WMEET BBIOOpP Mepbl A(PPeKTUuBHOCTH,
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NOHMMAEMOM KaK CIIOCOOHOCTH TPYIIIbI )KUBBIX OPTaHU3MOB MOJAECPKUBATH CBOIO
Oouomaccy Ha MpPOTSIKEHUHM MHOTMX IOKOJEHMH. TpagullMOHHO B KauecTBe
no100HOI Mepbl, MO3BOJISIONIEH CpaBHUBATh A(P(HEKTUBHOCTH Pa3IMYHBIX BHUJIOB,
UCIIOJIB3YETCSl CKOPOCTh Ipupocta nomyisauuu. OpHako, 3TO  JOCTATOYHO
TpyAHOM3MepUMasi Mepa U yaanéHHas OT (U3HOJOTHMM OPraHU3MOB U HX
B3aMMOCBS3€EM C OKpysKarouiei cpenoi. [loaToMy npeiaraercs nepexon K Mepam,
OTPaXAIOIUM OOBEM WM CKOPOCTh MOJIYYEHUS W YTUIM3ALUU HHEPrUU U
MUHEpaIbHBIX BEIIECTB. DTH MEPHI CBS3AHBI C MPUCIIOCOOJIEHHOCTHIO, HO B TO K€

BpCM:A 06J'IaI[aIOT Oosee SPKO BBIPpAKCHHBIM (1)I/I3I/IOJ'IOFI/I‘I€CKI/IM N 3KOJIOTHYCCKHUM

cmbiciiom (McGill et al., 2006).

1.1.5 Ponp GakTeprnoaroB B MUKpPOOHBIX 9KOCHCTEMAaX

baktepuodaru (daru) — 3TO BUPYCHI, SBISAIONIMECS OOJUTATHBIMU
BHYTPHKJICTOYHBIMU  Tapa3uTaMd  OakTepuid. XBOCTaThlie BHUPYCHI  (OTpsA
Caudovirales) coctapmisroT OOJIBIIMHCTBO M3BECTHBIX CeroHs OakTeprodaros. Mx
BUPYCHBIE YacTUIbI UMEIOT pa3mep oT 50 mo 200 HM M COCTOAT W3 TOJIOBKH,
conepxkamein JIHK unu PHK ¢ara, u xBocta, KOTOpbIi Ucmonb3yeTcst GparoM st

NpUCOCTUHEHHUs K ToBepxHocTH Oaktepun (Madigan et al., 2014).

bakTteprodaru ObLIM OTKPBITH HE3aBUCUMO B 1915 OpuTaHCKUM BUPYCOJIOTOM
Openepukom TyoproM u kaHajackuMm Oaktepuosorom denmukcom [[’Dppernem B
1917 roxy. B 20-bie u 30-b1e roapl XX Beka ObUIM MEPBbIE MOMBITKH TPUMEHEHUS
(darorepanuu A JiedyeHus: OakTepualbHbIX MH(pekuuid. B Hauane 40bIX romoB
MOMOUIBIO AJIEKTPOHHON MUKPOCKOIIHHU Obljia MOoJy4yeHa nepas cTpykrypa dara. C
40-pix mo 80-bie TOIBI DKCIEPUMEHTAIbHBIE HCCIEAOBaHUS Ha OakTepuodarax
BBICTYNAIOT MOIIHBIMH JBIKYIIUMU CUJIAMHU PA3BUTHUS MOJIEKYJIIPHOM I'€HETHKH,
HO JHIIB K KOHITY 80-bIX — Havamy 90-bIX mpoOykaaeTcs HHTEPEC K IKOJIOTHUECKON
CTOpOHE B3auMmojeiicTBus Oaktepuit u ¢aros (Salmond & Fineran, 2015). Tak B
1989 roxy Beixonut ctaThst beprxa u npyrux (Bergh, Bersheim, Bratbak, & Heldal,
1989) o ToM, uTO B BOJHBIX cpefax OakTepuodaru BCTpedyaroTcsl B ropas3io Oosee

BBICOKOM IJIOTHOCTH, YEM IIPECTABIISIM paHbLIe, — BILIOTH 10 2.5 * 108 wactuu/mn
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— YTO CBUJCTEIHLCTBOBAIO O BAYKHOH IKOJIOTUYECKON POJIH, KOTOPYIO (haru UrparoT
B MIPUPOIHBIX BOJHBIX SKOCHUCTEMAaX B MpoIeccax 000poTa MUKPOOHOH OHOMACCHI.
[To3zmuee ObLTO MOKa3aHo, 4To OakTeprodaru oTBedaroT 3a 060poT ~20% OGromacchl
B mope (Clokie, Millard, Letarov, & Heaphy, 2011; Suttle, 2007). C sToro MomMeHTa
HOSIBJIICTCS MHTEpeC K (paraM B KOHTEKCTE WX y4acTHs B TPODHUECKUX CETAX U
UKIaX OOpaleHusl yriepoaa, a3oTa W APYTUX MHKPODJIEMEHTOB B OKEaHe.
[Tpu3HaéTcst 3HaueHne (aroB HE TOJNBKO Kak (haKTopa, CIEP’KUBAIOIIETO POCT
OakTepwii, HO ¥ KaK TPaHCIyNHUPYIOLIETO TOJe3Hble MpHU3HAKU areHTa. HakoHertr,
otkpbiTie B 2000-bIX TOMaX TaKUX MOJCKYJSPHBIX 3alIUTHBIX MEXaHH3MOB
oaxtepuii, kak CRISPR-Cas cucrtemsl, 1 pa3BUTHE METareHOMHBIX TEXHOJOTHUM
MO3BOJISIET TIy0)Ke TIOHATh MEXAaHMW3MBI, JIeKAllUe B OCHOBE JTUHAMHKH
B3aMMOJICHCTBHsI OakTepuii u (paroB, W BBISIBUTH JICHCTBUTEIBHOE pa3sHOOOpasne
MIOCJICTHUX B MIPUPOTHBIX Cpeaax oOuTaHus. B To e Bpemsi BO3poKIaeTcss HHTEpEC
K IKCIEpUMEHTAIbHON 3BOJrONMKH OakTepuii m daroB (Angus Buckling, Craig

Maclean, Brockhurst, & Colegrave, 2009).

B miporiecce 3Bosronuu 6akTepuu mpruoOpesu psi MEXaHU3MOB, MO3BOJISIONINX
UM 3aIUIATECA OT aroBoi MH(PEKINU, TaKue KakK MPEeA0TBpaICHUE aaCcopOIuu
dara, nerpananus ¢garosort JIHK BHyTpu KieTku u/wiv OJIOKHMpPOBAHUE IMpoIlecca

perMkaiyu 1 msuc 3apaxEéHnbix kietok (Koskella & Brockhurst, 2014).
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Puc. 1.4. UnnrocTpansi MEXaHU3MOB COIPOTHUBIICHHSI OAKTEPHl 3aparkeHHIO
JUTUYECKUMU OakTeprodaraMu. a — MPOTUBOCTOSHUE HA YPOBHE ajicopOiuu (ara;
© — aHTaroHW3M Ha YpPOBHE pabOThl KIETOYHOTO HMMYHHUTETa (CHCTEMBI
pectpuknmu-moaudukanur, CRISPR-Cas cucremsl); B — HHANHMAINSA KICTOYHOM

rudenm IIpHu 3apa’KCHUN (1)211“ OM I'IYTGM 3allyCKa ACrpaaalinn KJIETOYHOM CTEHKH

(Koskella & Brockhurst, 2014).

B nepBom cinyuae (Puc. 1.4a) Oaktepun MOTryT MHOTEPATH WM HU3MEHUTH
MeMOpaHHbIE PELENTOPbl, K KOTOPBIM MPUKPEIUIAIOTCS (paru, CUHTE3UPOBAThH
BHEKJIETOYHBI MATPUKC W3 IOJINCAXAPHUIOB, KOTOPBIA MEHIAET MPHUKPETICHUIO
(daroB K MOBEPXHOCTU KJIETOK WM MPOU3BOJAUTH KOHKYPEHTHBIE MHTHOUTOPHI K
caiiTaM mnpukperyieHus (aroBelx YacTuil. B cBolo ouepenb, Oakrepuodaru
KOHTPaJanTHUPYIOTCS K O3TUM 3allUTHBIM MEXaHU3MaM, UW3MEHssl CailTbl
NPUKPEIUVIEHUS] HAa CBOMX XBOCTOBBIX (PUOpMIUIAX, MPOU3BOAS (PEPMEHTHI IS

pacIIeruieHUus] MaTpUKca WM M3MeHeHus perentopos skepTbl (Lenski & Levin,

1985).

Bo Btopom cnywae (Puc. 1.40), ecam Bc€ ke MNPOM3ONUIO YCIEIIHOE
npuKpervieHre (dara K perentopy, 6akTepuu Bc€ emé CnocoOHBI MPEI0TBPATUTh
3apakeHHe C MOMOIIBIO IBYX CUCTEM OaKkTepHaibHOro MMMyHuUTeTa. [lepBoit n3 HuX
SBIISIETCSl CUCTEMA PECTPUKIUU-MOIUPUKALNHY, CTIEUPUIHAS] TI0O OTHOILIECHUIO K

ONPEAEIEHHBIM IOCJIENOBAaTENbHOCTAM HykieoTu0oB B JIHK, Ha3piBaembix
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caliTaMu pEeCTPUKIIMU, KOTOPBIE PACIIO3HAIOTCS OaKTepUalbHBIMU SHIOHYKII€a3aMH,
nerpaaupyrommmu  gyxkepoanyro JHK wu  ocraBmstonumu  JITHK  opranusma
WHTAKTHOM, TTOCKOJIPKY Ta OKa3bIBACTCS CICIHAIBHBIM 00pa30M MMOMEUeHa JPYTUM
KjaccoM (gepMeHTOB — MeTmiTpaHcdepazamu. OgHako OakTepuodaru CrocoOHbBI
OOXONIUTh JTaHHBIA 3alMUTHBIA MEXaHWU3M C IMOMOIBI0 OEJKOB aHTUPECTPUKITUU

(rensr ard), THTHOUPYIONIMX JCHCTBHE KIIETOUYHBIX OCITKOB PECTPHUKITUH.

Bropoii cuctemoii 6akTepuaaTbHOTO UMMYHHUTETA, KOTOpas MOKET IMOMOYb B
ciydae, ecnd ¢ary Bc€ yXe YIaloCh BIPBICHYTh CBOW T€HETHUECKUW MaTepual
BHYTpb KJeTkH, sBisitoTcs CRISPR-Cas cucremsl, koTopsie HaiieHsl y 6onee 40%
Oaktepuii 1 90% apxeeB (Westra et al., 2012). Dto cucTeMbl aAaNTUBHOTO
KJIETOYHOTO MMMYHHUTETAa Ha OCHOBE UY>KEPOJHBIX T€HETHMUYECKHUX IJIEMEHTOB, C
KOTOPBIMH CTaJKUBAJIACH KJIETKA, B YaCTHOCTH M3 OakTeprodaros. BakHbiil BKIIaj
B 3ppextuBHOCTF CRISPR BHOCHT TO 0OCTOSTENBCTBO, YTO B OTBET HA OJAHY U TY
e BUPYCHYIO HH(PEKITUIO Jake TCHETHYCCKU UIACHTUYHBIC OaKTEepHAIbHBIC KICTKH
BCTaBJISIOT B CBOM T€HOM pa3HbIe CIIEHCEephl, COOTBETCTBYIOIINE PA3HBIM y4acTKaM
reHoMa Bupyca. B pesynpTare mOmymnsiusi >KepTB OBICTpO mpuolOpeTaer
TeHEeTUYECKOE pa3HOOOpasne, YTO CHIIBHO YCIOXKHSAET CTOSIIYIO Mepell BUPyCcaMu
ABOJIIOIMOHHYO 3a1a9y. UTOOBI 3aIUTUTECS Cpa3y OT MHOTUX Pa3HBIX CIIEHCEPOB,
dary HYXXHO OJHOBPEMEHHO MPHUOOPECTH IEIbI KOMIUIEKC HEOO0XOIUMBIX
TOYCYHBIX MYyTAIlMi, 9TO KpaitHe MajoBepossTHO. OmHAKO HEKOTOphIe (ar,
HampuMmep, Mnopaxaromue Oakrtepuii Pseudomonas aeruginosa crocoOHBI
koaupoBath aHTH-CRISPR Genku (Acr), kotopeie memarotr padbore CRISPR-Cas
CHCTEM U CIIOCOOCTBYIOT pa3ButHio nHdekimu (Bondy-Denomy, Pawluk, Maxwell,
& Davidson, 2013).

Kpome BeImeonucanHbix crmoco06oB 3amutbl (Puc. 1.4B) MHOrMe BHIBI
OakTepuil UMEIOT MEXaHU3Mbl MHUIIMALMU KJIETOUYHOM CMEpTH, HApuMep, MyTEM
Jerpajaluy KJIETOYHON CTEHKH, KOTOPBIE MOMOTAIOT 3aIUTUTh COCEIHHME KIETKU
ot pactpoctpanenus uHdekuuu (Blower, Evans, Przybilski, Fineran, & Salmond,
2012; Refardt, Bergmiller, & Kiimmerli, 2013).
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TecHoe cocymiecTBoBaHHEe OakTepuodaroB W OakTepuil 00yCIaBIMBAECT UX
COBMECTHYIO HBomonuio. [loj KosBodrolMed MOHUMAIOT MPOIECC B3aUMHOM
aJanTanvy W KOHTPAJANTAIlMUd MEXAY OKOJIOTHYSCKH B3aMMOJCHCTBYIOIIUMHU
Bugamu (Janzen, 1980). KMcropuuecku mnepBoii ObLla OOHApyKeHAa KOIBOJIOLHUS
OaxTepuii ¥ ¢haroB B KOHTEKCTE BUPYJICHTHOCTH M PE3UCTECHTHOCTU. V3BECTHO, UTO
TaKoe B3auMOJCICTBUE OakTepuil U ParoB yCKOpsieT peKOMOMHAIUIO U CKOPOCTh
NprUOOpPETEHUS] MyTallui, CBA3aHHBIX C BUPYJICHTHOCTBIO U pe3ucTeHTHOoCThIo (Pal
et al., 2007). Haubosnee M3ydeHHBIM MPUMEPOM TAKOT'O B3aWMOJCHCTBHS SBIISCTCS
KODBOJIIOLIMS MMOYBEHHBIX Oaktepuii Pseudomonas fluorescens mramma SBW25 u
BupyiaeHTHBIX (aroB @2 (Michael A. Brockhurst, Morgan, Fenton, & Buckling,
2007; Angus Buckling & Rainey, 2002a). B skcniepuMeHTax MO KOBOJIOIUH N
vitro mokazaHo, uTo mepBble 200-250 OakTepUANBbHBIX IOKOJCHHHA B XOJC
JBIDKYIIETO 0TOOpA MPOUCXOIUT CEPHs MOBTOPSIONIMXCS (BUKCAMN aTanTHBHBIX
ajyiesieil  pe3UCTeHTHOCTH, 3a KOTOPhIMHU CIEAYIOT MyTaluu y  (aros,
BOCCTaHaBJIMBaloIMe crerneHb ux BupyinentHoctd (Hall, Scanlan, Morgan, &
Buckling, 2011). BcnenctBue 3T0ro co BpeMeHeM OaKTEpUU 3BOIIOIMOHUPYIOT B
CTOpPOHY 00JIee MUPOKOM PE3UCTEHTHOCTH (T.€. MOTYT COITPOTUBIIATHCS 3aPASKEHUIO
CO CTOpPOHBI OOJBIIEro 4uciia TeHOTUIoB (aros), a garu — B cTOpoHy OoJiee
IIMPOKOM  BUPYJEHTHOCTH (T.€. CIOCOOHOCTH 3apa)xaTh OOJbIIEE YHUCIIO
OaktepuanbHbiX reHoTunoB) (Angus Buckling & Rainey, 2002a, 2002b). 3a stum
PEKUMOM KOABOJIOIMHM 3aKPEMWJIOCh Ha3BaHUE «TOHKM Boopyxkenuit» (I'B),
MOCKOJIbKY B XOJIE HEro MPOUCXOAUT IIOCTOSIHHOE HapallBaHUE apceHasa
3alUTHBIX ¥ KOHTP3ALIUTHBIX CPEJCTB 000MMH BHaaMHU-aHTaronucramu (Dawkins
& Krebs, 1979; Gandon, Buckling, Decaestecker, & Day, 2008; Woolhouse,
Webster, Domingo, Charlesworth, & Levin, 2002). B skcniepiMeHTanbHOM paboTe
(Paterson et al., 2010) na P. fluorescens u ux 6akrepuodarax ®2 ObLIO MOKA3aHO,
yto ['B cmocoGcTByeT AuBepreHnuu BUpyca Kak Ha TEHOMHOM, TaK W Ha

(EeHOTUITMYECKOM YPOBHE (CIIOCOOHOCTHU 3apaXKaTh TEX UM UHBIX OaKTepuil).
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OmHako, B TIONEBBIX HCCIEAOBAHUSAX Yallle BCTPEYAIOT JAPYrodl THI
KODBOJIIOIIMOHHOW JMHAMHUKH, KOTOPBIM HA3BIBAIOT (IYKTYUPYIOUIUM OTOOPOM
(Rodriguez-Brito et al., 2010). @aykmyupyrowuii omoop (PO) BcTpeyaeTcs B ABYX
BapHaHTax: JMO0 HaOMOJAlOTCs  (QUIYKTyallidk B  4YaCTOT€ TEHOTHIIOB,
OTIPEICIISAIONTNX CICIHATM3UPOBAHHYIO PE3UCTCHTHOCTh U BUPYJICHTHOCTb, M TOTIa
3TO aykmyupyrowuti omoop no cneyuguunocmu (@CO); mubo HaOII0IAIOTCS
baykTyanu B aMANa30He PE3WCTCHTHOCTH WM BHUPYJICHTHOCTH, W TOT/Aa 3TO
daykmyupyrowuii omoop no ouanazony (@/0). B mepBoMm ciiydae QIyKTyaruu
TIOJIICPYKUBAIOTCS 32 CUET OTPHUIIATEIIFHOTO YaCTOTHO-3aBUCUMOTO 0TOOpa. B x011€
3TOro mporecca (ar HBOTIOLUOHUPYIOT B CTOPOHY CIIOCOOHOCTH 3apakaThb
HauOoJiee JacThle OaKTepHalIbHbIC TEHOTHIIBI, YTO JAaéT MPEHUMYIICCTBO PEAKUM
JJIeNIIM ~ PE3UCTEHTHOCTH y  OakTepuif, KOTOpBIE  BCICACTBHE  JTOTO
IIOJIXBATBIBAIOTCS OTOOPOM, WX JOJS B MOMYJSIUH PAacTéT, W IPEHMYIIECTBO
MOJYYar0T HOBBIC ajuiesid, cTaBimiue peakumu u 1.1. (Gandon et al., 2008). Bo
BTOpPOM ciy4ae (QUIYKTyalldd TI0 JHala3oHy TOJICPKHUBAIOTCS 3a CUET
OTrPaHWYCHUM, HAKJIQJBIBAEMBIX Ha DBOJIOIHI0 B CTOPOHY TIeHEpaau3Ma, H
KOMITPOMHUCCOM MEXTY JIYYIEH 3alUIIEHHOCTHIO OT MOTCHIIMAIBHOTO 3apayKeHUS

1 OOJIBITIEH CKOPOCTHIO POCTA CIIA003AIIHUIIIEHHBIX TeHOTHUIIOB.

['B HaGmromaeTcss MPEeMMYIIECTBEHHO B TMUTATEIbHO-OOTATHIX Cpenax, a B
UTATEIbHO-0CTHBIX YCIOBUAX AUHAMKKa MeHseTcst B ctopony PO (Lopez Pascua
et al., 2014). Opnako, B oTiauume OT IN VItFO SKCIEPUMEHTOB, B IOJEBBIX
UCCIeNOBaHMIX dYarie npucyTcTByeT @O BHE 3aBUCHMOCTH OT THTATEIBHOCTH
Cpellbl, YTO OKa3aJoCh CBS3aHO C TMPOCTPAHCTBEHHOW OpraHU3alUe Cpebl
obutanus 6akTepuii u bakreprodaros (Gomez, Ashby, & Buckling, 2014). I[Tpuuém
OBLIO MMOKAa3aHO, YTO B OTJIWYKE OT OakTepuii, y (haroB HaOI01aeTCs TCHACHITUS K
AKKyMYJINDOBAHUIO aJUIEJIEM BUPYJIEHTHOCTH M JBOJIIOLMM B pexume ['B BHe

3aBUCHUMOCTH OT CTCIICHU IICPCMCIIIMBAHHNA.

OpHako «roHKa BOOPY)KEHHUI» UMEET CBOM Npelesbl. JKCHEPUMEHTHI I10

sposrortuu P. fluorescens m @2 in vitro mokaseiBaroT, 4to yke cmycts 250
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NOKOJICHUH WX KOAPBOJIOIUH CKopocTh ['B  3amemnsercs, a auama3oHbI
PE3UCTEHTHOCTH OAKTEpUi M BUPYJICHTHOCTH (paroB JOCTUTAIOT CBOUX ACHMIITOT.
DTO MPOUCXOAWT B CBS3M C OTPAHHUYCHUSMHU, KOTOPBHIC HAKJIAIBIBAIOT H3ICPIKKH,
CBSI3aHHBIC C Pa3BUTHEM IIUPOKUX JUANIA30HOB KaK y Oaktepwid, Tak u y (aros (Hall
etal., 2011). V 6akrepuii oHOM U3 IPUIHH, HOPMUPYIOMIUX ITH H3ICPKKH, CITYKUAT
TO, YTO PE3UCTCHTHBIC MYTAI[MH, U3MEHSIOIINE PACIIOIOKECHHBIC Ha MMOBEPXHOCTH
KJICTKA MOJIeKy/bl junomnonucaxapuaos (Scanlan, Hall, Burlinson, Preston, &
Buckling, 2013), BiekyT 3a coboil TUCHYHKIINIO JTAHHBIX MOJIEKYJ, YTO CHHIKACT
npucroco0ieHHocTh AaHHbIX OakTepuii (M. A. Brockhurst, Rainey, & Buckling,
2004; A. Buckling, Wei, Massey, Brockhurst, & Hochberg, 2006). ITpupona
(aroBoii 1eHBI Ha TEHEPAIM3M HE CTOJIb SICHA, HO M3BECTHO, YTO CKOPOCTH (paroB-
TCHEPAIMCTOB CHIDKEHBI TI0 OTHOIICHHWIO K CBOWM aHAJIOraM-CIIeIUaINCTaM
(Poullain, Gandon, Brockhurst, Buckling, & Hochberg, 2008). Takum oGpa3om
KOodBOJONUsA B pexume ['B co BpeMeHeM CBOJIUTCS K YCTOWYUBBIM KOJCOaHUSIM
TCHOTHUIIOB y OakTepuii v aroB ¢ pa3aTuIHON CrIeU(MUIHOCTHIO, T.€. BRIPOXKIACTCS

B QuryKTynpyromiuii mo crierduunoctu otoop (Hall et al., 2011).

HccnenoBanusi KO3BOJMOUMH OakTepuil U (aroB 0ObIYHO (POKYCHPYIOTCA Ha
pPa3sBUTHM TPHU3HAKOB PE3UCTEHTHOCTH H BUpYyJeHTHOCTH. OHaKo, Takas
KODBOJTIOLIUSA TAK)K€ MOXKET UMETh TOCIIEACTBHS Ha YPOBHE JAPYTUX YacTel reHOoMa
OakTepuii, T.e. KAK aHTAroHW3M OaKTepHil U (ParoB BIMUSIET HA IBOJIOIMIO APYTUX
cucreM. B pabore (Scanlan et al., 2015) Gbl10 TPOBEACHO 3KCIIEPUMEHTATLHOE
usydenue 3 dekra kosBosonuu caxrepuii P. fluorescens u Bupynentroro dara ®2
Ha TEHOMHOM YpOBHE U OOHapyXE€HO, 4TO OAaKTepHH, KYJIbTHBHPOBABIIUECS MPH
orcyrctBum (aroB (EVO-), mokaspiBasim 3HauuMO OoJiee BBICOKHE ITOKa3aTeNH
PUCIIOCOOJICHHOCTH, YeM KO3BOOIMOHUpoBaBmue nomyisiiuu (Coevo-). Beuu
YCTAHOBJICHBI OIPEICIEHHBIC JIOKYChI, MyTallM B KOTOPBIX OBUIM XapaKTEPHBI
Tonbko aisi EVOo-Oakrepuil u He BcTpeuanuch y COEVO-Oaktepuii, HECMOTps Ha
Ooyiee BBICOKHME CKOPOCTH MPHOOPETEHUS MYTalUil TOCICTHUMH. DTH JIOKYCHI

OKa3aJIMCh aCCOIMUPOBAHBI CO CKOPOCTHIO POCTa OaKTepUabHBIX KOJOHUHN. Takum
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oOpa3omMm, OBLJIO TOKa3aHO, YTO KOABOJIOLUMS OakTepuil W JUTUYECKUX (Haros
OTpaHUYUBAET MPHOOpPETEHUE OAKTEPUSIMH MYTaIli, OJIATONIPUATHBIX AJI pOCTA B

aOMOTHYECKOM cpejie.

Kaxk npaBuiio, mpu pacCMOTPEHUU YKOJIOTUUECKUX B3aMMOJACHCTBUM OakTepuit
u (paroB menaercs aKEeHT UMEHHO Ha (paroBom napaszutuzme. OJJHaKo, CyIIeCTBYIOT
U o0paTHbIe MPUMEPHI, KOTJa 0akTepuanbHO-(aroBblil aHTArOHU3M 000paYNBAETCA
npoTuB BUpycoB. Tak, HarpuMmep, HAYLHUPYEeMble araMu XpOMOCOMHBIE OCTPOBKHU
MaTO€HHOCTH  30JIOTUCTOTO  cTaduiaokokka  (S.  aureus)  HCHOJB3YIOT
PENpOyKTUBHBIA IIMKI BcriomorareiabHoro Oaktepuodara 80a, dakTuuecku
YTOHSIS €ro KalCUJbl U PaCIpOCTPaHAsICh MyTEM TPAHCAYKIIMU B OakTepUaTbHON
nomyysiiud. B pe3ynpraTe Takoro mapasutrusmMa npHUCIoCOO0ICHHOCTh caMoro dara

camwkaetcsa (Novick, Christie, & Penadés, 2010).

BzaumopeiictBue mMexay OakTepusiMu M paraMu HE HUCUYEPNBIBACTCS OJHUM
auib  aHtaroHmsmMoM. B 1950-pix  romax Ha < audTepuitHON  maiouke
Corynebacterium diphtheriae u are 6eta ObUT OTKPBIT MPOLIECC JIN30TEHHOW (WIIH
¢arosoii) kouBepcuu (Freeman, 1951), T.e. curyanmu, Korma mpodar
MIPEIOCTABIISACT JOTOJHUTEIbHBIC TE€HBI, KOTOPBIC MOBBIIIAIOT MPUCTIOCOOIEHHOCTD
uHpunupoBanHoii Oaktepuu. B ciaywsae ¢ C. diphtheriae ¢ar Oera namenser
3apax€HHYI0 KYJIbTYypy CIIOCOOHOCTHIO MPOU3BOJAUTH TOKCHH, JCIAIOIINHI IITaMM
BUpYJICHTHBIM. [loHMMaHue ponu GakTepuodaroB B MeXaHW3Max OakTepUaTbHOU
MATOTEHHOCTHU OBLIO YKPEIUIEHO C OTKPBITUEM TOTO (haKkTa, 4YTO TOKCHH XOJEPHOTO
BUOpHOHA 3aKOAMPOBaH B reHoMe ¢umiameHTHoro (ara CTX® (Waldor &
Mekalanos, 1996). B nanpHeimmeM ¢ pa3BUTHEM TEXHOJOTHH CEKBEHHPOBAHUS
OOHapY>KUJIU OTPOMHYIO PaCIpOCTPaHEHHOCTH MpodaroB B reHoMax OakTepuii, B
T.4. HECYIIUX T'€Hbl MaToreHHocTu. Hampumep, y Oakrtepuit Buga Streptococcus
pyogenes okoio 10% reHoma cocTouT u3 TpodaroB, KOTOPHIE KOIUPYIOT
MHOECTBO (PAaKTOpOB BHPYJICHTHOCTH (HAmpUMep, MUPOTEHHBIM HSK30TOKCHH,

NIPUBOJISIIHI K Pa3BUTHIO CKApJIATHHBI), a Y HeKOTOpbIX mtammoB E. coli (0157:H7
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str. Sakai) mpodaru moryt coctaBiate n0 16% renoma (Brussow, Canchaya, &
Hardt, 2004).

Y OakTepuil CymeCTBYIOT pas3lu4Hble (PAromogo0HbIE CTPYKTYphI, KOTOpHIC
MPOU3OILIN B pE3yNbTaTe UX CUMOMOTHYECKON KOIBOMIONMU ¢ OakTepuodaramu.
Tak, Hampumep, NyTéM aHalM3a HYKJICOTHJHBIX I1OCJIEI0BATEIbHOCTEH OBLIO
IOKa3aHO, YTO Y CHHETHOMHOMW majouku P. aeruginosa muonwasl R- u F- Tumos,
UCIOJIb3yeMble OaKTEepHUEH AJ11 KOHKYPEHIIUU C APYTUMHU IITaMMaMu, UMEIOT 00111ee

npoucxoxaenue ¢ P2 u mamona daramu, coorBercTBeHHO (Nakayama et al., 2000).

JIu3oreHHasi KOHBEPCHs HE 00s3aTEIILHO CBsI3aHa C MATOTEHHOCTHIO. Tak st
muaHoOaktepuii  pomoB  Synechococcus u Prochlorococcus,  oOuTaromux
B (DOTHUECKON 30HE OKeaHa, W3BECTHO, 4YTO WX OakTeprodard H3 CEMEUCTB
Myoviridae u Podoviridae B miporiecce 3Bosroruu mpuodpenu rersl PSbA u pshD,
koHTpoaupyomue Gorocunte3 (Mulo, Sicora, & Aro, 2009). B pesynbsrate 31
darm MOTYT 3aCTaBUTHh 3apaXKEHHYIO KIIETKY TOCTaBISTh DHEPTHIO, JTaXKe €CIH
HaTUBHAas  (OTOCHHTETHYECKass cucTemMa Obuia  moBpexzaeHa. llpuuém
METareHOMHBI aHaJlM3 IMOBEPXHOCTHBIX BOJ TOKa3bIBaeT, 4To OKojo 60%
reHoB PSbA npunamiexxat Bupycam (Sharon et al., 2007). Kak BbIICHHIOCH TIpH
UCCIICIOBAaHMHM BHUPYCOB TIOBEPXHOCTHBIX CJIOEB OKeaHa, OOJBIIMHCTBO W3 HHX
UMEIOT (DepMEHTHI, YJacTBYIOIIHE B (DOTOCHHTE3E, YTO IMO3BOJISICT UM ITOJYYHTH
KOCBCHHOE MPEHMYIIECTBO 33 CUET MOBBIMICHHON MPUCTIOCOOJICEHHOCTH MX XO035€B
(Sullivan et al., 2006). HegaBHo ObLIO Tak:Ke MOKa3aHO, YTO psia OakTeprHodaros,
nopaxarorux cepodakrepuii SUPO05/Arctic96BD-19 knaapl, oOMTAIONMX HA IHE
OKeaHa y YEpPHBIX KYPHIBIIUKOB, IEPEHOCHT WM TI'€H JUCCHUMHUJISIIMOHHOM
cynburpenykTassl (rdsr), y4acTBYIOIIETO B OKHCICHHH JJIEMEHTAPHOW CEpbI
(Anantharaman et al., 2014). YuutbiBasi, 4TO KOJIMYECTBO OPTaHUKH, IPOU3BOIUMOE
cepobaKTepusIMHU «4E€PHBIX KYPHITBIITHKOB)Y COITOCTaBHUMO C
MPOIYKIIMEH MnaHoOaKkTepuil PoTUUECKON 30HBI, TPYAHO MEPEOIECHUTh BAXKHOCTh

aTOTO (paKTa JUIsl aHATIKM3a poJik OakTepruodaroB B TTyOOKOBOIHBIX IKOCUCTEMAX.
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1.2. OG30p MaTeMaTHUYEeCKUX METOJUK M TMPOrPAMMHBIX CPEICTB

MO/ICJIUPOBAHUST MUKPOOHBIX COOOIIECTB

Mukpobusie coobmectBa (MC) mpeAcTaBisItOT COOOM CIIOKHBIE CHUCTEMbI
TOTYJISIIIAA, TECHO B3aMMOCBSI3aHHBIX APYT C JAPYTOM U C OKpPYKAIOIIEH Cpemaoi.
HeoOxoaumocTh ommcanuss MHOTOOOpasusi (PYHKITMOHAIBHBIX W CTPYKTYPHBIX
XapaKTePUCTHK OaKTePHAIbHBIX TOMYJISAIUA W BXOAAIIMX B HHUX KIETOK Ha
pPa3sTUYHBIX YPOBHSAX TMpUBEJa K TMOSBICHUIO psIAa TOAXOJAOB W METOIUK

MoaenupoBanust MC.

B naHHOW TnaBe mpencTaBieH 0030p CYIIECTBYIOIIUX METOJIOB M CPEJICTB
MaTeMaTHYECKOT0 M KOMIIBIOTEPHOTO MOJCIUPOBAHUSA, HCIOJIB3YIOIIUXCS B
00JIaCTH SKOJIOTUHA MUKPOOHBIX COOOIIECTB M ONMUPAOIINXCS HAa PA3TUIHBIC THUITBI
AKCTIICPUMEHTAJIbHBIX JIaHHBIX. PaccMOTpeHBl TOAXO/bI, (POKyCHpPYIOIIHECS Ha
ONMMCAHWHM TaKWX AacCHeKTOB MHKPOOHOTO COOOIIECTBA, Kak ero Tpoduueckas
CTPYKTypa, MeTa0oiIu4ecKkass M IONYyJSIIIHOHHAsS JUHAMHKA, TEHETHYECKOE
pa3HooOpasme, a TakKe IPOCTPAHCTBEHHAs TE€TEPOreHHOCTh W JHUHAMHKA
pacmpocTpaHeHus, TMPUBEICHA KiIacCU(PUKAIKSA CYIIECTBYIOIMHUX IMPOTPAMMHBIX
CPEICTB MOJICIIMPOBAHHMS MHKPOOHBIX cooOriecTB. Iloka3aHo, 94To HECMOTps Ha
npeoOiaaHie TEHJCHIIMM K  HWCIOJB30BAaHUIO THOPUIAHBIX TOIXOI0B K
MOJCIUPOBAHUIO, OCTAIOTCS AaKTyaJlbHBIMH TPOOJEMBl HMHTETPAIlUU  MEXKIY
MOJICJISIMH, OIKMCBHIBAIOIIUMH Pa3JIMUYHbIC YPOBHH OHMOJIOTHYSCKOW OpraHu3aIliu
coo01IecTB. MHOT0ACIIEKTHOCTh MHTETPAIIMOHHBIX MTOAX00B, UCIIOIb3YEMBIX IS
MOJICITUPOBAHUS MUKPOOHBIX COOOIIECTB, OCHOBaHA HA HEOOXOIUMOCTH YYUTHIBATh
IeTEPOreHHBIC JaHHBIC, IMOJYYCHHBIC W3 PA3IMYHBIX HCTOYHHKOB C ITOMOIIBIO

BBICOKOITPOU3BOAUTCIIbHBIX SKCIICPUMCHTAJIBHBIX MCTOJO0B UCCICAOBAHUA I'CHOMA.

[IpenckaszarebHble MAaTEMAaTUUYECKUE MOJEIN HE TOJBKO MOMOTaIOT MOHATh
3aKOHBI, JIEKAIIUE B OCHOBE JIMHAMUKHU U CUHEPTETUYECKUX CBOMCTB €CTECTBEHHBIX
Y CUHTETUYECKUX MUKPOOHBIX COOOIIECTB, HO TAKXKE MPEJCTABIIAIOT MPAKTUUECKUN
WHTEpEC JUIsl UX MPUMEHEHHUS B 3a7a4ax TeHHOW mHxeHepuu. OTMeTuM 0co60 TOT

(bakT, 9TO cpazy HECKOJIIbKO OMOIOTUYECKUX 0COOCHHOCTEH MUKPOOHBIX COOOITIECTB
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JICNIAIOT MX BECbMa CIIOKHBIM OOBEKTOM JUIsl M3Yy4eHHUs IN VItro: 3To W Hajauuue
HEKYJIbTUBUPYEMBIX BUIOB, U (PU3NYCCKHE Pa3Mepbl COOOIIECTB, U CIOKHOCTU B
BOCIIPOM3BE/ICHUH B JIAOOPATOPUH TPOCTPAHCTBEHHOW CTPYKTYPBHl W JAPYTHX
buznyecKux TapaMeTpoB Cpeasl oOuTaHuWs cooOmectBa. COOTBETCTBEHHO,
BepU(PUKAIIMSA MAaTEeMaTHYCCKUX M  KOMIIBIOTCPHBIX MOJEICH  IPHPOJIHBIX
COO0O0IIIECTB COTIPSIKCHBI C npobieMaMu MOWCKa KaueCTBEHHBIX
DKCIIEPUMEHTATIBHBIX JaHHBIX, B PsAJE CIy4acB MPUHIMIHAIBHO HEpa3pelIuMBbIX.
J171s1 perieHust moI00HBIX MPOoOIeM IpeiaraeTcs CO3aBaTh CEPUH UCKYCCTBEHHBIX
MUKPOOHBIX COOOIIECTB, M1 KaXKIOTO M3 KOTOPBIX OJHOBPEMEHHO CTPOMIIACH OBl
MaTeMaTu4eckas MOJellb, KOoTopas 3areM Obl  BEepUPHUIMPOBATIACH IO
IKCTICPUMEHTAIBHBIM JaHHBIM, TIOJTYYCHHBIM TIPU HCCIICIOBAHUU 3TUX COOOIIECTB
(De Roy, Marzorati, Van den Abbeele, Van de Wiele, & Boon, 2013; Wolfe &
Dutton, 2015). Ilpu 3TOoM oTMe4aeTcss MIMPOKUI CHEKTP SKCIEPUMEHTAIBHBIX
TEXHHUK, KOTOPbIE MOTJIM OBl HCIIOJIb30BaThes MpU TakoM moxaxonae (Kommakona,
2013), B wacTHOCTH, IN VItro KyJIbTHBUPOBAHUE, MUKPOCKOMHS, IN SitU MOHUTOPUHT
¥ COMIUTMHT, BBICOKOIIPOU3BOJANTEIBHOE CEKBEHUPOBAHHE W METareHOMHKA,
METaTPaHCKPUIITOMUKA, METAPOTEOMHUKa, MeTaboJoMuka. OTMETHM, YTO OJHUM
U3 CPEJACTB JM3aifHa MOJAOOHBIX CHHTETUYECKUX COOOIIECTB SIBISIOTCS METOJIBI

MaTeMaTHYeCKOTo 1 KoMmbioTepHoro moaenuposanus (Wolfe & Dutton, 2015).

1.2.1  Meroasl  PEKOHCTPYKIIMHM  DKOJIOTHYECKOM  CTPYKTYpHI
OaKkTepUaAIbHBIX COOOIIIECTB

PeKOHCTpyKIIMS  SKOJOTHYECKUX  B3aMMOOTHOIICHWA B  COOOIIECTBE,
yCTaHaBJIMBAIOIIIAS €r0 TPO(YUUECKYIO OpraHU3aInIo (CeTh METaOOIUYECKUX CBSI3EH
MEXIy BUJAMH), SIBJISIETCSI OJTHAM M3 TIEPBBIX ITAMOB aHAJIN3a 3TOr0 COOOIIECTRA.
MeTonbl MeTareHOMUKHA U OMOMH(POPMATHKH ITO3BOJIIOT UACHTU(DUIIUPOBATH BUJIBI
YJICHOB COOOIECTBA M OIEGHUTh HMX OTHOCHTEIBHBIC IUIOTHOCTH, a TaKXke
dyukunonansHbie criocoonoctr (Wooley, Godzik, & Friedberg, 2010). ITosiBneHue
OOJBIIIOr0 KOJMYECTBA METAr€HOMHBIX JIAaHHBIX IPHUBEJIO K Pa3BUTHIO METOOB

PEKOHCTPYKIIUH TPOPHUECKUX ceTell cooOmiecTB 1o 3tuM gaHHbIM (Faust & Raes,
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2012). B OCHOBHOM 3TO PErPeCCHOHHBIC W MPOIYKIIMOHHBIC METOMBI, a TaKXKe
IuHamMuueckoe wmojaenupoBanue (Zomorrodi, Islam, & Maranas, 2014) wu
CTEXHOMETPUIECKHE TIOIX0 bl pacuéra oomena metabommramu (Klitgord & Segre,
2010). JlaHHbIC METOJBI IO3BOJSIOT OIECHHUBATH JKOJIOTHUECKHE OTHOIICHUS B
COOOIIECTBE, B TOM YHCIIC W B 3aBHCHMOCTH OT ITApaMETPOB CPEIbl OOHWTaHUS.
MukpoOHBIC OTHOIICHHS MOTYT OBITh PEKOHCTPYHUPOBAHBI U3 JAHHBIX O INIOTHOCTSIX
nonyJsiiuid. Ha ocHOBe TpaIuIilmOHHOTO BOCIIPHSITHS OTHOIIIEHUE ITaphl OPTraHU3MOB
MOJKeT OBITh Ha3BaHO KOHKYPEHTHBIM (HMJIM OTPHIIATEIBHBIM), €CJIH UX TUIOTHOCTH
0 BCEM 00Opa3ilaM aHTHKOPPEIMPOBAHBI, HECMOTPS Ha TO, YTO OHHU OO0JAJArOT
OOIIIeH PKOJIOTHYCCKOM HUIIICH; 1, HAITPOTUB, OTHOIIICHUE MAaphl OPraHU3MOB MOKET
OBITh Ha3BaHO KOOTICPATUBHBIM (HJIH MOJIOKUTEIBHBIM), €CJTH OHU IEMOHCTPUPYIOT
CXO0’Kee pacrpeneneHue mioTHocTeld. CeTh MUKPOOHBIX B3aMMOCBSI3eH MOXKET OBIThH
npeJcKa3aHa ¢ UCIOJIb30BaHUEM METO/I0B, Ha3bIBAIOIIUXCSI PEKOHCTPYKIIMEH CETEH.
[TapHbIE OTHOIICHUS BBIBOASATCS C TIOMOIIBIO OCHOBAHHBIX Ha CXOJICTBE METOJIOB
MyTEM aHAJIN3a paclpeIe/eHIs B3aUMHON BCTPEIacMOCTH/B3aMMHOTO HCKITFOUCHUS
JBYX BHJOB, HCXOAS U3 CYMMbl OallJIOB TMOXOXECTU. boiee CloXKHBIC
B3aMMOJICHCTBHSI MEX Ty O0Jiee ueM JABYyMsI BUAAMH MOTYT OBITh 3a()UKCHPOBAHEI C
UCIIOJIb30BAHUEM JPYTMX TEXHUK, TAKMX KaK PErpeCCHOHHBIC M MPOIYKIIMOHHBIC
METO/Ibl. PerpeccoHHbIe METOIBI MTPEICTABIISAIOT IIOTHOCTD OMPEICIEHHOTO BUIa
KaKk (QYHKIUIO OT IUIOTHOCTEW JpYrux BHIOB. I[IpOAyKIIMOHHBIE METOJBI
W3HAYaJIbHO  TICPEYMCIIAIOT ~ BCE  JIOTMYSCKH  BO3MOXKHBIC — IIpaBHJIA
COCYIIIECTBOBAHUS/UCKITIOUCHHSI BHJIOB, KOTOpBIC TIOJJICPKUBAIOTCS HAOOPOM
JaHHBIX O WX HAJIMYUU WIA OTCYTCTBHMM. B XoJe TOCeI0BaTEIHBHOIO
(GUIBTPAIMOHHOTO TIPOIecca COXPAHIIOTCS TOJIBKO 3HaYMMbIC MpaBuia. Dayct u
Paec (Faust & Raes, 2012) mpemocTaBisiOT UCUEPNBIBAIOIIAN 0030p MO 3TOMY

BOIIPOCY.
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Puc. 1.5. IlpumMepsl npeackazaHusi CI0XXKHBIX B3aUMOOTHOILIEHUH Ha OCHOBE
Habopa JaHHBIX O MPUCYTCTBUU U OTCYTCTBUU MUKpOOHBIX OTE (omeparmoHHBIX
TakcOHOMHUeckuX eauuul, anri. OTU) B oOpasmax. [lpencraBieHHas ceTh
00001IaeT mpaBuia AaCCOLUMALNH, YCTAHOBIIEHHBIE C IOMOIIBIO AIPHOPHOTrO
aIroputTMa M OT(GUIBTPOBAHHBIE C TOMOIIBIO TONMPABKM HA MHOKECTBEHHOE
TECTUPOBAHMUE. B TEKCTOBOW BCTaBKE MPUBEIEH MpUMEP Takoro npaBwmia. Kaxnas
BepiminHa B cetu npenacrasiasier OTE, a kaxnas ayra — npaBwio. Jlyra Moxer
o0wveauuaTh 10 Tpéx OTE, ecnu oHM y4acTBYIOT B OJTHOM M TOM K€ mpaBuiie. s
AE€rkocTy uHTeprpeTanuu oaHa U T1a ke OTE MoxeT ObITh NMpeacTaBieHa B CETH

HecKoIbKo pa3. [lepeBeneHo u amantupoBano u3 (Faust & Raes, 2012).

VYcTaHOB/IEHHBIE OTHOILEHUS MEXIY BUIAAMHU-UICHAMH MOTYT  OBITh
IIPEICTABIICHBI KaK CETh MUKPOOHBIX B3aMMOCBSI3€M, COCTOSIIAs U3 BEPIIUH (BUAbI
WJIM TaKCOHBI) U AYyT (MEXBUIOBBIE B3auMozeiicTBus) — cMm. Puc. 1.5. Tlockosbky
OTHOUIEHUSI MEXAY BHJAMU YacTO ACMMMETPUYHBI, T.€. HaJU4YHE OJHOTO BUJIA
MOKET BIMATH Ha MONYJALMIO JIPYyroro, HO HE HAoOOpPOT, TO JaHHas CEThb
MIPEICTABIISIET COOOM OpUEHTUPOBAHHBIN rpad. Hanpasnenne u cuia MEXBUIOBOTO
B3aMMOJICUCTBUSL MOTYT OBITh NPEACTABICHbI B BUAE CTPEJIKHM U €€ TOJIIHUHBI

COOTBETCTBEHHO. [lepeMeHHbIe OKpY KaloIIel Cpe/ibl TaKKE MOTYT ObITh BCTPOEHBI
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B CETh NYTEM TPAaKTOBKM WX KaK JONOJHUTEIbHBIX BUIOB-BEPIIMH. OITa
pacUIMpPEHHAs CETh OIMCHIBAET B3aMMOOTHOIICHHS MEK/y BUAAMHU U NPU3HAKAMHA
OKpykaromen cpeasl. Hampumep, corimacoBaHHass COBMECTHAsl BCTPEYAEMOCTH
MEXJy OIpenea€HHBIMU BUAAMHM W IUTATEJIbHBIMM BELIECTBAMHU (HaIpUMep,
HUTPUTAMU M HUTPATaMHU) CBUIETEIBCTBYET O BOBICUEHHOCTH OCOOBIX MUKPOOOB B

onoreoxmmudeckue ksl (Fuhrman, 2009).

Kaxk u apyrue ycroitunBsie ceTH (BKIt0Yast 0eI0K-0eIKOBbIE B3aUMO/ICHCTBHS,
KJIETOYHBIC METa0OJIMYECKHE CUCTEMBI U YEJIOBEYECKUE COLHUAIBHBIC CETH), CETH
MUKpPOOHBIX  B3amMojelicTBuid  Oe3macmrTadbubl  (Faust & Raes, 2012).
Be3macirabHas ceTh XapaKTepU3yeTCsl TEM, YTO B HEH OOJIBITUHCTBO BUIOB UMCIOT
TOJIBKO HECKOJBKO CBSI3eH (T.e. BEPIIMHBI HU3KOW CTCMEHH) U €CTh HECKOJIBKO
BUIOB-S1/I€P C MHOTMMHU CBSI3sIMH (T.€. BEPIIUHBI BRICOKO cTeneHn). Pactpenencuue
CTeleHe B Oe3MmacmTaOHOW CeTH Clie[yeT creneHHoMmy 3akoHy (Barabasi &
Bonabeau, 2003; Barabasi, 2009). be3macmTabHble CETH YCTOWYMBBI MPOTHUB
CIy4aiiHOTO yAaJCHHS Y3JI0B, HO 3Ta MEPCHOCMMOCTh BO3HHKACT 3a CUET KpaiHeh
ySI3BUMOCTH K IieJieHanpaBiieHHoMy ynanenuro siaep (Albet, Jeong, & Barabasi,
2001). OTo 03HaUaAET, YTO MHUKPOOHOE COOOIIECTBO MOXET PabOTaTh HEHCIIPABHO
IpY TIOTEpEe BUIOB-SAEP, HO MOXET (QYHKIIMOHHPOBATh HOPMAJILHO TOCJIE TOTEPH
MeHee (DYHKIMOHAIBHO CBSI3aHHBIX BHIOB. JIf00ast rpyIma BUIOB, KOTOpast IIOTHO
CBsI3aHa JIPYT C JAPYrOM, MOXET MOHMMATBHCS KaK MMEIOINAs MEePEKPBIBAOIINECS
aumu (Faust & Raes, 2012). MuTtepecHOi W Hepa3peméHHON MoKa MpoOIeMoit

ABJEACTCSA 3KOJIOTHYCCKaAs POJIb BUIOB-AACP U BUAOB, HC ABJLIIOIIMUXCA SAdpaMU.

AHaM3 TOrO, HACKOJIBKO aJCKBATHO CETH B3aMMHOW BCTPEYACMOCTH
OTpPaXKalOT peaJbHbIE B3aMMOJCHCTBUS, JIeXKAlldie B OCHOBE MHKpPOOHOM
9KOCHCTEMBI, ObLI poBeaéH B padote (Berry & Widder, 2014). C ucnosib30BaHreM
00001ménnbIx Moeneit Jlorku- BonsTeppsl (Stein et al., 2013) Obu10 MOKa3aHo, 4TO
JTAHHBIA TIOJXO/ UMEET PsJl OTPAaHHYCHHN, OOYCIIOBICHHBIX KaK OCOOCHHOCTSIMU
HKCIIEPUMEHTAJIBHBIX  JaHHBIX (MCKaxaromuid 3(PGeKT, BHOCUMBIA  HHU3KO

MIPEICTaBIICHHBIMU BUJIaMU), TaK M CAMUM METOI0M aHanu3a (3hdeKT Bo3pacTaHus
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JIOJKHBIX Koppenﬂunﬁ BOJIM3H BUOA-A40pa B CBi3HU C KOCBCHHBIMH

B3aUMO/ICHCTBUSIMHA ).

Takum 00pa3om, MUKPOOHBIE OTHOIICHHUS MOTYT OBITh PEKOHCTPYHUPOBAHBI 13
JaHHBIX O IUIOTHOCTH BUIOB. I[lojydeHHbIe TakuM o00pa3oM MHKPOOHBIC
B3aUMOCBSI3M CHEIU(PHYHBI [0 OTHOWICHHUIO K YCIOBHSM, 3TO 3HAYHUT, YTO
uHGopMaIMsE O MHUKPOOHBIX B3aUMOOTHOIICHUSX, TOJYyYCHHAs TMPH OIHUX
YCIOBHUSX, MOXET OBITh HEJCHCTBUTCIBHON B JPYTrHX YCIOBHAX, MOCKOJBKY
CTPYKTypa M CBOWCTBA CeTeii MHKPOOHBIX B3aMMOCBS3€Hl MOTYT 3HAYHTEIHHO
BUJIOM3MCHATHCS B 3aBUCHUMOCTH OT YCJIOBHE OKpyxaromieir cpensl (Berry &
Widder, 2014). Takxe 3TH METOBI HUYETO HE TOBOPST O OMOJOTHUECKUX PUIHHAX
TOTO, MOYEMY OIpPEAENEHHbIE BUABI B3aMMOJECHUCTBYIOT OCOOBIM 00pa3oM, B TO
BpeMsi Kak JApyrue BUAbl — HeT. YTOObI MONydyuTh OOJiee MEXaHUCTHYHOE
NOHUMAaHUE, TPEOYIOTCS METOJbl, OCHOBaHHBIC HAa (U3UOJOTHMH, TaKHE Kak

CTCXHUOMCTPHUICCKOC MOACIIMPOBAHUC.

1.2.2 MonenupoBaHue MeTa00IM3Ma U TCHETHYECKON PETyIsIIUN

Jl1st MoienupoBaHusl MUKPOOHOTO META00JIM3MA UCTIONB3YETCS LIUPOKUI KPYT
MaTeMaTHYEeCKUX METOJIOB, TaKuX Kak auddepennnanpubie ypasaeHus (Nev & van
den Berg, 2017), oynessl cetu (Shmulevich, Dougherty, Kim, & Zhang, 2002) u
cetu Ilerpm (Schuster, Pfeiffer, Moldenhauer, Koch, & Dandekar, 2002),
areOpanyveckue JIMHEHHbIC 1 HemHelHble ypaBHeHus (Mooshammer et al., 2014)
u ctoxactuueckue aBromarbl (Amar et al., 2008). MoaenupoBanre MeTaboIM3Ma
Y4acTO COMNPSIKCHO C MOJCIMPOBaHUEM reHetndeckor perynsiuu (de Jong, 2002;
Hecker, Lambeck, Toepfer, van Someren, & Guthke, 2009; JIuxomsaii et al., 2010).
HNuTerpupyromas poiib 34€Ch OTBOAUTCS KOHIENIMHA TeHHBbIX ceTer. Kak nmpasuiio,
B MOJOOHBIX MOJENSIX OMUCHIBATACH OTAEIbHAS METa0OJIMYecKasl MOJICUCTEeMa
MUKPOOHOMU KJIETKH, BO3MOXKHO, C COMYTCTBYIOLIEH €l TeHeTUUECKON perysiuen
(Covert et al., 2001; Likhoshvai & Ratushny, 2007; Oberhardt, Palsson, & Papin,
2009). Onnako, HaunHas ¢ KoHIAa XX — Havajga XX| cTojeTHsi, HAYUHAIOTCS

IIOIIBITKK CO3aaHUA MOJIHOM MOICIN MeTaboaM3Ma KJICTKH, T.H. <«MOJICIH
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anekTpoHHOM Kietkw» (Durot, Bourguignon, & Schachter, 2009; Ishii, Robert,
Nakayama, Kanai, & Tomita, 2004; Price, Reed, & Palsson, 2004; Sauer,
Heinemann, & Zamboni, 2007; M Tomita et al., 1999; Masaru Tomita, 2001). B
2012 rogy Kapp ¢ xomteraMmu cooOIIMIM O TOM, YTO MOCTPOEHHAs] UMH MOJICIb

SJIEKTPOHHOM KJICTKH MpejcKa3biBacT GpeHotun no renotuny (Karr et al., 2012).

HenaBHO oOmWH W3 IMMHMPOKO WCHOJB3YEMBIX METOJIOB MOJCIMPOBAHUS
KJIETOYHOTO MeTabom3Ma — JMHAMUYECKUN aHAIIN3 CTAI[MOHAPHBIX MOTOKOB — OBLI
paciIMpeH Ha clydail MOACIMPOBaHHS MUKPOOHBIX coobriecte (Henson & Hanly,
2014; Mahadevan & Henson, 2012). Takxe IIHPOKO HCIOIB3YOTCS
ONTUMM3AIMOHHBIE METOJIbI, TaKUE KaK METOJI MUHHUMHU3AIUU METabO0INYECKOTO
peryimpoBanus (MOMA) (Segré, Vitkup, & Church, 2002), a Taxke METOJIbI
BKJTIOYAIONIME MHOTOKpHTEpHalbHyI0 onrtuMm3anuio (Zomorrodi et al.,, 2014,
Zomorrodi & Maranas, 2012), koTopast MO3BOJISICT UCCIIEIOBATEIIIO UCIIOIB30BaTh
KPUTEPUH MPHUCIIOCOOJIEHHOCTH YPOBHS Bcero coodmectBa. Kpome toro, anamus
sJIEMEHTApHBIX MOTOKOBBIX peskuMoB (Schuster, Fell, & Dandekar, 2000), a Taxke
spommonnonHas Teopusi urp (Frey, 2010; Pfeiffer & Schuster, 2005) rtaxxke

HCIIOJIB3YIOTCA JIsI MOACIUPOBAHHA MeTa0oInu3Ma.

1.2.2.1 Cmexuomempuueckue mooenu memadoIuzma Kiemxu

Metabonuueckasi ceThb COJAEPKUT MHOXKECTBO META0OJUTOB, ONMUCAHHE WX
¢u3nyeckoro TpaHcnopTa (BHYTPh W BOBHE OpraHM3ma WM KIETKH) |
BHYTPUKJIETOUHbIE (EPMEHTATUBHbIE OMOXMMHYECKHE MpeBpalleHus. JTa CeTb
MOJKET OBITh Mpe/cTaBiIeHa B BUJIE Ipada, KOTOPBIM MOKa3bIBAET COEAMHEHNE BCEX
MeTaboJMTOB (BepUIMH) yepe3 peakuuu (péOpa WM Ayru), WIM B BHJIE CIHCKA

ypaBHEHHI OajlaHCca Macc METa0OIUTOB.
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Pucynox 1.6. TI'paduyeckoe ©  MaremMaTH4YECKOE  IPEICTaBIICHUE

meTabonmuueckux peakiuii kiaetku. 1o (H.-S. Song et al., 2014).

B ycToiunMBOM COCTOSIHMM OallaHChl MacC BHYTPHKIIETOUYHBIX METa0OJUTOB
(T.e. My u My Ha Puc. 1.6) gans! kak ciemyromuii Habop anreOpandeckux ypaBHEHUN

(Puc. 1.6):
Sr=0 (1.1)

rae S ato (I X J)-marpuria creXHoMeTpruecKuX Kod(pQHUIIMEHTOB, a I' eCTh
BekTop-crosioer; J motokoB (I — KoaumdecTBO MeTabONMTOB, J — KOJHYECTBO
peakuuii). be3 motepu oOImHOCTH MOXHO cuuTath, 4ro I;j = 0, j € J (pa3duB
oOpaTuMble peakiuu Ha HeoOpaTumble naphl). [IpuBenénnsie B ypaBaenuu (1.1)
OalaHChl MacC BMECTE€ C COOTBETCTBYIOIIMMM OTPAHUYEHUSMH TOTOKOB
HA3bIBAIOTCSl CTEXMOMETPUUYECKUMH MOJETsIMU. Mojenn MeTabOTUYecKuX ceTei
4acTO MPEACTABISIOT B CTaHAApTHOM (dopmarte, Ha3piBaeMoM S3bikoM Pa3zmerkw
Cuctemuoit buonoruu (Systems Biology Markup Language, SBML)(Hucka et al.,
2003).

[Tockonbky B oOmeMm cinyudae | < J, BeKTOp pemieHuil I, yaoBIETBOPSIOMINNA
ypaBHeHuto (1.1), oOpa3yeT BBIMYKIBII MHOTOTPAaHHBIM KOHYC B IMPOCTPAHCTBE
IIOTOKOB (COOTBETCTBEHHO, HAa3bIBAEMBbII TOTOKOBBIM KOHycoM). Mcnousb3ys
METO/1bl, OCHOBaHHbIE Ha CTEXMOMETPUUECKUX MOJIEISAX, TAKUE KaK METoJ] OajlaHca

cranmoHapHbIX MeTabomuueckux motokoB (Flux Balance Analysis, FBA) (Orth,
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Thiele, & Palsson, 2010) 1 aHanaM3 3JIeMEHTAPHBIX OTOKOBBIX PeKUMOB (EM)
(Trinh, WIlaschin, & Srienc, 2009), MOXHO OICHHTH 0CO00C METaOOIMYCCKOE
COCTOSIHHE OpraHu3Ma dYepe3 YCTAaHOBJACHHE NPEINOI0KHUTEIBHO aKTHBHBIX
METa0OINIEeCKUX MyTed, HMMEIOIUX OTHOIIEHHE K 3aJaHHOMY YCTOHYHBOMY

COCTOAHUIO.

[Tpu sTom Meron FBA mpeanonaraet, 4ro MeTaboiau3M OTAECTBHOTO MUKPOOa
MOKET OBITb MPEACTABICH ONTHUMAJIbHBIM META0OJUYECKUM MYTEM, KOTOPBIN
MaKCHMM3UPYET MPOU3BOJCTBO OMOMACCHI (MJIM JIIOOOT0 JIPYyroro MeTadoJIUTa).
FBA mony4aer onTuManbHBI METa0OIUYECKU MyTh, pelias 3agady JTUHEHHOTro
IPOrpaMMUPOBAHMS, TTOAUMHAIONIYIOCS ypaBHEeHUIO (1.1) u orpaHUYEeHHSIM B BHUJIE
HepaBeHCTBa Ha mMoToku. C apyroit ctoponsl, EM-ananu3 ycranaBnuBaeT BeKTopa,
sBIstonIuecss peéOpaMu TMOTOKOBOTO KOHyca (T.€. JJIEMEHTapHBIE PEXKHMBI),
MIOCKOJIBKY BBIMTYKJIbIE KOMOWHAIIUM BCEX BEKTOPOB-pEOEP MOTYT MPEICTABISATH
J11000€ TOMYCTUMOE PEIlICHUE BHYTPU MIIM Ha IOBEPXHOCTH KoHyca. [lomHbiii Habop
AJIIEMEHTAPHBIX PEKMMOB MOXKHO BBIYHCIUTH B OJMH 3Tall C HCIOJIb30BAaHUEM
METOJIOB Ha OCHOBE sjpa crexuomerpudeckoir matpuibl (Urbanczik & Wagner,
2005), HO TaKke BO3MOXKHO IIOCIEAOBATEILHO BBIUUCINUTh WX, WCIOJIB3Ys
CMEIIIaHHOE IIeJIOYMCICHHOE JInHEeiHOoe nporpamMupoBanue (de Figueiredo et al.,
2009). HenmaBHue ycmexu B uMcleHHBIX peanusanusax (Terzer & Stelling, 2008,
2010) mpuBend K BBIYMCIACHHIO JIO MHUIMOHOB 3JEMEHTApHBIX PEKUMOB.
MuHUManbHbBIN Ha0Op AJIIEMEHTAPHBIX PEKUMOB, KOTOPBIN MPEACTaBIseT 0co00e
MEeTa0O0JIMYECKOE COCTOSHUE, MOXKET OBbITh BBIOpAaH C HKCIOJb30BAHHMEM aHAIU3a
IPOCTPAHCTBA BBIXOJHOM MPOAYKIMH M METOAOB Ha OCHOBE LEJIOYHMCIECHHOTO

JMHEHHOTO MPOrpaMMHUPOBaHHUs, O KOTOPBIX coobmanock B (Hung, Chan, & Ji,

2011; H. S. Song & Ramkrishna, 2009).

1.2.2.2 Cmexuomempuuecroe MOOenuposanue MHOMCECmBa
83AUMOOCUCMBYIOUWUX U008
[Toax0IbI CTEXMOMETPUUECKOTO MOICIIUPOBAHUS MOTYT OBITh IPUMEHEHBI 715

aHaJau3a MHKPOOHOT0 COOOIECTBa HA OCHOBE CBEPXOPraHM3MEHHON KOHIICIIIIHH,
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eclii MeTaf0ojuvecKkass CeTh PEKOHCTPYHpOBaHA s IEJIOr0 COOOIIeCTBa.
I'punodaym u gp. (Greenblum, Turnbaugh, & Borenstein, 2012) B cBoém in silico
WCCJICIOBAHUA MHUKpPOOMOMa KHIIIEYHHWKA YEJIOBEKA OIMMCAIA, KaK MOXET OBITh
pPEKOHCTpyHpOBaHa MeTabojudeckas CceTh Ha ypoBHe coobmectBa. C
WCITOJIb30BaHUEM 0a3bl JaHHBIX KHOTCKOW SHIMKIIONEINM TEHOB W TEHOMOB
(KEGG) ObutM aHHOTHPOBAHBI MPOYTECHUS METArCHOMHBIX ITOCIIE0BATEILHOCTEM,
9TOOBI OMpPENeIUTh (PEPMEHTHI, TTOJHBIM HAOOp KOTOPHIX OBLIT HAWICH B KaXIOM
oOpasme. 3ateM HaOOp ATHUX (PEPMEHTOB HCIOIB30BAICS, UYTOOBI TMOCTPOUTH
MeTaboIMUeCKUe CETH YPOBHS BCEro COOOIIECTBA [JISl Pa3IMYHBIX YCIOBHI,

KOTOPBIE 3aT€M MOTJIM OBITh MCCIIe0BaHbI ¢ moMoIbio FBA 1 EM-ananu3os.

Bunpl aHanu3a Ha OCHOBE CTEXMOMETPUYECKHX META0OIMYECKUX CETed He
TOJIBKO TPEIOCTABISAIOT MEXaHUCTHYECKOE MOHMMAaHHE B3aMMOJCHCTBHI BHUIOB
JpyT C IPYroM M C OKpY)Karolled cpefoi, HO TaKKe€ OLEHUBAIOT PacHpeesICHUs
MOTOKOB BHYTPH OTAEJIBHOIO BHJA M cooOmecTBa. Tak, B MUOHEPCKON padote
Cronspa u np. (Stolyar et al., 2007), meron FBA Obul mpuMeHEH I aHAIM3a
OTHOUIEHUS  CUHTPOOUH  MEXKAY  Cyab(paTpeiyUupyOIUMH  OaKTepUusMH
(Desulfovibrio vulgaris) wu wmeranorenamu (Methanococcus maripaludis).
Metabonuyeckasi ceTb 3TOr0 COO0IIEeCTBa OOBEIUHSIET CETH OTICNIbHBIX BHUJIOB,
TPaKTysd UX KaK BHyTPEHHUE KOMITapTMEHTbl. OHU OIEHUIN MEXBHUIOBBIC TOTOKU
MeTaboJIMTOB BMECTE C PACIpeleCHUSIMI BHYTPUKIETOYHBIX IOTOKOB B Ka)/10M

OpraHu3Me HyTéM MaKCHUMHU3allnun B3BCIICHHOMU CYMMBI onomacc BHUOOB.

Kmurropa u Cerpe (Klitgord & Segre, 2010) pa3sunu metoa Crossipa myTém
UCKYCCTBEHHOTO  BHEAPCHHS  JONOJHHMTEIBHOTO  KOMIAPTMEHTA, KOTOPBIM
NPEJICTABIISCT OKPYIKAIOIIYI Cpely, HACEICHHYIO Pa3UYHBIMH BHIaMH, YTOOBI
UCCIIEIOBAaTh OOMEH METa0OJMTaMU MEXKIy BHAAMHU U Pa3IHYHBIX IMOMAPHBIX
KOMOUMHAIMIA ceMH OaKTepHalbHBIX BUIOB. VX ajqropuT™ HE TOJBKO BOCHPOM3BEIN
U3BECTHBIC OTHOIICHHUS B3aUMHOI'O KOPMIICHHSI, HO TaK)Ke ¥ OTKPBLIT HOBbIE HAOOPBI
METabOJIUTOB, KOTOPBIE MOTEHIIHAILHO YyYacTBYIOT B MEKBHUIOBOM oOMeHe. OHHM

TAKKC IMOKa3aJikn, KaK YUCJICHHO OIPCACIINTD KYJIbTYPHYIO CPCAy, KOTOPpAd BEHET K
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KOMMEHCAIM3MY WM MYTYyajlu3My ISl 3aJaHHOI'O MHOXKECTBA OPraHU3MOB.
Buntepmpior u  CuisBep (Wintermute &  Silver, 2010) pa3pabotanu
BBIYUCIIUTCIIbHYIO CHCTEMY, OCHOBAaHHYI0O HAa MHHHMH3AIUH METa00IMYECKOro
perymupoBanust  (MOMA) (Segrée et al.,, 2002), dYToOBl HCCIICIOBATH
B3aUMOJICHCTBMS B HCKYCCTBEHHBIX IMapax 46-TH MyTaHTOB-ayKCOTPO(OB
Escherichia coli, uMeromux penenuu, OJOKHUPYIOIIHE OHOCHHTE3 KHU3HCHHO
Ba)KHBIX META0OJIMTOB U TEM CaMbIM IPUBO/ISIINE K 3aBUCUMOCTH OT MX ITPUTOKA U3
BHEIIHETO MCTOYHUKA. Mojiesb MpeacKas3aia B3auMOACHCTBUS MEKIY IITaMMaMH
Ha YpPOBHE META0OJIMYCCKUX TMyTeH, M B pe3yJbTare 3KCICPUMEHTOB IO
COBMECTHOMY KYJIbTUBUPOBAaHUIO CHHEprusi HaOmomanack B 17% wu3 1035 map
MYTaHTOB, YTO MPOSBISIOCH B OoJtee yeM 50-KpaTHOM YBEIHYCHHH CKOPOCTH POCTa

110 CPABHEHHIO C MOHOKYJIBTYPOU.

3a mpumeHnenueM Mmerona FBA k MukpoOHBIM coo00IecTBamM 3aKpenusioch
Ha3BaHHUE Memoda Oalanca CMAyuoOHAPHLIX  MemabdoIuyecKux HnomoKos
coobwecmsa (community Flux Balance Analysis, cFBA) (Khandelwal, Olivier,
Roling, Teusink, & Bruggeman, 2013). 3omoppoaun u Mapanac (Zomorrodi &
Maranas, 2012) npemioxwim 000OMIEHHYIO BBIYHCIUTEIBHYIO TUTATGOPMY IS
peanmmzanun = CFBA.  Ux cucrema, HazBannas OptCom, dopmynupyer
JIBYXYPOBHEBYIO 3aJady ONTHUMHU3AIMH, TJ¢ IeJeBble (YHKIMH KaK YpPOBHS
coo0111eCTBa, TaK u YPOBHS OTIIETTLHOM KIICTKU
MaKCUMU3UPYIOTCS/MUHUMU3UPYIOTCS. MeTabonudeckne MOTOKH OILIEHUBAIOTCA,
UCXOJII W3 KOMIIPOMHCCA MEXTY OTUMHU IIEICBBIMM (YHKIIUSIMH Ha YpOBHE
OTJICJILHBIX KJIETOK U HA YPOBHE I[EJI0T0 COO0IIECTBA. DKCIIEPUMEHTAIbHbBIC TAHHBIC
JUISL 3TOTO cooOIiecTBa (Takue Kak CTPYKTypa) W JJi OpPraHuM3MOB (TakHe Kak
CKOPOCTh TOTPEOJICHUS), €CIIM TaKOBBIC JOCTYITHBI, MOTYT OBITh YUYTEHBI, YTOOBI
yIy4IIATh Ka4eCTBO Mpejackasanuil. 3omoppoau u ap. (Zomorrodi et al., 2014)

TaKXke paszpadoranu AuHamudeckyro Bepcuio OptCom (massannyro d-OptCom).

Taddc u ap. (Taffs et al., 2009) npencraBuin npuMep aHaIM3a CETH YPOBHS

cooOriecTBa, OCHOBaHHBIM Ha EM-ananmmze. PaccmoTrpeHHoe wMHU CcOOOIIECTBO
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CoZepXXHUT TpU (DYyHKIMOHANIBHBIC TWibauu (Puc. 1.7), BKIOYas OJHOKIETOYHBIX
1uaHoOakTepui poga SynechoCCus, HUTEBUIHBIX aHOKCUT'€HHBIX (OTOTPO(OB poaa
Chloroflexus u Roseiflexus u cymnbdar-penymupyromux Oakrepuii. Ilockonbky
paHee OBUTH JOCTYITHBI OTJCNBHBIC CETH IS TWIBIUN, CETh YPOBHS COOOIIECTBA

ObLJ1a co3/1aHa MyTEM HAJIOXKEHUS UX IPYT Ha JApyra.

TJIHKOJAT

O\ auerTar

Puc. 1.7. Cxema B3aMMOACHCTBHS THWIBIUN HHaHOOaKTepuii  (Syn),
aHokcureHHbIX (hoToTpodoB (FAP) u cynedarpenyuupyronux 6akrepuii (SRB). Ha
pUCYHKe n300pak€H 0OMEH BEIIEeCTB MEXIy TWIbAUSIMHU B JHEBHOE (A) U HOYHOE
(B) Bpems. Cokpamenus: EtOH — stanon, hv — gorocuHTeTHUECKH aKTUBHBIE
¢doronsl, PG — momuriioko3a, PHB — momuruapokcudytupar. Ilo (Taffs et al.,
2009).
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Tapbdec wu gp. (Taffs et al, 2009) B mnpennoKEHHOM  HMH
KOMITAPTMEHTAIN30BAaHHOM TIOJIXOJI€ HCIOIb30BaIU TOT K€ TUI PACIIMPEHHBIX
ceTel (T.e. coliepkKallux OTACJIbHBIE CETU B Ka4eCTBE KOMIIAPTMEHTOB) st EM-
aHanu3a. OQHAKO BBIYMCIIHUTENBHAS CIIOKHOCTh JAHHOIO aHaJIu3a 3HAYUTEIIBHO
BO3pacTaeT, MOCKOJIbKY C POCTOM pa3Mepa CeTH MPOUCXOAUT KOMOWHATOPHBIN
B3pbIB KOJIMYECTBA JJIEMEHTAPHBIX PEXUMOB. B KauecTBe anbTepHATUBBI OHU
MPEJIOKUIIA BIIOXKEHHBIA TMOAXO0J, B paMKax KOTOPOTO CHepBa aHAIU3UPYETCS
KaXJasl OTJIeTIbHAS CETh (UTO MEHEee TPeOOBATEIHHO K BEIYHCIUTEILHBIM PECYpCaM)
U JIMIIb 3aTEM U3Y4aroTCs MOTEHI[MATbHbIC B3aUMOACHCTBUS MEXAY OTACIbHBIMU
CETSMM, KOTOPbIC BBIOMPAIOTCS HA OCHOBE IMPEICTABICHUN 00 HKOJOTHUUECKHU

3HAYMMBIX METa00JIMIECKUX ITyT:X.

[IpumMeHeHne METOJOB aHaldu3a, OCHOBAaHHBIX HAa META0OIMYECKUX CETIX H
ONMCAHHBIX BBINIE, K CIOXHBIM 3KOJOTMYECKHM CHUCTEMaM, COAEPKAIUM
MHO>XECTBO BHJIOB, T€HETHYECKas W MeTabojnyeckas HHPOpMalus KOTOPBIX
HEJIOCTATOYHO XOPOILIO U3BECTHA, ABJISETCS JOCTATOYHO CIOKHOU 3anaden. Takxke
BO3HHMKAET MpoOiieMa BO3PACTaHUS TPYIOEMKOCTH BBIYHMCICHUNA C POCTOM 4HCIIA
BUJIOB, BXOJSIIMX B aHAIM3UPYEMBIE CETH PACUIMPEHHBIX COOOILIECTB, KOTOPHIE
CTPOSITCS IyTEM COEIMHEHHSI METa0OINYECKUX CeTell OTAeNbHbBIX BUIOB. B cBs3u ¢
OTUM, B HACTOSAIIEE BPEMS MPUMEHEHHE ITUX CTPOSIIIUXCS CHU3Y-BBEPX METOJIOB
OTPAaHUYEHO TMPOCTHIMH  COOOIECTBAMH, COCTaBJICHHBIMU U3  HECKOJBKUX

BUJIOB/THJILIIUH.

1.2.2.3 lunamuueckoe mooenuposariue Ha 0OCHO8E MemadOIUYeCcKUX yHKYULL

CrexuoMeTpUYecKHii aHalnu3 MEeTa0OJIMYECKHX CEeTeH MOMOraeT OLEHUTh
pacrpeieieHue  MOTOKOB ~ BHYTPU  NPOKAPHOTHYECKOTO coo011ecTBa.
MogenupoBaHie IWHAMHUYECKOTO OTBETa COOOIIECTBA Ha WM3MEHEHHUS B
OKpy>Karolel cpene TpedyeT MCHOJIb30BaHUSI CUCTEM MOJEIMPOBAHUS, KOTOpbIE
YUUTBHIBAIOT ~PETyJAlHI0 MeTabonuueckux cucteM. Mertabonnueckas CceTb
COOOIIEeCTBA MOXET OBITh CO3/laHa C YIMOPOM Ha TJIaBHBIE METa0OIUYECKHUE

byHKIIUU, KaTaTu3upyeMble HA00OpOM OTPeAeIEHHBIX (DYHKIIMOHATBHBIX TEHOB. 3a
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CuéT COCpPENOTOUYCHHUSI HAa HEOOJBIIOM KOJIMYECTBE KIIFOUEBBIX META0O0IMYECKUX
(GYHKIMH UCTHONB30BAHME ATOTO TOJXOJa TMO3BOJSET CHUBUTH CIO0XXHOCTD
UACHTU(UKAIINK MOJIETH, KOTOpas OOBIYHO BO3HMKAET, KOTJa paccMaTpUBAIOT

HOJPOOHYIO CTPYKTYpPY METab0JINYECKOM CEeTH.

Pun u ap. (Reed, Algar, Huber, & Dick, 2014) nHemaBHO mpeacTaBUIM
TE€HOLICHTPUYECKHUI MOAXO0J, YKJIAJIbIBAIOIIUKCA B ONKCAHHYIO BBILIIE CXEMY, I'JI€
OHM Y4YIM 3aBUCUMOCTb IPOTEKaHHS OHMOXMMHUYECKUX pEakUud OT YpOBHS
AKCIIpeCCUU (DYHKIIMOHAIBHBIX T€HOB, B TOM UHCJIE JUHAMUYECKHUM OTBET (PYHKIIMU
KOKJIOTO COOTBETCTBYIOIIET0O TI€HAa HA HW3MEHEHUE XHUMHUYECKOTO COCTaBa
oKpy»xaromei cpenpl. Mcnonb3yemblii B paboTe moaxoa (pyHKIMOHAIBHBIX T€HOB
IpPEANosaraeT rpynnupoBKy OPraHU3MOB B COOTBETCTBHH € UX (PYHKIIMOHAIbHBIMU
r€HaMH, OTPAXAaOMMU THUII MHUKPOOHOr0 MeTaboJau3Ma, U HCIOJIb30BaHUE
HEIIOCPECTBEHHBIX TI'€HOMHBIX JAaHHBIX O BCTPEYAEMOCTH TOIO WM HHOIO
¢dyHKuHOHaIBHOrO reHa. Ha mpumMepe kpyroBoporta a3ora U cepbl B ApaBUHCKOM
MOpe OHM pa3paboTanu MOJelb OHOT€OXMMHUYECKOM JMHAMUKH, SIBHO
YUHUTHIBAIOIIYI0O ~ MHUKpPOOHBIE COOOIIECTBA M  OCHOBAHHYIHD Ha BOCBMU
(GYyHKUMOHAIBHBIX TE€HAaX, CBA3AHHBIX C pPa3jIM4YHBIMU  METa0O0JIMYECKUMHU
(GYHKIUSAME, TAKUMU KaK a3poOHOE JbIXaHUe, HUTPATPEIyKIUs, HUTPUTPEAYKLS,
aMMOHU (UKL HUTPUTA, CyJIb(PaTpelyKLus, OKUCICHHE CYIb(PHUI0B, CLIETNIEHHOE
C HUTpATpenyKUued, a’poOHOE OKUCIEHHE CYIb(PUAOB, a’3poOHOE OKHUCIEHUE
aMMHaKa, aHa’poOHOE OKHCJICHHE aMMOHHS U a’3pOOHOE OKHCIEHUE HUTpPHUTA.
[Ipupoctel  Ouomacchl  OBLIM  OLEHEHbI, HUCXOAid U3 HMHPOpMaLMH O
TEPMOJIMHAMMYECKOW 3HEPrudM, B TO BpeMs KaK CTEXMOMETPUYECKHE
KO GULIMEHTHI APYTUX METAOOIUTOB OBLIIN ONPEEICHBI U3 OaTaHCOB XUMUYECKUX

9JICMCHTOB M 3JICKTPOHOB.

OnrcaHne COCTaBHBIX YKOJOTHYECKHUX CHUCTEM, COJEpIKAIUX pa3HOOOpa3HbIC
HAO0OpHI JIOHOPOB M AKIIENTOPOB D3JIEKTPOHOB, C TOMOIIBI0 (DYHKITMOHAIBHOTO
TEHOLIEHTPUYECKOTO MOAXOAAa SBJSAECTCA AKTYAJIbHOW 3aJadyed, OTKPBIBAIOLIEH

AJIBTCPHATHUBHBIC ITIYyTU HWCIIOJIB30BAHUA JIA MI/IKpO6HBIX COO6IH€CTB. B »stom



o1

OTHOIIICHUHU TIEPCIICKTHUBHBIM SIBJISICTCS KUOCPHETHUYECKUI MOIX0/1, pa3pabOTaHHBIM
Pamkpuminonn u xomeramu (Ramkrishna & Song, 2012) mis mozaenupoBaHus
JTUHAMHKHU COOOIIECTB Ha OCHOBE (PYHKIIMOHAIBHOTO I'€HOIICHTPHUYECKOTO ITOAX0/1a.
B pamkax maHHOrO KHOEPHETHYECKOTO IOAXO0Ja BBIIBUTACTCS THUIIOTE3a, YTO
KJICTOYHBIA METabO0JIM3M MHKPOOPTAaHW3MOB PETYIHPYETCS ONTHMAIBHO, YTOOBI
JIOCTHYb OTPECICHHYIO MEICBYI0 (DYHKIUIO, CBSI3aHHYIO CO CKOPOCTSIMH PEaKInH,
a HE C pa3MepoM BBIPAOOTKH MPOAYKTOB. Byaydyun OCHOBaHHBIM Ha TEOPUHU
ONTUMAJIBHOTO YIPaBJICHHS, KHOCPHETHUSCKUN TOIXOJ MPEAOCTABISACT TOYHBIC
npe/cKa3aHusl KJICTOUYHBIX OTBETOB HA BO3MYIIICHHE OKPYIKAIOIIeH Cpelibl U TCHOMA,
HEe Tojlarasch Ha MexaHuctHdeckue moapobOnoctu perymsmuu (J. 11 Kim, Song,
Sunkara, Lali, & Ramkrishna, 2012; H. S. Song & Ramkrishna, 2012; Young,
Henne, Morgan, Konopka, & Ramkrishna, 2008).

VYcenemHsoe NpUMEHEHUE BBILICYIIOMSHYTOIO T€HOLICHTPUYECKOTO ITOAXO0Ja
TpeOyeT 3HaHu# 00 accolMausaX MeXAy PYHKIIMOHAIbHBIMU T€HAMU U PEAKIUSMHU.
OTO MOXET ObITh OTPaHUYEHUEM, TTOCKOJIBKY HEKOTOPbIE MOTEHIIUAIbHO Ba)KHbIE
(yHKIHMHA MOTYT OTCYTCTBOBATh M3-3a HEOCTATOYHOI'O METATEHOMHOT'O TTOKPBITHSI.
Tem He MeHee, MOJETUPOBAHUE AMHAMUKH MUKPOOHBIX COOOIIECTB, HA OCHOBE
CBEPXOPraHU3MEHHON KOHILIENIMH, SBJIAETCS IPOAYKTUBHBIM IIOAXOA0M B ClIyyae,
€CIM IIPOBECTU IIOJHBIM aHadu3 JAWHAMUKUM Ha YPOBHE OTACIBHBIX BHUJOB

3aTPYIHUTEIBHO.

1.2.2.4 Henunetinvle peepeccuonuvle mooenu

Yamie Bcero AMHaAMHKa MUKPOOHOTO COOOIINECTBA MCCIEMYETCS YHUCICHHO C
WCITOJIb30BAaHUEM MOJIeNiel, OCHOBAaHHBIX Ha JH(QdepeHIINaTbHBIX YpPaBHCHHSIX.
OpnHako, eciu CTOUT 3aja4a peicKa3aHus TOr0, Kak MUKPOOBI COOMPAIOTCs BMECTE
B JIAHHOU Cpe/ie, M KaK CTPYKTypa cOOOIIeCcTBa U3MEHSICTCS B Pa3IMYHBIX YCIIOBHSIX,
TO OKa3bIBAIOTCS TIOJIE3HBI aJIbTEPHATUBHBIC TMOAXOJbl, OCHOBaHHBIE HE Ha
muddepeHnuanbubIX ypaBHeHUaX. OauH U3 MOJ00HBIX TOJIX0/I0B 3aKII0YAETCS B
TOM, 4YTOOBI pa3paboTaTh aNreOpanvyecKue COOTHOUIEHUS MEXIY IJIOTHOCTSIMU

BUJIOB MW YCIOBHAMU CPCAbl, HUCIOJIB3Yd MCTOAUKU HEJIMHEHHOU perpeCCuu.
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[InoTHOCTH KaXXJ0ro BHIA B COO6H_ICCTBC MOJKET 3aTeM OBITh BbIpa’XCHA KakK

byHKIHS OT (AKTOPOB CPEBI U, BO3MOKHO, TAKXKE OT IJIOTHOCTEH APYTUX BHUJIOB.

[Ipeamnonoxum, 9To UMEETCS CEpHUs TaHHBIX O TNIOTHOCTH BUIOB U3 PAa3TMYHbIX
MECTOIIOJIOKEHUM, XapaKTePU3YIOMINXCA OCOOBIMH CPEIOBBIMU TMpHU3HAKaMH. B
KauecTBEe aJlbTEPHATUBBI MOTYT OBITb MCIOJIb30BAHBl JAaHHBIE O BPEMEHHOM
U3MEHEHUH  CTPYKTYphI ~MHKpPOOHOTO  cooOmectBa (B (PUKCHPOBAHHOM
MECTOTMOJIOKEHHH ), BHI3BAHHOM CE30HHBIMU KJIMMATUYECKUMH KOJIEOAHUAMU. DTU
JTAHHBIE TPEIOCTABISIOT BO3MOXHOCTh MOCTPOUTH MPEJCKA3ATEIbHYI0 MOJIEIb,
KOTOpasi COYEeTaeT BCTPEYAEMOCTh (WJIM MJIOTHOCTH) BHUJIOB U CPEIOBBIE YCIOBHUSA
(H.-S. Song et al.,, 2014). B ciy4ae, eciu MEXaHUCTHUYECKass WHGpoOpMAIUS O
MUKPOOHOM CKOTUICHWHM B OTBET HAa BHEITHHE BO3JCHCTBUS HEW3BECTHA, WM €&
TPYJHO cOOpaTh, OTHOLIEHUS MEXAY BHAAMH M (paKTOpamMHu Cpelbl MOTYT ObITh
YCTAaHOBJICHBl 4epe3 HeNWHEHHble anreOpandeckue ypaBHeHus. Tak ans
cooOmecTBa, coctaBiaeHHOro u3 K 4jaeHoB, MIOTHOCTE K-ro 4jgeHa MOKET OBITh

MpECTaBIICHA CIIEAYIONIUM 00pa3oM:
Xk = fa,k(C, p), k=1,...,K (1.2)

r7ie BekTopa C U P 0003HA4YaIOT CPENlOBbIE MepeMeHHble U mapameTpbl. Kak
TOJIbKO (PYHKIIMOHAIBHBIC (hOpMBI fa x M1 HAOOP TapaMeTPOB P MOIXOAIIMM 00pa30oM
OTPEICNICHbl, CTAHOBUTCS BO3MOXHBIM TMpEJCKa3aTh IJIOTHOCTh BHJA B HOBBIX
YCIIOBUSIX, TMPEIOCTABUB JAaHHBIC O JICUCTBYIOMUX TaM (haKTopax OKPYKaroIIeH
cpeabl. buokiuMaTHueckue MOJIeNIM YacTO HCMOJB3YIOT ATOT MOAXOJ, YTOOBI
MmpeackKazarh IUIOTHOCTh BHJOB Kak (YHKIUIO OT YCIOBUH Cpelbl W HX
JaHama@THBHIX TPAJUEHTOB, U HA3BIBAIOT UX MO-Pa3HOMY, HANPUMEP, MOOeLIMU

9KO02UHeCKUx Huwl Wi mooensmu pacnpedenenusi eudos (Elith & Leathwick,

2009).

3agaun  pa3pabOTKH HEJTWHECHHBIX PErPeCCHOHHBIX MOICICH BKIIIOYAIOT
00paboTKy OOJIBIIOrO YKCJIa MOTCHIIMATBHBIX B3aUMOACHCTBUN MEXIy BUIAMH U

dbakTopamu cpepl, BKIIOYAs TOA00p MOIXOIAIIEH (HOPMYIUPOBKH ypaBHEHUI
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HEJIMHEHHOM perpeccuu Ijisl KakJI0oro u3 BUAOB. Ui CIIOXKHBIX COOOIIECTB 3TO
MPEICTABIISET ONPECIEHHYIO CIIOAKHOCTh B BUAY TPYAOEMKOCTH TAHHOTO MpoIecca
U HEoOXOAUMOCTM HMMETh JOCTaTOYHO OOJbIIMe HAOOpHl MaHHBIX. MeTObI
PEKOHCTPYKIIMU CETEH B3aMMOJEHCTBUNA W aHAIN3 CTEXMOMETPUYECKUX MOJIEei
TOJIC3HBI JJIS  BBISBICHUS KIFOUEBBIX MEKBHIOBBIX peaknmii. Pa3paboTka
noAXoAsmuX (GYHKIUOHATBHBIX (OpM MOXKET OBbITh OO0JerdeHa ¢ MOMOUIBIO
UCIIOJIb30BAHUSL  CHEIHUAIBHO  CIPOEKTUPOBAHHBIX MAKETOB  MPOrPAMMHOIO
oOecrieueHus, HaNpuMep, TaKUX Kak «IBpHKay, paspadoranHoro IlIMuarom u
Jluiconom (Schmidt & Lipson, 2009). IlomyunB HabOp 3KCIEPUMEHTAIBHBIX
JIAHHBIX, «DBpPHKay CIOCOOHA OMPEACIUTh MPOCTEHIYI0 POopMy MaTeMaTUYECKOM
GyHKIIUU, KOTOpas MOXET HaWIydlIMM O00pa3oM oOmucaTh B3aUMOCBSI3b ATHUX

JaHHBIX, UCIIOJIB3Ys MCTO CHUMBOJILHOM perpeccun.

1.2.3 Meroasl MOJEIUPOBAHUS T'E€HETHUUYECKOIO pa3HooOpaszus u
N3MEHUYMBOCTH

3a cu€r 0COOEHHOCTEH T€HOMHOM OpraHU3alMH MPOKAPUOTHI SBIISIOTCS
OpraHU3MaMHM C BBICOKOH CKOPOCTBIO MYTAIlMi U MEPECTPOMKH T'€HOMOB, BKJIFOYAs
TOPU3OHTAJIBHBIA TEPEHOC TEHETHYECKOr0 MaTepuajga MEKIy OpraHu3MaMH.
[Tostomy mis ©0jiee TOYHOTO ONMHUCAHUS MPOKAPHOTHUYCCKUX COOOIIECCTB MOJICIIH
JIOJDKHBI YYUTHIBATh TAKKE TCHETHUECKOE pa3HOOOPa3ue U MPOIECChl TCHETHYSCKOU

HN3MCHYMBOCTH. CymeCTByeT pAd IOAX0A0B, ITO3BOJIAOIIHUX 9TO CACIIATD.

Tak, B pabore (Doebeli & Dieckmann, 2003) Obuto mpoBenEHO
MOJIEIMPOBAHHUE MIPOIIECCOB BU000pA30BaHUS BAOIb SKOJOTUYECKUX TPAIUCHTOB.
ABTOpBI TIOCTPOUIU THOPUIHYIO MOJIETh HBOJIOIUOHUPYIOMEH MOMYJISIUN
OPraHU3MOB, OMMUCHIBAEMBIX KaK MOJBUKHBIE CTOXACTHUYECKHE Aar€HThl HA OCHOBE
0000méHHbIX Mogeneit JloTku-BombTepphl B HEMPEPHIBHOM  JABYXMEPHOM
MPOCTPAHCTBE. ATEHThl XapaKTEPU30BAIUCH HEKOTOPHIM  KOJIMYECTBEHHBIM
MPU3HAKOM, OTPEACISIONIMM CIIOCOOHOCTh YTHJIM3UPOBATh PECYPCHI CPEIbl U
CBS3aHHBIM C TPHUCIOCOOJEHHOCTHIO, KOTOPHI MOMET TpPaKTOBAaThCA Kak

MopdoJioruyeckasi, MOBEeACHUeCKass WM (U3MOJIOTHYECKas XapaKTEepHUCTHUKA.
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Kpome TOro, 3T MHAUMBHUIBI UMENW KOOPAMHATHI B JABYMEPHOM MPOCTPAHCTBE.
MecTooOuTaHne OpraHU3MOB XapaKTEPU30BAJIOCh PACHpPENEICHUEM PECYPCOB
COTJIACHO JIMHEWHOMY TPaJUEHTy MO MEPBOMY H3MEPEHUIO, BTOPOE H3MEPEHUE
OBLJIO DKOJIOTMUECKH HeWTpanbHO. B kadecTBe (Qakrtopa orOopa BbICTYIana
YaCTOTHO-3aBUCUMAasi KOHKYPCHIIUSI, TIPU KOTOPOW B MOJUMOP(HBIX TOMYJISIHIX,
COCTOSIIUX W3 CYONMOmyNalnuii ¢ BapbUpPYIOMUM (EHOTHUIIOM, B3aUMOJICHCTBHE
MEXIYy HEMOXO0XUMHU HHJMBHIAMH cjaboe, Kak, Hampumep, KOrja NTHIBI C
pa3sTUYHBIMHA Pa3MepaMu KITIOBA €T pa3HbIe TUIBI 3EPEH, a MOX0XUN (PeHOTHUI
BEIET K TOBBIIMICHUIO KOHKYpPEHIUMU. Takum 00pa3oM KOHKYPEHIMS MEXIY
WHJMBUJAMU CHIDKACTCS C HapacTaHWEM KakK MPOCTPAHCTBEHHOIO, TaK U
(hEeHOTUITHYECKOTO paccTosTHUS. [Ipeononenue HEKOTOPOTO rnopora
(EHOTUNTMYECKUX Pa3IMYuil MEXKIy CYOMOMyJSIUsIMHU MPUBOJIUIO K BETBJICHHUIO,

KOTOPOC TPAKTOBAJIOCH KAaK BI/I,[[OO6pa3OBaHHe.

Jlannast mMonenb Obla MCCIEOBaHA ISl CIydaeB OECIOJOr0 U IMOJIOBOTO
pa3MHOXKEHHS OpraHu3moB. B OecmnonoM cioyyae OblIM  BBISBICHBI TPH
OTIPEIETSIONNX MapaMeTpa — KPyTH3HA HKOJOTMUYECKOTO TPagUeHTa, JATbHOCTh
NEPEIBKEHUSI W IIUpUHA (YHKIUH KOHKYPEHIIMH. ABTOpBI OOHApYXWIN
KPUTHUYECKHE 3HAYEHMsI, /10 KOTOPBIX HJET BETBICHHE, a IMOCJIE KOTOPhIX —
onmokupyetcsi. B momoBom ciydae TaHMHUKCUS TPUBOAWIA K OTCYTCTBHIO
HBOJIFOLIMOHHOTO BETBJICHUS U3-32a IEPEMEIINBAHUSA B X0/I€ PEKOMOMHAIIUHN KpaitHIX
¢enotunoB. OgHAKO B Cilydae acCOPTAaTUBHOIO CKPELIMBAaHUS PENpOAyKTHBHAs
W30JSIIMS  TPUBOAMIA K BO3HUKHOBEHHIO (DEHOTHIIMYECKUX KJIACTEPOB C
NOCIEAYIOUMM BUA000pa3oBaHUEM. ABTOpPbI OTMEYAIOT, YTO JJIsl MOMYJISALUH,
NPAKTUKYIOIUX TOJOBOE PAa3MHOKEHHE, OTPaHWYCHHs [0 TMapameTpaMm s
BETBJICHUS B 001eM Oojee cTporue, 4yem B OecrosioM ciydae. Tak ke, Kak U B
OecrosioM ciydae, BHI000pa3oBaHue UAET ¢ HAMOOIBIIEH YaCTOTON MPU HATMYNN

9KOJIOI'HM4YCCKOI'0 U IIPOCTPAHCTBCHHOI'O I'PaACHTOB cpez[Heﬁ KPYTHU3HBI.

Takum oOpa3om B JaHHOUW paboTe ObUIO MOKAa3aHO, YTO MPOCTPAHCTBEHHO-

JJOKAJIN30BaHHBIC BBaHMOHeﬁCTBHH BAOJb 3SKOJOTHUYCCKUX TI'PAaAUCHTOB MOI'YT
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CIT0coOCTBOBATH YaCTOTHO-3aBUCUMOMY BI/II[OO6p8,30BaHI/II-O H IIPUBOIUTH K
06p330BaHI/IIO IIaTTCPHOB FGOFpa(i)I/IIIGCKOfI cerperaiu MCXKAy ITOABJIAIOMIMMHACAH

BUJIAMHU.

1.2.3.1 Mynemunoxycnas “Gene-for-Gene”(GFG) moodens

Pa6ora (Ashby, Gupta, & Buckling, 2014) sBisercs Xopolieil HUTFoCTpanuei
TOTO, KaK KOHIIETITHI «TOHKH Boopykeuuit» (I'B) u Gpuykrynpyroiero mo auana3zoHy
otoopa (D/10) MoryT peanu3oBbIBaTHCS B OaKTEpUAIbHO-()AroBBIX CUCTEMAaX, U KaK
METO/Ibl MATEMATUYECKOTO MOJICTMPOBAHUSI MOTYT MCIOJIb30BAThCS JI U3YUCHUS
TeHETUYECKOTO Pa3HOOOpa3us M KOIBOIIOIMOHHBIX PEKHMMOB B OaKkTepHaIbHO-
¢aroBbIx cucreMax. B naHHO# paboTe ¢ MOMOIIBIO KIETOYHO-aBTOMAaTHOM MOJENN
KO3BOJIIOLMU B X0/1€ (paroBoil ”HGEKIMHU C YYETOM Fr€HETUYECKOr0 MoauMopdusma
U 1EHbl 33 pPE3UCTEHTHOCTH/TEHEpPAIU3M HCCIEAOBAIOCh TO, KakK CTENEHb
NepeMEeIINBaHus BIMsAET HA UHTEHCUBHOCT ['B. [l 3TOr0 aBTOpHI NPpUMEHMIN K
darosoi mHekuun moaxon «l'en-nmporus-renay (I'TIC, anrn. “Gene-for-Gene”),
KOTOpBIA TOSBUJICS JJII ONHUCAHMSI KOJBOJIOLUMU MEXAYy pPACTEHUSMU U HX

narorenamu (Sasaki, 2000).

Nnes T'TII' 3akmrouaercss B TOM, 4YTO TE€HOMBI Mapa3uTa M XO3siHMHA
OMUCBHIBAIOTCSL PSAJOM JIOKYCOB, aJJIENIA KOTOPBIX KOJUPYIOT BUPYJIECHTHOCTH WJIU
PE3UCTEHTHOCTh  COOTBETCTBEHHO. UTOOBI MaKCHUMH3HPOBAaTh BEPOSTHOCTH
MHPUIIMPOBAHUS Mapa3uThl JOJKHBI TPUOOPECTH aJUICTU BUPYJICHTHOCTH MPOTUB
KOKJIOW aulelld PE3UCTCHTHOCTH OaKTEpHH, YTO OOBIYHO MPHUBOJHUT K «TOHKE
BOOPY)KCHHI» UM DBOJIOIMKM B CTOPOHY TIeHepaiu3Mma, T.e. Ooyiee IITUPOKUM

ArualiazoHaM pC3uCTCHTHOCTHU U BUPYJIICHTHOCTH.

B cormacuu ¢ panee usBectHbIME pe3yibTaTamu (Bohannan & Lenski, 2000)
OKa3aJIOCh, YTO II€HA Ha PE3UCTEHTHOCTh OTPAaHUYMBAJIa IBOIOIUIO K TCHEPATTU3MY,
OJTHAKO B CTydae MPOCTPAHCTBEHHO-CTPYKTYPHUPOBAHHBIX CPEJl M BBICOKOM IIEHBI 3a
PE3UCTEHTHOCTh ATOT A(h(eKT ObT MeHee BBIPAKEH, 4YeM B pPaBHOMEPHO-
MepeMeIIaHHOM CiIy4ae. ABTOpPHI CYUTAIOT, YTO OTO CBS3aHO C TE€M, YTO B

PaBHOMEPHO-TIEpEMELIAHHOM CITy4yae KoJieOaHusl Iarna3oHa pe3MCTEHTHOCTH BhIIIIE
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10 AMIUTUTYJE, YTO CBSI3aHO C KOMIIPOMHUCCOM MEKIY NMPEUMYIIECTBAMU IIMPOKON
PE3UCTEHTHOCTU U OBICTPOTO Pa3MHOMXEHUS UyBCTBUTEIbHBIX K MHPUIUPOBAHUIO
ocobeii. B ciydae ke 4YETKOM MPOCTPAHCTBEHHON CTPYKTYpBI OOpa3yroTCs
TEHETUYECKU OJIM3KUE MPOCTPAHCTBEHHBIE KIIACTEPHI, KOTOPHIE OTPAHUYUBAIOT
aMIUTUTYy KOJeOaHUil Tuana3oHOB PE3UCTEHTHOCTH, HO OTHOCHUTEIBHO IIUPOKUI
Juana3oH BCE ellé MOXKET ObITh JIOKAJIbHO aallTUBHBIM M3-3a OOMJIUS pa3IMYHbIX

CHEeUaIu3UPOBaHHBIX ()aroB BOKPYT.

Pacmmpenue maHHON MOJENHM KOABOJIOIHMU U AKCIIEPUMEHTAIbHAs TPOBEpKa
Ha Oaktepusix P. fluorescens u darax ®2 npexacrasinensl B padbote (Gomez et al.,
2014). JIns wuccinenoBaHHWsS YCIOBHH TMEPEKIIOYCHHS MEXKIY Ppa3IHuHBIMU
KODBOJIIOLIMOHHBIMUA ~ PEKHMAaMH  aBTOPBl  HCIONB30BAIM  KOMOWHAIHIO
cumMmerpuaHoi monenu «I'en-npotus-rena» (CI'TI'), ucnone3yromei aBa JoKyca
JUIsL ONMCAaHUSl PE3UCTEHTHOCTH WM BHUPYJIEHTHOCTH, M MOJEIU aJUIEIbHOIO
cootBercTBUs (AC), oOTBeyarolmlero 3a CTENeHb crneuupuuHoctd (¢dara K

KOHKPETHOMY IITaMMYy OakTepuil.

BUDY/IEHTHOCTb leHOTWN NapasuTa
Q 00/A 0o0/B 01/A 01/B 10/A 10/B 11/A 11/B
00/A o’ o’p o op o ap 1 p
00B | op o’ ap o ap o p 1
oA | ¢&° op o’ a’p o’ ap o ap
FeHoTvn 01/B | o a’ o’p o’ o’p o’ ap o
X03AWHa
10/A o op o’ a’p o? o’p o op
108 | o'p o op o’ o’p o ap o
1A | o o'p o’ a’p a a’p o’ a’p
11/B | o' ot op o o'p a’ a’p o?

Puc. 1.8. CieunuuHOCTh B3aUMOICHCTBUS Napa3nuTa U XO3sIMHA, OCHOBAaHHAs

Ha JBYX Thnax ouamnensHsix JokycoB — CI'TIT u AC. ITo (Gomez et al., 2014). [l
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X035€B HaJIU4Ue ajuIe]Id PE3UCTEHTHOCTH B JIOKYCE, TI€ Y I1apa3suTOB HET aJUIeIu
BUPYJICHTHOCTH MPHUBOIUT K CHIKEHUIO IIaHca 3apaxeHuss Q Ha MHOXKuUTENb 0. B
CBOI0 O4Y€pelb, €CIM IApa3suT MMEET AJICNIb BUPYJICHTHOCTH B JIOKyCE, TIE Yy

X034drMHa HCT aJJICIIH PE3UCTCHTHOCTH, 3TO IPHUBOAUT K BO3PACTAHHUIO IIaHCA
1

34paXCHUA Ha MHOKHUTCIIb —. Tak>xe HEeCOOTBETCTBHE 10 AC-JIOKYCY IMPUBOOUT K
o

CHMXKCHHIO BUPYJICHTHOCTH HA MHOXXUTCIIb .

Ha Puc. 1.8 nokazaHo, Kak M3MEHSIETCS BEPOATHOCTH 3apaXCHHUsI OaKTepHH
(aroM B 3aBHCHUMOCTH OT T€HOTHUIIOB XO3sIMHA M mapasuta. [Ipu sToM oauH TuI
JIOKYCOB OTBEYAeT 3a JWaNa3oH T'€HOTUIIOB, KOTOpPHIE MOTYT 3apaxaTb WIIU
IIPOTUBUTHCS 3aPaKEHUIO, 4 BTOPOU THII JIOKYCOB KOHTPOJIMPYET CHEUUATU3ALNIO
MHQEKIUM Ha IMOJAMHOXECTBaxX TIeHOTunoB. Hainume Iokyca BTOporo Tuma
MO3BOJISIET PEAIM30BBIBATHCS B JTAaHHOM Mojienu He Tosibko ['B, Ho n1 ®CO, koraa
(araMm CTaHOBUTCS BBITOJHBIM UMETH Ty k€ AC-amenb, 4To UMeeT OOJIBIIMHCTBO
OakTepuil B cucteme, a 0akTepusiM, B CBOIO OYEPE]Ib, BBITOJAHO UMETH 00JIEE PENIKYIO
AC-annenb, 4TOOBI ¢ MEHBIIEH BEPOSATHOCTHIO MOJABEPIaThes (ParoBoil HHPEKIIUH.

B pesynbrate nosiyyarorcs KojaeOaHus T€HOTHUIIOB.

I[J'Iﬂ OOCHKH BJIMAHHA CTCIICHH IICPCMCIIMBAHHA CPCAbl HA IICPCKIIOYCHHA
MCXKAY PCKHMaMHU KOIBOJIIOLNWHA, OBLI10 MNpCIJIOKCHO ONCHHUTL COOTHOHIICHHEC

):[HCHGpCI/Iﬁ BpCMCHHOfI HN3MCHYMUBOCTH I10 PA3JIMYHBIM THUIIAM JIOKYCOB!:

Vac (1.3)

I/I?'Ce

> 0.5 = O®CO npeobsaagaet Haj ['B

Takum oOpa3zoM, OojbIas JIUCIEPCHS 110 IEPBOMY THIYy JIOKYCOB
CBUJIETEIBCTBYET O «TOHKE BOOPYKEHUI», & OOJIBITIAs TUCIIEPCHUS TIO BTOPOMY THITY

JIOKYCOB CBHJICTEIIBCTBYET O (PIIYKTYHUPYIOIIIEM OTOOpE.

Oxa3anoch, 4TO MPU HU3KOM BEPOATHOCTH MHPHUIIMPOBAHUS, TIEpEMELINBaHIE
capurasio guHamMuky ot @CO k I'B. ABTOpBI CBA3BIBAIOT 3TO C MOBBILIEHHON

4aCTOTOM CTOJIKHOBEHUs OakTepuii U haroBbIX YacTuil. B ciydae, korja 3apaxeHue
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IMPONUCXOIHUIIO C OoupIIeH BCPOATHOCTLIO ITPHU YCIIOBHUH CTOJIKHOBCHMS 6aKTCpI/II/I 141

dara, mpoucxoamia ['B BHe 3aBUCUMOCTH OT CTETICHU TTEPEMEITNBAHU.

B oranume ot Oaktepui, y (¢aroB HaOmogaeTcs TEHICHIUS K
aKKyMyJMPOBAHUIO ajuielieil BHUPYJIEHTHOCTH BHE 3aBUCUMOCTH OT CTEHECHH
nepeMeInBaHus, MOCKOJIbKY B 3TOM cilydae ¢araM BBITOJHO MaKCUMH3UPOBATH

BCPOATHOCTD 3apPa’KCHUA, 9BOJIIONHMOHUPYS K 'CHCPAIIU3MY.

1.2.4 TIpocTpaHCTBEHHAs TE€TEPOTCHHOCTh M MOMYJISIITUOHHAS JTUHAMHUKA
MHUKPOOHBIX COOOIIIECTB

JlpyruM  acnekToM  SKM3HEJESATEIBHOCTH  MHUKPOOHOTO  CcOO0OIlecTBa,
SBJITFOIITAMCST  TIPEIMETOM KaK dJKCIEPUMEHTAIBHBIX, TaK M TEOPETUYECKHUX
WCCJICIOBAHNM,  SBJISETCA  TONMYJAIHNOHHAs  JAUHAMHUKA, T.6. HW3MEHEHHUE
YUCJICHHOCTEH COCTaBIISIOMIUX COOOIECTBO TMOMYJISIIMN BO BPEMEHHU WJIU B PSIIY
MOKOJICHUH. B mpocreiieM ciydyae pacCMaTpUBAKOTCS MOAEIN OJHOPOIHBIX CPeJl
C paBHOMEpHBIM niepemernnrBanueM. OIHON U3 MEPBBIX MATEMATHUECKUX MOJIeen
MUKPOOHBIX TOMYJISAIUNA OblJIa MOJIENIb MUKPOOHOU MOMYJISIIMU B KYyJIBTUBATOPE C
onaum cyoctpatom K. Mono, (Monod, 1950; Pusnuuenko & PyoOun, 1993),
KoTtopass mo3gHee Obuta pazButa H.J[. Hepycamumckum (YepHaBckuii &
Hepycanumckuii, 1965) Ha OCHOBE NpPUHLMIA JIUMHUTHpYIOIIEro (akTopa B
(dbepMEHTATUBHBIX TPOIlecCax C YYETOM WHTHOMPYIONIETO BIUSHUS TPOTYKTOB
MeTabonr3mMa MUKpOOHBIX KieToK (Pusnmuenko & PyOun, 1993). Jlanbheiimee
pa3BUTHE MoJeNel TOMYyIAIUOHHON JWHAMUKA OBUIO CBSI3aHO C  y4ETOM
BHYTPEHHEW CTPYKTyphl nomyisiuuu. B yactHoct, Mogens Mak-Kennpuka (1926
r., mepeoTkpriTa o depcrepom B 1959 r.) onmchiBaeT BO3PACTHYIO CTPYKTYPY
MUKPOOHOW TOMYJSAIMA C TOMOINBI0 HEMPEPHIBHOW (DYHKIMHM TUIOTHOCTH
pacrnipeniesieHuss opraHu3MoB 1o Bo3zpactaM (Pusnmuenko, 2003). Takxke
ucnojp3ytorcss Mmatpuunbie mozenu Jlecnu (Leslie, 1945) nuHaMuKU TOIMYJISIHAHN,
UMCIOIINX JTUCKPETHYIO BO3pacTHYIO CTPYKTypy (cMm. pabotel (I'mmensdapo,

I'mu30ypr, [loayskros, [1eix, & PatHep, 1974; Jloroder & benora, 2007)).
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OnucaHHbIE CHCTEMBI SIBJISIFOTCS MOJEISMU MOIMYJSIIIHOHHOTO  YPOBHS,
KOTOPBIC OCHOBBIBAIOTCSI Ha TPE/IOJIOKEHUSIX O PAaBHOMEPHON MEPEMEIIaHHOCTH
KJICTOK TOIYJISIIUN, TPOCTPAHCTBEHHOW OJHOPOJHOCTH CpEIbl OOWTaHWS U
OJTHOPOJTHOCTH KJICTOYHOTO COCTOSIHUS BHYTPH KaXKIOW TOMYJSIIUU BHIA WU
THIBANH (T.€. BHYTPEHHEE COCTOSIHAE KIJIETOK B OJHOH IMOMYJISIIIMKA TOXISCTBEHHO ).
OmHaKo HECMOTPSI Ha TO, YTO MPEIOJIOKEHNE O PABHOMEPHOM TEPEMEITUBAHUT
yIOOHO C TOYKH 3PEHHS TPOBEACHUS YHUCICHHOTO HCCIICOBAHHUS W IIHPOKO
UCTIONIB3YETCSI, OHO CJIA00 COTIacyeTcsi ¢ OOJILIIMHCTBOM HAOIOACHUN peabHBIX
OMOJIOTHUECKUX CHUCTEM, B KOTOPBIX TPaIMEHTHI MUTATEIHHBIX BEIISCTB, CBETA W
MeTaOOJIMTOB UTPAIOT BAXKHYIO POJIb B CTPYKTypH3aIuu coodmiectsa (J. Wimpenny
et al., 2000). /laxxe B paBHOMEPHO TIEpEMEIIaHHBIX YCIOBHUIX OT/ICIbHBIC KIICTKH B
HOIYJISIIUM MOTYT Pas3iIMYaThCsl B COOTBETCTBUU CO CBOMMH (DEHOTHIINYECKHMU
GyHKUMSIMU  (HAlpuMep, CKOPOCTBIO pOCTa) WM BHYTPEHHUMH (HAampuMep,
METa0OTNYECKUMU WU T€HETUYECKIUMHU) COCTOSHUSAME. OJHAKO, peabHbIe KIETKH
MHUKPOOPTaHU3MOB  TOJBEPraloTCs  BO3ICHCTBUIO  PA3IMYHBIX  JIOKAJIbHBIX
KOHIICHTPAIMH CPEIOBBIX TEPEMEHHBIX (TaKMX KaK IUTATEIbHBIC BEIECTBA,
Temreparypa, cBet, PH u T.1.), ¥ 3TH rpaAreHThl (HaKTOPOB OKPYKAIOIIEH CpPEIbI
9acTo BEIyT K HEOJHOPOTHOMY PACIPEACICHHIO BHYTPEHHUX COCTOSIHUN KJICTKH U
UX TIOJIOXKCHHIO B TPOCTpaHCcTBE. Takum 00pa3oM, METOIUMKHA MOJCIUPOBAHMUS,
CTaBsIIIIE CBOCH LIeNbI0 O0JIee PeaTCTUIHOE ONMCAHHE CPEJIbI, B KOTOPOil OOMTAIOT
MOJICIUPYEMBIE ~ MHKPOOPTAHU3MBI,  00S3aTENbHO  JIOJDKHBI  YYHTHIBATH

IPOCTPAHCTBEHHYIO HEOJHOPOJAHOCTh MUKPOOHBIX COOOIIECTB.

Hcnonb3oBanue Mojieneil B hopManu3mMe ypaBHEHUH B YACTHBIX MPOU3BOIHBIX
ABJIIETCSI OJTHUM W3 TPAJUIMOHHBIX MOAXOAOB K OMHMCAHHMIO MPOCTPAHCTBEHHOMU
TEeTEPOreHHOCTH W  MCCIEIOBAHUIO OO0pa3yloIIMXCsi B CHCTEME MATTEPHOB
pacnpenenenus. OQHUM W3 MEPBBIX Cily4ae NPUMEHEHUS AAHHOW METOJUKH K
UCCJIEIOBAHMUSIM B 00JIACTU TEOPETUYECKOM Ouosiornu Oblia 3HaMeHuTas padora
AM. Teropunra (Turing, 1952), B KOTOpO#l OH MPEMTOKUI MOJCIb «PEaKIUs-

muhdy3us», cnocoOHYI0 B HECIOKHBIX CHCTEMaX CHHTE3a BEUIECTB, CBSI3aHHBIX
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OTHOILICHUSIMA ~aKTUBALMM ¥ HMHIUOMPOBAHUS U PACHPOCTPAHSIOMIUXCS B
IPOCTPAHCTBE TOCpencTBoM  Aud(dy3un, BOCIPOHU3BOIUTH HETPUBHATIBHBIC
HaTTEPHBI IPOCTPAHCTBEHHOTO pacnpeeneHus. [Ipu onrcaHuu MPOTOYHBIX CHCTEM
UCIIONIB3YIOTCSl KJIACCUYECKUe sl TUAPOTMHAMUKU ypaBHeHUs Hapbe-CtTokca
(Lencastre Fernandes et al., 2011), Taxxe sSBJISIFOIINAECS YPABHEHUSMU B YACTHBIX

IMPOU3BOAHBIX.

CymecTByeTr psii  TOAXOIOB, TIO3BOJSIONIMX OMHUCAaTh HE  TOJBKO
MIPOCTPAHCTBEHHYIO TE€TEPOTeHHOCTh, HO M M3MEHYMBOCTb BHYTPH TOIYJISIINH.
OJHUM W3 TaKUX IOJXOJIOB SBJISIOTCS MOJIEIH MOMYJISIIHOHHOTO Oananca (PBM)
(Ramkrishna, 2000). C wmareMaTH4YeCKOW TOYKH 3PCHHUS JaHHBIC MOJICIH
NPEJCTABISIIOT CO00M HMHTErpo-nmuddepeHIaibHble  YpaBHEHUS B YaCTHBIX
IIPOM3BOHBIX, OIMHUCHIBAIOIINE KaK IPOCTPAHCTBEHHBIC KOOPJIWHATHI, TaK |
BHYTPEHHUE XapaKTEPUCTUKU OOBEKTA, TAKHE KaK, HAIpUMEp, Macca KJICTKH, e€
Bo3pacT u Mopdonorus. MHIMBUAYaTbHO-OPUECHTUPOBAHHBIC MOJCIH TaKKe
MO3BOJIAIOT ~ COYETaTh  ONKWCAHWE MPOCTPAHCTBEHHOTO  PACIpENCNeHUS  C
BHYTPEHHUMH XapaKTePUCTHKAMHU MOJICIUPYEMBIX 00bEKTOB. B MoIesIX TaHHOTO
TUIIA MMPOCTPAHCTBCHHAS] TE€TEPOTCHHOCTD OIMMCHIBACTCS C TOMOIIBIO «JIOCKYTOBY
(Stauffer, Kunwar, & Chowdhury, 2005) kBaapaTHOH peHmIETKH WM SYE€EK CETKH
cootBeTcTBytomer pasmepHoctu (Klimenko, Matushkin, Kolchanov, & Lashin,
2015). Kpome Toro, st oOmMCaHWs MNPOCTPAHCTBEHHOW HEOMHOPOIHOCTH
UCTIONB3yIoTCs KieTounbie aBromatel (J. W. T. Wimpenny & Colasanti, 1997), a
takxe Metoel Teopun rpados (O’Donnell, Young, Rushton, Shirley, & Crawford,
2007).

1.2.4.1 Mooenu nonynayuonnozo baranca

Mogenu monyssiuonnoro ©Oananca (Population Balance Models, PBMs)
paccMaTpuBalOT HE TOJBKO paclpe/esieHHe MOy KIETOK BO BHEIIHEM
IPOCTPAHCTBE, HO U UX PACIIpPE/IeICHUEe BO BHYTPEHHEM MPOCTPAHCTBE COCTOSHUIA
(Ramkrishna, 2000). Takum 00pa3oM, KICTKH pa3IHYaOTCS 1O «BHYTPEHHUMY» U

«BHEIIHUM)» KOOpAMHATaM. DBHEmHsAA KOOpAWHATa KJIETKM YKa3bIBaeT €€
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(bu3HyecKoe TMONI0KEHHE, B TO BpeMs KaK BHYTPEHHsII KOOpAWHATa 00O3HAYaeT
JAPYyTHe MPU3HAKK KJICTKH, TOMAMO MECTOTIOIOKEHHS. B MOIEIISIX TOMYISIIHOHHOTO
OajaHca yarie BCEro pacCMaTpUBAIOTCS TaKKME IIEPEMEHHbBIC BHYTPEHHUX COCTOSTHHM
KJIETKH, Kak KJIeTOYHas Macca, BO3pacT W MOpP(OJIOTHS, KOTOPBIE CJeayeT
yKa3bpIBaTh, YTOOBI OMPEACIUTh IPOIECCHl POXKICHUS M CMEPTH WM CKOPOCTH
U3MEHEHHUs OIpeneaCHHbIX nHTepecyromux nepemennbix (Ramkrishna, 2000). B
caMoOM OOIIeM BHJIE MOJETH MOMYJISIHOHHOTO OajlaHca MPEACTaBIIAIOTCS B BUE

UHTErpo-1uddepeHInaNbHBIX YPABHEHUHN B YaCTHBIX MPOU3BOIHBIX.

Pemmenne Mozeneit monyasiiuOHHOTO OajaHca MoIy4aeTcss MyTEM YUCIEHHOTO
perieHust OoJbIIOr0 Habopa OOBIKHOBEHHBIX IHU(PGEpPEHITMAIBHBIX YpPaBHEHHM,
MOJyYEHHBIX 3a CYET MUCKPETH3AIMU MPOU3BOJHOTO M WHTETPAIBHOTO YJICHOB.
OTmeuanoch, 4YTO  TPYAOEMKOCTh  BBIYMCICHUN  TOBBIMIACTCS,  €CIU
BHYTPUKJIIETOYHOE COCTOSIHME 3aJa€TCA PAJOM BEKTOPOB BBICOKOW pa3MEpHOCTH
(HampuMep, KOHIICHTPAIMU BHYTPHKJIETOYHBIX MeTabosmtoB) (Henson, 2003).
OpHako dyaie BCEro MOJENW MOIMYJSIMOHHOro OanaHca paccMaTpUBAIOT JIUIIIb
OJTHO BHYTPEHHEE COCTOsIHME (TaKoe Kak BO3pacT KJIETKH WU KJIETOYHAsl mMacca).
CrnenoBaTenbHO, P MPABHIBHON MOCTAHOBKE MOJIEIH TOMYJIAIIMOHHOTO OanaHca
MOTYT paccMaTpHUBAThCA KaK aJlbTEPHATUBBI WHIUBHUIYaTbHO-OPUEHTUPOBAHHBIM
MOJIeJISIM B UMUTHPOBAHHUH TOMYJIAIIMOHHONW HEOAHOPOJHOCTU. B Gonee pa3BUTHIX
MOJIEJISIX BHYTPh MOJIEJICH MOIMYJISIITUOHHOTO OalaHCa BKITIOYAIOTCS CTOXACTUYECKUE
COOBITHS, TaKMe Kak Tpoliecchl perynsuuu reroB. Hanpumep, Iy u ap. (Shu,
Chatterjee, Dunny, Hu, & Ramkrishna, 2011) npumeHHIH CHCTEMY
MONYJISITMOHHOTO OanaHca, 9To0bI HCCIIEI0BaTh JACHCTBHE OUCTAOMIIBHOCTH KIIETOK
(MpeACTaBIEHHONW Kak JBa Pa3MYHBIX YpPOBHS KOHIEeHTpanuu Oenka PrG) Ha
OuMopanbHBIe pacmpeseneHus nomymsiinud. [IpocTpaHcTBeHHAss HEOTHOPOIHOCTD
TaK)K€ MOKET OMHCHIBATHCS COBMEIICHUEM MOJEJNeH MOIMyNISIMOHHOro OajaHca ¢
MOJIEJIbI0 PEAKTHBHOTO TPAHCIOPTa, HAMpUMeEp, HCIOJIb3ys BBIYUCIUTEIHHYIO

ruapoauHamuky (Lencastre Fernandes et al., 2011).
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1.2.4.2 Knemounwvie aemomamoi

OnHako MJIsi MOJEIMPOBAHUA TOMYJISIIMOHHBIX MPOLIECCOB HEMPEPHIBHBIC
MOJIEIN BBITJISIIAT MEHEE €CTECTBEHHO, YeM JTUCKpeTHbie. K ToMy ke cTaThyHas
CTpYKTypa cucrteMm aud@epeHIMaIbHbIX ypaBHEHHM HE II03BOJIIET OTPa3UTh
ABOJIIOIIMOHHBIC TPOIECCH, MPOUCXOMASIINEC B OWOJIOTHYECKUX TIOMYJSIUAX (B
YaCTHOCTH, TMOSBJIEHUE HOBBIX ajlielield, TOPU30HTAIBHBIN MEPEHOC U IOTEPIO
I'CHOB, a Tak)Xe BU000pa3oBaHue). TeM He MEHee CYIICCTBYIOT aJIbTePHATUBHbBIC
METOJbl MOJEIUPOBAHUSI, OCHOBAHHBIE HA HEMOCPEICTBEHHOM, «IOPTPETHOM
MOJICTUPOBAHUN YacTHI[ CHCTeMbl. K HHM OTHOCAT, HampuMmep, KJICTOYHBIC
aBTOMATBHI, CETEBHIE MOJCIM W HWHIWBUAYAIbHO-OPUEHTUPOBAHHBIC METOIUKHU

MOACIUPOBAHUA.

BrniepBble KieTOYHbIE aBTOMAThl ObUIM MpemsiokeHsl emé Gon Helimanom B
XoAe  ero  paboTel MO  HCCIENOBAHUIO  BO3MOXKHOCTH  CO3JlaHUsA
camoBocrpousBosammxcss MamuH (Neumann, 1966). KineTounslii aBToMar — 3TO
JUCKpETHasl AMHAMUYECKask CUCTEMA, COCTOSIIIAS U3 PEIETKU COCAUHEHHBIX MEXIY
co00l OAMHAKOBBIX KJIETOK, 00JIaIal0IINX COCTOSSHUEM M3 KOHEYHOIo andaBuTa U
3aJaHHBIMU TIPAaBWJIAMHM TIEPEXO0JA MEXKIY COCTOSHUAMHU. VI3MEHEHHE COCTOSITHUMI
KJIETOK ITPOUCXOJIUT CHHXPOHHO Y€pe3 TUCKPETHBIE UHTEPBaJIbI BpeMeHH. [IpaBuiia
nepexoaa MOryT ObITh 33JlaHbl KaK AETEPMUHUCTHYECKUM, TaK U BEPOSITHOCTHBIM
o0pa3oM M HE MEHSITCA B mpouecce BbluuciaeHus. [Ipu 3ToM Ha BbIYHCIIEHUE
COCTOSIHUS TEKYIIEH KJIETKHU BIUAET COCTOSTHUE COCETHUX KIIETOK U3 OIPEAEIEHHON
OKPECTHOCTU. PeImIETKM KIETOYHBIX aBTOMAaTOB MOTYT pa3auyaTbCs IO
pa3MEpHOCTH, IO CBSI3HOCTH U MO (opme kierok. Kaxnas kieTka pemérku
MpEeACTaBIAeT COOON KOHEUYHBIM aBTOMAT, COCTOSHHMSI KOTOPOIO OIpPEACNISIOTCS

COCTOAHUAMH COCECIHHMX KICTOK H, BO3MOXHO, e¢€ COOCTBEHHBIM COCTOSHHUEM

(Banar, 1999).

Kinerounbsle aBTOMATBI HCIIOJIB3YIOTCA B TOM YHUCIIC U B 6HOHOFI/II/I, HaIIpuMcEp,
A1 MOACIIMPOBAHUSA POCTA OITYXOJIH, HI/ITaIOHleI‘/’ICH oT COCY}II/ICTOI\/'I CETHU C

reTepOTreHHBIM pactpenenenueM kucioposa (Alarcon, Byrne, & Maini, 2003), ns
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MO/JICIIMPOBAHKS Pa3BUTHS BUpYca Ipuiia A B sriMTenransHoi Tkanu (Beauchemin,
Samuel, & Tuszynski, 2005), nmns MoIEIMPOBAHUS PA3BUTHS AalMKaIbHON

mepucteMbl mooera A. thaliana (Akberdin et al., 2007) u B apyrux o0yacTsx.

Kierounbie aBTOMAaThl AKTHBHO MNPUMEHSIOTCS B TOM 4YHCIE H IS
MOJICJIUPOBAHUS POCTa OaKTepHaabHBIX KoNoHHH. Tak B pabore Bummnennu wu
Komacantu (J. W. T. Wimpenny & Colasanti, 1997) na nmpumepe IByMepHOTO
KJICTOYHOrO0 aBTOMaTa, MojenHpyomero poct koigonmu Bacillus subtilis, Obura
pPaccMOTpeHa 3aBUCUMOCTh CTPYKTYPhI KOJOHHHM OT KOHIIEHTPALMU MHTATCIBHBIX
BernecTB. duU3MUECKOe MPOCTPAHCTBO OBLIO MPEACTABICHO B BHJC JABYMEPHOM
PEIIETKH, STUCHKH KOTOPOH MOI'YT OBITh 3aHSTHI OTACIbHBIMUA OaKTE€pHAIbHBIMH
KJIeTkaMu. B suelikax TakyKe MOTJIM COJEpP>KaThCsl OT OJHOM U Oojiee eAUHUIL
cyOcTpara, KOTOpbI€ CTOXAaCTHYECKH IIEPEMEINAINCh II0 pEHIéTKe B  XOJe
MoaearupoBanus. KieTku aenuiauch B OJaronpuUsTHOM B CMBICIIE KOHICHTPAIIUU
cyOcTpara HalpaBICHHH, CMEPTh KJIETOK HE pacCCMAaTPHBAIaCh. BBIJIO MOKa3aHo, YTO
B Cllyua¢ HHM3KOH KOHLEHTPALMA MHMTATEIbHBIX BEIIECTB (POPMHUPYIOTCS
KOPHEBHUIHBIC, PHU30MIHBIC KOJOHHM, a B CJIy4ae BBICOKOH KOHIIEHTPAIlUH —
IUTOTHBIC KPYTOBBIE KOJIOHHH, YTO XOPOIIO COIVIACYETCS C IKCIEPHUMEHTAIbHBIMH

naHHbeIMU (cM. Puc. 1.9).

vt faon ¥ v I

Puc. 1.9. PesynbpTaThl MOomenupoBaHusi OMOTUIEHKH C TIOMOIIBIO KJIETOYHOTO
aBTOMara TpPH YETHIPEX PaA3IMYHBIX HAYaJbHBIX KOHIICHTpAIUsAX CcyOcTpara u3

padotsr (J. W. T. Wimpenny & Colasanti, 1997). A) 1000; B) 4000; C) 8000; D)

40000 emuuuIy cyOcTpaTa COOTBETCTBEHHO. KieTOUYHBIM aBTOMAT MPEICTaBIISET
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coboii pemérky 100x100 sueek, W mpolecc MOACIUPOBaHUS HaduuHaiIcs ¢ 70

KJICTOK, HOMCH_[éHHI)IX B CUCTCMY.

[To3:xe B padorax Jlactmmy u Purrmann (Laspidou & Rittmann, 2004a, 2004b)
ObUTa MOCTPOEHA MOJENb €IUHOTO MYJbTUKOMIIOHEHTHOTO KJIETOYHOTO aBTOMara
(UMCCA), mo3Boismomas  KOJIMYECTBEHHO  IIPEJACKa3bIBaTh  Pa3BUTHE
OaxkTepuanbHbIX OWOMIEHOK. [Ipu 3TOM mpHUHKMMAIOTCA BO BHHUMAHUE CIEAYIOLINE
KOMITOHEHTHI: aKTUBHBIE KJIETKH, MEPTBasi OMomMacca U BHEKJIETOYHBIEC MMOJIHUMEDPHI.
Tak ’xe, Kak W B MpeAbIAYyIIEM MpumMepe, (pu3nyeckoe MNPOCTPAHCTBO OBLIO
IIPEACTABICHO B BUJAEC MEJIKO3EPHUCTOM JIBYMEPHOW PEIIETKH, OTAEIbHAS SAYEHKa
KOTOpPOH MoTJIa cojiepkath oHy Oaktepuanbuyto kietky. UMCCA npencrasiser
co00l THOPUIHYIO TUCKPETHO-AU(P(DEPEHIINATBHYI0O MATEeMaTUYECKYI0 MOJIEb,
KOTOpasi OINHMCHIBAeT OallaHC MacC PACTBOPUMBIX BEIIECTB C MOMOIIBIO CHCTEM
OOBIKHOBEHHBIX JU(dEepeHITNATbHBIX YPaBHEHUH, a JJIs ONMUCAHUS TIEPEMEICHUS
TBEPBIX KOMITOHEHT UCTIOIB3YET AUCKPETHBIC MpaBwia. [Ipu qeneHnn B 3aMKHYTHIX
30HaxX OakTepuajgbHble KJIETKU PAaCTaJIKUBAIOT CBOMX COCENEH, KOTOpbIE, B CBOIO
ouepellb, 3aHUMAIOT CIYy4YalHbIC HE3aHATHIE SYEUKH PEMIETKA MO IEPUMETPY
KOJIOHUU. ABTOPBI pACCMOTPENH U3MEHEHHE KOMITO3UTHOM TUIOTHOCTH B Pa3IMUHBIX
YCJIOBUSIX: OBLIM OIICHEHBI JOJIU BHEKJICTOUHBIX MMOJTUMEPOB, aKTUBHOW Y MHEPTHOU
OMoMacc B pa3NUYHBIX YACTAX KOJIOHUH, TOKAa3aHO, YTO BBEPXY OHMOIMIEHKH
npeo0iaaeT akTuBHas Omomacca U MoJMMephl, 00pa3ysl BOPCUCTYIO CTPYKTYpY, a
BHM3Y TpeoOnagaeT MEpTBast Omomacca M OuorUI€HKa Oojee muioTHas. s Bcex

TUIIOB OMOMACChl OTMEYAeTCsl 3HAYMTEIbHAs JIOKaIbHas reTeporeHHocts (Laspidou

& Rittmann, 2004a).

B yxe ymomunapmmiics pabore (Ashby et al., 2014) npencraBneHue
MPOCTPAHCTBEHHON CTPYKTYPhl MHKPOOHOTO COOOIIEeCTBA B BHJE KJICTOYHOTO
aBTOMAaTa MCIOJIb30BAIOCH JIJISI UCCIICAOBAHUS BIUSHUS CTCIICHU TICPEMEIITHBAHYIS
Cpelbl OOWTaHHWS HAa KOABOJIOIMOHHBIC PEKUMBI OakTepuili M (aroB. ABTOpPHI

MOKa3aJid, YTO MPOCTPAHCTBEHHO-CTPYKTYPUPOBAHHBIE CpPEIbl CIOCOOCTBYIOT
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0osiee cTaOUIBLHOM 3BOHIOHHOHHOﬁ u HOHYJIHHI’IOHHOﬁ JWUHAMHKE, YEM PaBHOMCPHO

NNepeMCIIaHHbIC CPCABI.

1.2.4.3 Cemesvie mooenu

CeTreBble MOJIEITM OCHOBBIBAIOTCSI Ha TEOPUH TpadOB M HCIOIB3YIOTCS IS
MOJICIMPOBAHUSI TOBEACHUS CJIOKHBIX OMOJIOTMUECKUX CUCTEM, KOTOpPbhIE MOTYT
ObITh TpencTaBieHsl B Buae rpada (O’Donnell et al., 2007). B pamkax ceTeBbIx
MoOJeNIeld KaXKIbId DJIIEMEHT CHCTEMbl pPacCMAaTPUBAETCA KaK CTOXAaCTHYECKUU
00bekT. KomMnoHeHTaMu ceT MOTyT ObITh KOJIOHUU OJHOKJIETOYHBIX OPTaHU3MOB,
KJIETKH B MHOTOKJICTOYHOM OpTaHW3Me WM (DEpMEHTHI M TEHBI, BOBJIICUEHHBIC B
KJIETOYHBIN MeTabom3M. Bee nmporecchbl CBOASTCS K HEKOTOPHIM B3aUMOICUCTBUSIM
MEXIy Y3JIaMH CETH, HAIlpUMEpP, OTHOIICHUSM aKTHUBAIMA WA WHTHOWPOBAHUS
MEXIy MPOAYKTaMH 3KCIPECCHH TEHOB WJIH TPO(PHUIESCKUM B3aMMOJICUCTBHUSIM
MEX Ty MOIMYJISIITUSMU Pa3HbIX BUI0B. B3anuMoieicTBHS 0TOOPaXKatoTCsl ¢ MOMOIIIBIO
pE6ep Uiu 1yT, KOTOPBHIE MOTYT OBITH B3BEIIEHBI YCIOBHOM CUIJION B3aUMOICHCTBYSI,
HaIpUMEP, CKOPOCTHIO Pa3MHOXKEHHSI WK 0a3aIbHBIM YPOBHEM IKCIPECCUU TEHOB

B CJIy4ac MOICIINPOBAHUA I'CHHBIX CETeH.

[IpumepoM  HWCHONB30BaHUS  JAHHOTO  TMOAXOJa I HCCIEIOBaHUS
DBOJTFOITMOHHOW JTUHAMUKH MOYXET TIOCITY>KHTh HCCIICIOBAHNUE JBOJIFOIMOHHON
JTMHAMUKU Ha rpadax B padote JInbepmana, Xayspra u Hosaka (Lieberman, Hauert,
& Nowak, 2005). B He#t monyasiuoHHas CTPYKTypa OMHCHIBACTCS C TMOMOIIBIO
rpada. Kaxxmoit BepiinHe COOTBETCTBYET ONpENEIEHHOE MECTO B MPOCTPAHCTBE,
3aHUMaeMoe  OTJAEJIbHOM  0coObt0.  B3BemeHHble  Ayrd  OTOOpakaroT
PENPOYKTUBHBIE CKOPOCTH, KOTOPBIE OMMCHIBAIOT TO, KAK YaCTO MHAUBUIBI OYIyT

TIOPOYX/IaTh TIOTOMKA B CMEKHBIC BepiuHbI (cM. Puc. 1.10).
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Hauanehas monynsmns Bo16 op MecTa LS pazMi o Kenn s
Habpark oco ik Ha cCMepTh JaMeNnTh
0 Wiy Wy O 0
0 0 Wy Wy O
Wy O 1] 0 Wac

0 0 0 w, O

Puc. 1.10. Cxema 3BOJTIOIIMOHHOTO TIporiecca st Mmojesu Mopawna (a) (P. A. P.

Moran, 1958) u B TepmuHax 3BoJroIMoHHON Teopuu rpados (0) (Lieberman et al.,
2005).

Mogene Mopana (P. A. P. Moran, 1958) ommchiBaeT CTOXaCTHYECKYIO
HBOJIIOLIMIO KOHEYHOM MOMYJSLKUU TOCTOSIHHOTO pa3mepa. Ha kaxaom mare
BBIOMpacTCs mapa ocodOel — rmepBas 0co0b pa3MHOKAETCs, a BTopas — ymupaeT (CM.
Puc. 1.10a). [Toromok niepBoit ocoOu 3aMmeHseT norudiyro. Takum 06pazom MoeIb
MopaHna onucbIBaeT 0cOObIi Ciydail MOJHOro rpada ¢ UIACHTUYHBIMU BECaMu Ha
pé6pax. [ns Toro, 4yTtoObl y4ecTh (DAKTOp MPOCTPAHCTBEHHOI'O paclpeeeHUs
oco0ei, aBTOphI paboThl 000NN JAHHBIN MTOAXO MPH TTOMOIITH YBOJIOITMOHHON

Teopun rpadoB. Creays TEPMUHOJIOTHH MTOCIIETHEN, TOBOPSIT, YTO OCOOM 3aHUMAIOT
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BepmiHbl rpada. Ha kaxaoM BpeMeHHOM Inare wu30upaercs oco0b s
Pa3MHOXKEHHUS C BEPOATHOCTHIO, MPONOPIUOHATBHON €€ npucrocodaeHHocTH. [Ipu
ATOM BECa UCXOASANINX YT OMPEAEISAIOT BEpOATHOCTH TOTO, YTO COOTBETCTBYIOITUMN
cocell OyJleT 3aMeléH MOTOMKOM MepBoii ocodu. [Iporiecc onuckiBaeTCst MaTpUIle

W, rae w;; 0603Ha49aeT BEPOATHOCTH TOTO, YTO MOTOMOK OCOOM | 3aMEHHUT 0COOB |

(Puc. 1.106).

B pabote (Lieberman et al.,, 2005) usydanach 3aBUCHMOCTH BEPOSTHOCTH
(HUKCalMK  TMOJE3HBIX MYTallMii OT CTPYKTYpbl Tpada, OIMHCHIBAIOLIETO
pacrnosoxeHue 0000IEHHON MOMYISIMKA B MPOCTPAHCTBE. BBISBICHBI CTPYKTYPHI
rpadoB, crocoOCTBYIOMIKME (UKCALUKM IMOJIE3HBIX MYTAIMid M TPEMSTCTBYIOIINE
TakoBoW. Takum oOpazoM OBUIO MOKa3aHO, KakK (PaKkTop NPOCTPAHCTBEHHOTO

PacipCaACICHU HHAUBUA0B MOJKCT BJIIMATDH Ha ,HGP'ICTBHG CCTCCTBCHHOI'O 0T6opa.

CereBoe MOJICTMPOBAHKE HCTIOIB3YETCS B IKOJOTHYECKOM MOJICITHPOBAHUH
(Anderson & Jensen, 2005; Berry & Widder, 2014), B uccietoBaHUN OCOOCHHOCTEH
peryisinun  dkcnpeccun reHoB (Agrawal, 2002) um apyrux oOnactsx. JlaHHas
MeToAMKa  S(PQEKTHBHA I ONKMCAHUS  CHJIBHO  B3aMMOJICHCTBYIOLIMX
MHOTOKOMITOHEHTHBIX CHCTeM. METOJI CETeBOro MOJCIUPOBAHUS MPEIOCTABIISICT
dbopMabHyt0 0a3y AN OMUCAHUS CTPYKTYPBI CHCTEMBI, IIPH 3TOM PE3YJIbTATHI
JeTKO  BHU3yanusupyrooTcs. K  HemoctaTkaM  METOIMKH  MOXXHO — OTHECTH
HEOOXOJMMOCTh BBICOKOIO YPOBHS 3HAHWUW IS ONPEICICHUS TOTO, KakKHe
B3aMMOJICHCTBHSI TOJDKHBI OBITh YYTCHBI NMPU MOCIUPOBAHKMH, a TAK)KE BBICOKYIO

BBIYHUCIIUTCIIbHYTO pr,Z[OéMKOCTB JIIA OOJBIINX U CHJILHO CBSI3aHHBIX CHCTEM.

1.2.5 MeToapl MOJICTUPOBAHUS TIOABMKHOCTH KIIETOK

C npobiemoli MpOoCTPaHCTBEHHOW AMHAMUKHA MUKPOOHBIX COOOIIECTB TECHO
CBSI3aHO OMMCAHME MOJBUKHOCTU OpraHu3MoB. M3BeCTHO, UTO 3HAUNTEIBHOE YUCIIO
BUJIOB OakTepuil crocoOHbI aKTHBHO IEPEIBUraThCS B OKpPYXalollel cpene o
HANpPaBICHUIO K MHUTATEIHHBIM BEIIECTBAM HIIM K€ JIYYITUM yCIOBUSM OOUTaHUS

(Adler, 1976). KiterouHoe ABM)KEHHE MOYKET OBITh CMOCIUPOBAHO KaK CITydaiHbIe
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W/WIA  HampaBlieHHbIe JABWKeHHA. ChydailHoe MABW)KEHHE KIIETOK SIBIISICTCS
MIPOIIECCOM, TTOXO0XHM Ha OPOYHOBCKOE JIBIDKEHHUE, B TO BpeMs KaK HAIPaBICHHOE
WIH 1IeJIeyCTPEMIIEHHOE ABM)KEHUE, BEIOMOE CTUMYJIAaMU U3 OKPYKAIOIIEH Cpepl,
Has3bIBaeTCs maxcucom (TPOM3BOJHOE OT TIpedeckoro tassein, o3Havaromiero
«yCTpanBaThy», HO UCIOJIb3yeMOE B 3HAUCHUU «JIBIKeHHE» B Onosiornu (De Sousa,
1971)). IloapoOHBI 0030p MaTeMAaTHYSCKHUX IOAXOAOB, HCIOJb3YEMBIX IS

MOJICJTUPOBaHUs OaKTEpPHAILHOrO XeMOTaKcuca, mpeactasieH B padore (Tindall et

al., 2008).

JInst  MUKpOOHBIX COOOIIECTB, pAaCHpPEACIEHHBIX BIOJb OJHOMEPHOIO
NPOCTPAHCTBA, MOMYJISIIIMOHHOE YpaBHEHHE 11 K-T0 BHIa, KOTOPOE OMUCHIBACT KaK
CilyyallHble, TaK U XEMOTAaKCUUYECKUE JBIKCHUS MOXET OBITh JaHO B CIECAYIONICH

dopme (u3BecTHOW Kak Mojneiab xemoTakcuca Kemmepa-Curena (Tindall et al.,
2008)):

Oxyx N 0 ( axk> 0 ( 65) (=1 K (14)
ar = etk t 5@, ) T g, Py ) |

/i€ Z1 — IPOCTPaHCTBEHHAsA KOOPANHATA, Ok U Bk — KO3(PULIHEHT MOABUKHOCTH
¥ XeMOTaKCU4eCKuil ko3 durmeHT Buaa K, COOTBETCTBEHHO, U S — KOHIIEHTPALIUS
CUTHaJbHOrO BeniecTBa. B monenu xemotakcuca Kenmnepa-Curena Py, Kak npasuio,
paccMmarpuBaeTcsi Kak (QyHKOHMs OT X¢ u S. Tpu cimaraeMblx B MpaBOl YacTu
ypaBHeHus (1.4) o3HayalOT CKOPOCTh POCTA, CIyYaliHOC JABMIKEHHE M JIBUKCHUC
MOCPEJICTBOM XEMOTaKCHCca. 3HAK «ILUIIOC», CTOSUIUMN Mepe] BTOPHIM CIaracMbIM,
O3HauaeT, 4To KIEeTKH MUGGYHAUPYIOT B HAMPaABICHUM MEHBIICH IIOTHOCTH
nomyJsiiui. B 3aBUCHMMOCTH OT 3HaKa Pk TpPEeTbe cllaraéMo€ MOXKET ONUCHIBATH
MOJIOKUTEBHBINA XEMOTAKCHUC 110 HAIIPABJICHUIO K XEMOATTPaKkTaHTy S, Pk > 0, mim
OTPHUIATENBHBIA XEMOTAaKCHC 110 HaNpaBlIEHUIO OT XeMmopemnemieHTta, Pk < O.
CKOpOCTh pOCTa [k 3aBUCHUT OT IMEPEMEHHBIX OKpyKarouled cpeabl Ci, OanmaHC

KOTOPBIX BO BPEMEHH U TPOCTPAHCTBE OMUCHIBACTCS CIEAYIOIINM YPABHECHUEM
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dc; 0%¢; .
_l:zyi,kxkrk'l'Di_l I=1,..., I (1.5)

Ypasuenus (3) u (4) MoryT ObITh 0000IIEHBI Ha TPEXMEPHBIN CITydail MyTéM
yuéTa U3MEHEHHUS BCEX MEPEMEHHBIX BJI0JIb IPOCTPAHCTBEHHBIX HAIIPABICHUN Z2 U

Z3.

B pabore (Emonet, Macal, North, Wickersham, & Cluzel, 2005) oObu10
IPEACTABICHO MPOrPaMMHOE CPEACTBO, TMO3BOJISIIONIEE HW3YYUTh  BIIMSHHE
CTOXACTUYECKUX (IYKTyallMi B MEXKJIETOUHBIX B3aUMOJCHCTBUSAX Ha MOBEACHHE
OTIIEIBHBIX KIETOK. bblna pa3zpaboTaHa MylIbTHAreHTHas MpPOrpaMMHAsl CUCTEMa
AgentCell, ¢ momob0 KOTOPO ABTOPHI CMOJICTUPOBATIH XEMOTAKCUIECKUI OTBET
cBOOOIHBIX KIeTOK E. COli Ha rpasmeHT XeMoaTTpakTaHTOB B TPEXMEPHOIi cpeze. B
JAHHOM MOJIENN KaXKJasl KJIETKa OAKTEpHH SIBJISETCA CaMOCTOSITEIbHBIM areHTOM,
UMEIOLIUM COOCTBEHHYIO T'€HHYIO CE€Th XEMOTAaKCHCa, MOJEKYJSPHbIE MOTOPBI U
KryTuK. Mcmonmp3oBanack MOJENb T'€HHOM ceTh xeMoTakcuca MopToH-Ouprt u
KopobOkoBoii. Ha Bxoa Mojienu ceTu moCTymall MapaMmeTp 3aHATOCTH pelenTopa
(BEpOSITHOCTh TOTO, 4YTO PELENTOpP CBS3aH C JIMTAHJOM), YTO COOTBETCTBYET
KOHLIEHTpAalMy MUTATEJIbHOIO BEIIECTBA B Cpelie. BBHIXOIHBIM MapamMeTpoM CEeTu
SBIISIETCSL KOJIMYECTBO MOJIEKYJl peryisTopa xemorakcuueckoro orsera CheY-P
BHYTpU KJETKU. [l mpoBepku ObUT CMOAETUPOBAH XEMOTAKCUYECKUH OTBET

CBOOOJHO TJIaBaKOIIMX OaKTepuil Ha JMHEWHBIN rpaaueHT KoHueHTpauuu (Puc.

1.11, 1.12).
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Puc. 1.11. Cpennmii xemorakcuueckuid oTBeT st 540 kieTok. UYEpHBIM
HM300paKEHO KOJIMYECTBO KJICTOK, HAXOAIIUXCS B MOIYIPOCTPAHCTBE Z > 1.2 MM,
Kak (DYHKIMS OT BPEMEHHU MPHU 3aJaHHOM MOCTOSHHOM T'PaJUEHTE aclaparuHOBOM
kucinoTel. CepblM TIOKa3aH aHAJIOTHYHBIN TpaduK Ui ciaydas cpeasl 0e3

acraparuHoBoit kuciotel (Emonet et al., 2005).
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Puc. 1.12. Mognens knetku E. coli B cpeze ¢ BeprukanbueiM rpaguenTom (1078
M/mukpomerp) acmaprata (Emonet et al.,, 2005). Bakrtepusi ucmnonb3yeT CBOIO
XEMOTaKCUYECKYIO0 CEHCOPHYIO CHUCTEMY, YTOOBI YIPABISATh CBOUMHU KI'yTHKAMU U
JIBUTAThCS [0 HANpaBICHUIO K MCTOYHUKY TMUTATEIBLHOTO BeLIECTBa (€ro
KOHIIEHTpaIUs Bo3pacTaeT ¢ BbicoToi o ocu OZ). KpacHbIM OTMeUeHbI COOBITHS,

KOT'Jia KJICTKa «KYBBIPKaJIaChb», OCTaBasCh Ha MCCTC.
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PGSYHBT&TI)I MOJCIUPOBAHNA COrIaCyroTcAa C OKCIICPUMCEHTAJIbHBIMHU
AJaHHBIMH, IIOJYYCHHBIMU I OTACIBHBIX KICTOK M KIICTOK, B3ATBIX U3

OaxTepuanbHoi nomyissuuu (Emonet et al., 2005).

JpyruM TNpuUMEpOM HCIOJIb30BAaHUS HWHAMBUAYaJIbHO-OPUEHTUPOBAHHOTO
HOJX0Ja JJIsi MOJEIMPOBAHUS MOJBUKHOCTU OAKTEpUATbHBIX KIIETOK SIBIISETCS
pabota b. Huy ¢ coaBropamu (Niu, Wang, Duan, & Li, 2013). Oxu cMoenupoBaiu
IPOLIECCHl XEMOTAaKCHCa, CPAaBHUB Pe3yJIbTaThl MoBeaeHUs Oakrepuii B 3D cpene ¢
YyBCTBOM KBOpyMa M 0€3 Hero. ABTOpPbI PACCMOTPENIN pPA3JIMYHBIE CTpPATEruu
oOMeHa nH(popMalren Mexay KIeTKaMu OaKTepUaTbHOMN MOMYJISIINHN U OLICHWITN UX
3¢ (EeKTUBHOCTh B Jelie JIOCTHXKEHHUs Tio0anbHOro ontumyma. CorjacHo HxX
pe3ynbTaTraM, KJIETKH MOMYJIALNHA JOCTUTaloT HanboJliee 0JIaronpusTHBIX YCIOBUM B
TOM ciy4yae HauOoJiee HMHTEHCHUBHOM KOMMYHUKALIMM, 33JCHCTBYIOUIEH Kak

WHUBUYAJIbHBIE, TAK U MEXTPYNIOBbIE MEXaHU3Mbl 0OMEHA HHPOPMaLIUEH.

1.2.6 HuauBuayanbHO-OPUEHTUPOBAHHBIE METOALI MOJCIUPOBAHUS
MUKPOOHBIX COOOIIIECTB

C pasBUTHEM KOMIBIOTEPHBIX TEXHOJOTHHA IIMPOKOE PACHPOCTPAHCHHE
MOJNyYUIM  METOJIbl  HWHIUBUAYaTbHO-OPUEHTUPOBAHHOTO  MOJCIMPOBAHUS
(DeAngelis & Mooij, 2005). B pamMkax JaHHOTO TOAXOJAa IMOMYJISLIHH
MOJICJTUPYIOTCSI KaK CHUCTEMBI, COCTOSIIHE W3 arcHTOB, MPEACTABIIAIOMINX COOOH
WH/IMBUIYQJIbHBIC OpPTraHU3MbI WJIM TPYIIBI TTOXOKUX OPraHW3MOB, 00JIaTaroIInX
HAO0OPOM TMPHU3HAKOB, BapbHUPYIOIIUX CPEAM areHTOB. IIpw 3TOM KaKIblii areHT
o0najaeT cBoel yHHKAJIbHOM HCTOPHEN B3aMMOJCHCTBUN CO CpPelod U JAPYTUMH
areHTamMu. THIUBUTyaIbHO-OPHEHTUPOBAHHBIE TIOXObI ITUPOKO MPUMEHSIOTCS B
MOJICTUPOBAHUHM OMOJIOTHYECKUX MPOIIECCOB — OT 3kojoruueckux (Grimm, Ayllon,
& Railsback, 2017) no sBomtormonnsix nporieccor (C. Liu et al., 2017). B pamkax
JaHHBIX MOJENEeH H3y4aeTcs TO, KaK IOBEICHHE OTACIbHBIX HHIAWBHIYYMOB,
CIICIYIOIINX JIOKAJIBHBIM TIPAaBHJIaM, HPUBOIUT K (HOPMHUPOBAHHIO CIOMXKHBIX
MaTTEPHOB, B T.4. M MPOCTPAHCTBEHHO-PACIIPEACIEHHBIX, HAIPUMEP, KOCSIKHU PHIO,

CTau NTHII, poit HacekoMbIx U T.11. (DeAngelis & Mooij, 2005). [Tpumenenue 3Toro
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MOJIX0/Ia TO3BOJISIET CO37aBaTh TMOKME MOJETH ¢ yUETOM MHOXKECTBa ()aKTOpOB U
WHIUBUIYAIbHBIX — B3auMmojnedcTBuii B cucreme. OaHako — peaiu3aius
WHIMUBUAYAJIbHO-OPUEHTUPOBAHHOTO MoaX0/1a TpeOyer pa3paboTKu
COOTBETCTBYIOIIMX TPOTPAMMHBIX CPEACTB ISl MOJCIHUPOBAHHS W aHajIn3a
pPE3yNIbTaTOB YHUCJICHHBIX OJKCIIEPUMEHTOB. TeM HE MeHee, HMEHHO TaKue
MHOTOTIapaMETPUIECKNE, MHOTOYPOBHEBBIE MOJIETM MOTYT CTaTh HCTOYHUKOM
HOBBIX 3HAHUU O MexaHW3MaX (YHKIIMOHUPOBAHHS U SBOJIIOIHH OMOJIOTHUECKUX

CHCTCM, B TOM 4YHCJIC MI/IKp06HBIX COO6HI€CTB.

[IpenmymecTBoM METOJIOB VHIMBUIYTbHO-OPHUEHTHPOBAHHOTO
MO/JICIIMPOBAHUS SIBIISIETCS TO, YTO OHU MO3BOJISIIOT MAKCUMAIBHO THOKO OTOOPa3UTh
pa3HooOpa3ne XapaKTePUCTHK WHIUBUAYAIBHOW OCOOM M B TO K€ BpEeMs SIBHO
OITUCHIBAIOT B3aUMOJICHCTBHS MEKIY OTACITHHBIMU OpPraHU3MaMU Ha MUKPOYPOBHE.
OCHOBHBIE HEJJOCTATKH JJAHHOTO METO/1a — HEOOXOAUMOCTD B OOJIBIIIOM KOJIMYECTBE
IKCTICPUMEHTAIBHBIX TAHHBIX JIJIS ICTATBHOTO OMUCAHKS OMOJIOTUIECKUX 00BEKTOB
Y BBICOKAs BEIYUCIIUTENbHAS CIIOKHOCTh. Tpy10€MKOCTh BBIYMCIICHHI HAKIIaIbIBACT
OIpe/IeIIEHHBIC OTPAaHUYCHHSI HA pa3Mepbl MOJIEIUPYEMBIX coobOmecTB. EcTh iBa
OCHOBHBIX TOJX0/a K CHU)KCHHUIO BBIUYUCIIUTEIILHOW Harpy3ku: (1) orpaHuueHue
BBIYMCIIMTEIILHON 00JIACTH HEOOJBIIMM TPEICTABUTEIILHBIM IPOCTPAHCTBOM U (2)
UCTIOJIb30BAHUE TOHATHS CYNEePHHIUBUIOB. Hampumep, MOXHO CHH3UTH YHCIIO
MOJISIUPYEMBIX KIIETOK, COCPEJOTOYUBIINCH Ha MaJICHBKOW 00JacTH OMOTUIEHKH
Wwin o3epa. MacmrabupoBaHue K OOJbIIEMY MPOCTPAHCTBY HA OCHOBE AITOTO
MOJIX0/Ia CTAHOBUTCS TPYAHBIM B Clydae, KOTJa 3HauuMa IPOCTPAHCTBEHHAS
HEOJHOPOAHOCTh B CHUCTeMax. B  Hacrosmiee BpeMs HHIWBUAYaJIbHO-
OPHCHTUPOBAHHOE  MOJICIMPOBAHUE  MHKPOOHBIX  COOOIIECTB  OTPAaHHYCHO
MmacmTabaMu OT MUKpoMeTpoB 1o cantumerpoB (Tang & Valocchi, 2013). B
KayecTBE aJbTEPHATUBHI MOXKHO MOJIIMPOBATh HA OCHOBE CYIEPUHIMBUIIOB,
NpeCTaBISIONIMX TPYIITy OTAeTbHBIX KieTok (Scheffer, Baveco, DeAngelis, Rose,
& van Nes, 1995). B takom ciiyyae BO3HHMKaeT MpoOseMa, Kak COTJacOBaHHO

ONpPEAECTUTh CYNEPUHAMBUIIOB ISl JTAHHOM H3y4a€MOW CHCTEMBI, MOCKOJIBbKY



73

OTpeJIeNieHHe CYNEPUHANBUAOB TaKUM 00pa3oM, 4TOOBI T€ colepKayikd OOJIbIIoe
YHUCJIO KJIETOK, B KOHEYHOM CYETE ocnabiseT MNPUCYIIYI0 WHIWBHUIYaIbHO-
OpPHUEHTHPOBAaHHOMY MOJIECIUPOBAHUIO CHITY, KOTOpast CIIOCOOHA OMUCATh AUHAMUKY

KaXXJIOU OTHEJIHLHON KIIETKH.

B ocHOBe MHAMBUAYAIBHO-OPUEHTUPOBAHHBIX MOJIETEH (U TaKKe KIETOUHBIX
aBTOMATOB) JIKUT B3IJISIMI, COTJIACHO KOTOPOMY BBICOKOYPOBHEBBIE, TTI00ATbHBIE U
COCTaBHbIE CBOWCTBAa 1€JOM TOMYJSALMM BO3HUKAIOT W3 HU3KOYPOBHEBBIX,
JOKAJIBHBIX U TMPOCTHIX B3aUMOJEUCTBUN OTHAEIBHBIX CyliHOcTed. HecMoTps Ha
HEKOTOpPO€  CXOACTBO C  KJIETOYHbIMM  aBTOMATaMH,  WHJMBHIyaJIbHO-
OPUEHTHUPOBAHHOE MOJIETIMPOBAHUE UMEET PAAJI CYLIECTBEHHBIX OTINYHI: KIETOYHO-
aBTOMATHBIE TOJIXOJIbl OCHOBAaHbI Ha MPOCTPAHCTBEHHBIX PEIIETKAX C YIIOPOM Ha
NpeACKa3aHhue  TEeOMETPUYECKUX  CTPYKTYp,  OOpa3yeMbIX  JIOKAJIbHBIMHU
B3aUMOJICUCTBUAMH, B TO BPEMs KAK MHJMBHIYyaJIbHO-OPUEHTHUPOBAHHBIE MOJEIIN
OOBSACHAIOT MHIAMBUIYAJIbHOE pa3HooOpasue (B MPOCTPAHCTBEHHBIX PEIIETKAX),

yTOOBI IPEICKa3bIBATh UX KoJulekTUBHOE noBeaeHue (Ferrer, Prats, & Lopez, 2008).

JlaHHBIN Kiacc MOJEel MO3BOJISIET ONMMCHIBATh KaK OTNEIbHBIE YPOBHH HX
OMOJIOTMYECKOM OpraHu3alliM, TaK U Cpa3y HECKOJIbKO Takux ypoBHei. [locnennue
MOMOTAIOT BBISIBUTH 3aKOHOMEPHOCTH HBOJIIOLMM MHUKPOOHBIX COOOUIECTB,
BO3ZHMKAIOIME HA TEHETUYECKOM YPOBHE M PacCHpOCTPAHSOIINECS B JAJIbHEUIIEM
Ha BCE MPOYME YPOBHU (PYHKIIMOHUPOBAHUSA MUKPOOHOTO coodiiecTBa. OqHAKO 3TO

MPUBOJUT K MPOOJIeME UHTETPALIMK ONMCAHUN PA3TUYHBIX MOJIETbHBIX YPOBHE.

1.2.6.1 Mooenuposanue pocma OUONIEHKU C NOMOWDBIO NPOSPAMMHOSO
cpeocmea BacSim

BacSim (Kreft, Booth, & Wimpenny, 1998) npencrasiseTr co0oii cuctemMy aiis
MojenupoBanus momyasaiud E. coli. B pamMkax MeToaMKM MOJCTUpOBAHMS
UCCIICAYETCS TO, KaK IPOUCXOISIINE Ha KICTOYHOM YPOBHE MPOIECCHI MPUBOIAT K
dopmupoBaHHIO OaKTepHANbHBIX KOJOHUH (OworuiéHok). llemb, KoTOpyrO
MpeciieIoBajIl aBTOPHI MPH MOCTPOCHUM MporpaMMbl BacSim, — WHTErpupoBaTh

KJIETOYHbIE TpOLEcChl B OOOOMIEHHYIO MNOMYJSIIIUOHHYIO Mojenb. Jduddysus
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cyOcTpaTta MOJETUPYETCS JABYMEPHOM PEMmIETKOM ¢ MEPEMEHHOW 3€PHHUCTOCTBIO,
3aBUCAIIEH OT TpajJueHTa KOHILEHTpanuu cyocrtpara. ba3oBbliii 00BeKT B
MOCTPOSHHOW WHIAMBUIYabHO-OPUEHTUPOBAHHOW MOJIENH — KJIeTKa OaKkTepuu B
MPOCTPAHCTBEHHO-PACIIPENCIEHHON CpeAe. YUUTHIBAS BBICOKYK) YHUCIEHHOCTH
peabHBIX OaKTepUATBHBIX KOJOHWM (OT MIWUIMapaa ocobeid um Oosee), ITO
HAKJIaJbIBACT CEPbE3HBIE OTPaHUYCHHS Ha pa3Mep MOICIUPYEeMOM KOJIOHUHU (B
pabote (Kreft et al., 1998) paccMmaTpuBaroTCs OMYJIAIUK TOPSIKA YETHIPEX THICAY
kieTok). K Tomy ke paccMaTpuBarOTCsl KJIETKU TOJIBKO OJTHOTO BUJA, YTO CHUIIBHO

OTpaHMYUBAET T€HETUYECKOE Pa3HOOOpas3ne B paMKax cOOOIIeCTBa.
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Puc. 1.13. Pe3ynbTarhl MoJenupoBanus OakTepraabHON KooHuu E. coli mpu
noMomM cucteMbl BacSim, mokaspiBarolmye CHIKEHHE CHHXPOHHOCTH pOCTa
HOMYJISILIMM B CBSI3U C YBEJIMYEHHUEM IMPOCTPAHCTBEHHOM I'€TEPOre€HHOCTH CPEIbl
(Kreft et al., 1998). I'pangueHT KOHIIEHTpALMKA CyOCTpaTa OTOOPaXEH CJIeTyHOIIHM
oOpazoM: ueM TeMmMHee KBaJpaT, TEM BbIIIE KOHUEHTPALUs TIJIIOKO3bI

(;orapudmMudeckuii Maciitao).
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[1pu moMoIIH JAHHOTO MPOTPAMMHOTO CPEICTBA OBLIO UCCICIOBAHO BIUSIHUC
IPOCTPAHCTBEHHOM reTEPOreHHOCTH CPE/Ibl HA CHHXPOHHOCTh pOCTa MmomyJisinun E.
coli (Kreft etal., 1998). IToka3aHo, 4TO paCCHHXPOHH3AIHS CKOPOCTH POCTA MEKTY
OT/C/IbHBIMUA YaCTSIMUA KOJIOHHM IPAaKTHYSCKH HE CBsI3aHA C HMHAMBUIYaTbHON
(GopMOil TOBEPXHOCTH KIIETKH, TaKKe B pabOTe OICHEHA BEJIMYMHA JAHHOW

PaCCHHXPOHU3AINH IS Pa3IngHbIX mapameTpoB (Puc. 1.13 a, 0).

1.2.6.2 Muozomepnoe mooenuposanue pocma 6uoONnIEHKU

[Tportecc ¢dopMUpOBaHUS MPOCTPAHCTBEHHOW CTPYKTYpPhl MYJIbTHBHIOBBIX
OMOIUIEHOK HA OCHOBE PA3IMYHBIX CYOCTPATOB HAXOJIUTCS B POKYCE MHOTOMEPHBIX
mojenel, co3nanubix I[luumopeany, Kpedprom um Banm Jlycapextom (Picioreanu,
Kreft, Van, & Loosdrecht, 2004). B nmanHoii paboTe OOBEKTHI MOACIUPOBAHUS
(KIETKM MUKPOOPTaHU3MOB) TIPEICTABIICHBI B BUJIE TBEPABIX CHEPUICCKUX YACTHII,
pacnpocTpaHsitoluxcs B cpene. B kauecTBe  mpuMepa  paccMOTpeHa
HUTpUUITUpYIOIIas OMOTUIEHKA, COCTOSIIAS U3 adPOOHBIX OKUCIUTENICH aMMOHUS

U HUTPUTOB, aHAIPOOHBIX OKUCIIHUTENICH aMMOHUS U U3 MHEpPTHOU Ouomacchl (Puc.

1.14).
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Puc. 1.14. Pacnpenenenue OWOMaccbl W MHOTOMEPHBIE TPATUCHTHI
MIPOMEKYTOUHBIX COSAMHEHUN HUTPUTOB, POU3BOIUMBIX OKUCITUTEISIMU aMMOHUS
(romyOBI€) M TOTPEOIIeMbIe OKUCIUTEIISIMA HUTPUTOB (KpAacHBIC) M OaKTEPUSIMH
aHA’POOHBIMH OKUCITUTEISIMU aMMOHHUSI (3€TIEHBIE), B XOJIE Pa3BUTHUS OUOTIIIEHKY Ha

NATHIN IeHb (a ¥ B) U necsaThiil nenb (6 u r) (Picioreanu et al., 2004).

B pabote (Picioreanu et al.,, 2004) paccMOTpeHO BIHUSHHE Pa3MEPHOCTH
CHUCTEMBbI Ha TIOBEJICHHE MOJCIIH, a TaK)Ke 3aBUCUMOCTh CTPYKTYpPhl OMOTUIEHKH OT
HaYaJIbHOTO pacnpeseneHus ouomacchl. C MOMOIIBI0 MHOTOMEPHBIX MOJIENIEH OBLIIO
MIPEICKa3aHO MEHbBIIIE OMOMAcChl Ha HECYIIyl 00yiacTh (T.e. OoJjiee MOPHUCTHIE
OHMOIIIEHKH ), UEM C UCTIOJIb30BAaHUEM OJTHOMEPHBIX MOJIENICH, 0COOEHHO B YCIOBUSX
OTPAaHWYEHHOTO MUTAHUS U B TOM CiIydae, KOTr/ia pa3BUTHE OMOIUIEHKN HAYNHAIOCH
C TPOCTPAHCTBEHHO-PACCESHHOTO TIOCEBHOTO Marepuaina. BemiecTBa, KOTOpBIC
NOTPEOISUTUCH TUOO TTPOU3BOAMIIUCH B TEOMETPUUYECKA TOMOTEHHBIX OMOTIIIEHKAX,
KaKk mpaBwio, (QOpMHpPOBaIM  TOJBKO  OJHOHAINPABJICHHBIE  T'PaIUCHTHI

KOHILIEHTpAauu. /{1 npOoMeKyTOYHBIX IIPOIYKTOB, KOTOPBIE NTPOU3BOIMINCH WIIU
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HOTp€6JI}IJII/ICB B PAa3HbBIX 30HAX 6I/IOHJIéHKI/I, ObLIN XapaKTCpPHbl CHJIBHBIC

MHOTOMCPHBIC I'PAAUCHTHI.

1.2.6.3 Memoouka mooenuposanus u npocpammuwiil Komniexc «I aniouonwiii
960IIOYUOHHBIU KOHCMPYKIMOP»

[IporpamMHBI KOMIUIEKC «l arIOMIHBIN H3BOJIIOLMOHHBIM KOHCTPYKTOP»
(I'OK) 6611 co3an 171st MOAETUPOBAHUS MUKPOOHBIX COOOIIIECTB IPYIOi HAyYHBIX
corpynaukoB UIul" CO PAH (Jlamun, KomuanoB, & Marymkun, 2008). On
MO3BOJISIET MOJENHUPOBATh (PYHKIIMOHUPOBAHME U  DSBOJIOIHUIO  COOOIIECTB
MPOKAPHUOT C y4ETOM BIUSHUS CPEIbl, TPOPUICCKUX B3aMMOOTHOIICHHH MEXIY
NOMyJSAUAMH M BUJ00Opa3zoBaHua. C UCMOJNB30BAaHUEM JIAaHHOTO CpECTBa
BO3MOYKHO CTPOHUTH U HCCIEAOBATh MOJEIH COOOUIECTB BBICOKOW YHUCIEHHOCTU
(Munapn ocobeit u 0oJiee) ¢ U3MEHSIONICUCS CTPYKTYpOd M BO3MOKHOCTBIO

OMMCAHMS PA3IUYHBIX YPOBHEW OMOIOIMYECKON OpraHu3auu.

TomoreHHas nonynauua 6akTepuanbHbixX
KNeToK

MeTabonutbl
O MornoweHue
6\ MeTabonuToB

HauanbHble
¢ AaHHblE i

leHHan ceTb
(cTpaTterua cuHTesa)

OcTaBLlumecs metabonntbl

KoHeuHble AaHHblE .
VT °:
O ®
CeKkpeuus

MeTtabonuTbl
l’ ‘L ‘1[ meTabonuTtos
cpeapl

MapameTpbl

PasmHoXeHue >
(Tpoduueckasn ctpaterva) |

Puc. 1.15. Cxema 00bexTOB U mniporieccoB ['OK.

B pamkax I'DOK paccmarpuBaercs MHUKpPOOHOE COOOIIECTBO, COCTOSIIEE U3
HECKOJIBKUX Pa3InYaroIIUXCs M0 TCHETHYSCKOMY COCTaBY MOMYJISILIMK, CBA3aHHBIX

cyOCcTpaT-npoAYKTHBIMHA OTHOIIIEHUSIMU, M OOUTAIOIIEE B UACATHHO TIEPEMEIIIaHHON
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npotouHort cpene. Ha Puc. 1.15 mpexacraBieHa cxema OCHOBHBIX OOBEKTOB U

npoueccoB ['OK.

['OK wucronb3yercs I MOJCTUPOBAHUS BIUSHUSA TPOPHUECKON CTPYKTYPHI
COO0OIIECTBA, MyTAIMi ¥ TOPH30HTAIBHOTO TIEpeHOCAa TEHOB Ha OMOpa3HooOpasue u
SBOJIIOLIMIO IIpOKapuoThueckux coodbmects (Sergey A Lashin, Suslov, &
Matushkin, 2010). Taxxke mpu momomu ['DK mnpou3BoIMIMCH HCCIEAOBAHUS
IBOJIIOIIMOHHBIX TpPeHJOB B cuctemax «lIpokapuornueckoe cooOmiecTBo—(har»
(Jlammu, Marymkun, CycnoB, & Komuanos, 2011). I[lomumo »storo, I'9K
UCIIONB30BAJICS  JUIS ~ MOJICITUPOBAHUS  IEHETHYCCKOW  M3MEHYHMBOCTH B

OaKTepHaIbHBIX COOOIIECTBAX B YCIOBUAX H3MCHSOIICHCS OKpYIKaroIien cpesi (S.

A. Lashin et al., 2012).

1.2.7 IIpobnemMbl HHTETpallMd W MHOTOYPOBHEBBIC IOJIXOJBI K
MOJIETUPOBAHUIO MUKPOOHBIX COOOIIIECTB

OnHOM W3 OCTPBIX M aKTyaJlbHbIX MpoOjeM B cdepe MOAECIUPOBAHUSA
MHUKpPOOHBIX COOOIIECTB SABJIAETCA MpOOJeMa HMHTErpaluy PA3IUYHBIX METOJIUK
MOJICJTUPOBAHUS B paMKax €IWHOro uccienoanus. B o63ope (H.-S. Song et al.,
2014) npuBoauTCs Cleayomas KiacCU(pHUKAIMI CTPATETHH MO0 WHTETPUPOBAHUIO
mozenel: 1) mHpopmaloHHass oOpaTHasi CBA3b; 2) HENPSIMOE CLEIUICHHE; 3)
npsmoe cuemieHue. Muadopmalonnas oopatHasi CBsi3b ABIISETCS caMOM ciaOoi
(bopMoil HHTETpaluK — B TaHHOM CJIy4ae pe3yJIbTaThl «BEPXHET0» MOEIIBHOTO CII0s
UCTIONB3YIOTCSI, YTOOBI HACTPOWTH TPEIIOJOKEHHUS, JIeKalie B OCHOBE
HE3aBHCHMOTO  «HI)KHETO»  MOJENbHOro ypoBHsA. Hemnpsimoe cremieHue
MPEACTaBIAET CO0OW KOHBEHEp, MPU KOTOPOM pe3yJbTaThl OJHON MOJETH
TepeIaloTCes Ha BXOJ Apyroi HesaBucumon moaen (Scheibe et al., 2009). ITpsmoe
CIIETJICHUE MOAPa3yMeBaeT CTENEeHb UHTErPallui, B KOTOPOIl pa3Iu4HbIE METOAUKU
MOJICTTUPOBAHUS CIUBAIOTCA B EAMHYIO CHCTeMy. B ciydae MHOTOYpPOBHEBOTO
MOJEIUpoBaHusA (C MpAMBIM  CIEIUIEHWEM 10  TepMuHojorun  CoHra)
VH/IMBU1YyaJIbHO-OPUEHTUPOBAHHBIE METOJMKH BBIUTPBIBAIOT MO CPAaBHEHUIO CO

CBOMMH aHajoramu, Omnarojaps THOKOCTH U CHOCOOHOCTH HWHTETPUPOBAThH
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pas3IMYHbIE METOIMKH B KadyecTBE MOIMOJENCH B pamMKax eIWHOW CHCTEMBI
MojenupoBanus. Hampumep, maHHas KOHIENIMs ObLla YCIEIIHO NMpPUMEHEHa B
pabore (Rudge, Steiner, Phillips, & Haselo, 2012) nmis koMOMHHpPOBAHHOTO
MOJICTTUPOBAHUS BHYTPUKJICTOYHONW JTHHAMUKH, MEXKJICTOYHOTO CHUTHAIMHTA U
KJIETOYHONW OMOGU3NKK OaKTepuadbHBIX KJIETOK, OOpa3yronmx OWOIIEHKY.
Peanu3oBaHHBI aBTOpaMH IOAXOJ IO3BOJSET TreHepupoBaTh N Silico
Npe/CKa3aHusl TMOBEACHUS CUHTCTHUECKUX OHOTUIEHOK, KOTOpPBIE MOTYT OBIThH
WCIIOJIb30BaHbl IS WX co3fanus In Vitro. Ilpu 3TOM 0coOBIH yrmop aenacTcst Ha
OIMEP/KCHTHBIE CBOMCTBA, MPOSIBISIEMBIE THICSTYaMHU PACTYIIIMX U OOMEHHUBAIOIIIXCS
CUTHaJIaMU OaKTepHaIbHBIX KJIETOK, MOCKOJbKY 3TH CBONCTBA UMEIOT pPEIIaroIIee

SHAYCHHUC OJIA IIPOCKTUPOBAHNA CHHTCTHYCCKUX OMOIUIEHOK.

Hpyroii 0COOEHHOCTBIO, MPOUCTEKAIONIEH W3 MHOTOACIEKTHOCTH HATUX
WHTETPAIIMOHHBIX TIOJXOJIOB, SIBISICTCS HEOOXOAUMOCTh YUHTHIBATH TETEPOTCHHBIC
JaHHBIC,  MOJYYCHHBIE M3  PA3JIUYHBIX  HCTOYHHMKOB C  MOMOIIBIO
BBICOKOIIPOHM3BOAUTEILHBIX IKCIIEPUMEHTAIBHBIX METO/IOB UCCIICIOBAHUS TEHOMA,
TPaHCKPHUIITOMa, TIpoTeomMa U MeTabosioma coobmiectsa (Zhang, Li, & Nie, 2010).
CeKBEHHPOBAaHHE HOBOTO  IOKOJICHHS, MAaCC-CIICKTPOMETPUS W JPYyrHe
BBICOKOIIPOHM3BOJMTENILHBIC ~ METOJBl ~ TCHEPUPYIOT  OTPOMHBIC  MACCHBBI
9KCIIEPUMEHTATBHBIX JTAHHBIX, MPEIOCTABIAIONINX UHPOPMAILIUIO O TEHETHYCCKOI
CTPYKTYpE COOOIIECTBa, MPEJCTABICHHOCTH BHJOB, SKCIPECCHH TEX WU WHBIX
(YHKIIMOHAIIBHBIX TPYII TeHOB U T. 1. [loaToMy y4ér 3TOro MH(OPMAIMOHHOTO
I1acTa B CYNISCTBYIOIIUX METOIUKAX MOJACIMPOBAHHS MHKPOOHBIX COOOIIECTB

ABJISIETCSA AKTyaJIbHOM 3a1auel.

[IpumMeHuTebHO K 3a7a4aM H3KOJIOTMYECKOTO0 MOJEIMPOBaHUsA MpolieMa
WHTETpallid U MHOTOYPOBHEBOW OpTraHU3allMM 3a4acTyro NIpeacTaét B Qopme
HEO0OXOMMOCTH MCTIOIH30BAHMS HOBBIX IMOJXOJOB, OMMUPAIOIIUXCS HA TPUHIIAIIBI
CTPYKTYPHOTO peaju3Ma, SMEPKEHTHOCTH W mpeackaszarenbHoctd (Grimm &
Berger, 2016). DOMepmKEHTHOCTH MpEANoaraeT BO3HHUKHOBCHHE CIIOKHBIX

MOBCACHUYCCKUX TIIATTCPHOB Ha OCHOBC IIPOCTHIX IPUHIMUIIOB, YIIPABJIAOOINX
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B3aMMOOTHOIIEHUSIMA OTIEIBHBIX MOJEIbHBIX €IUHUL, ONHCBIBAEMBIX CBOUMU
CTaHapTU30BAHHBIMU MOAMOJEIAMU. UTOOBI AOCTUYBL MpENCKa3aTEeIbHOCTH, ITH
MOJMOJIETN JOJKHBI OBITh B 3HAYMTEIIBHOW CTETICHM ABTOHOMHBI U TIPOXOJUTH
HE3aBUCUMYIO0 BEpU(PUKALMIO W BAJIUAALMIO, IOCIE YEero OHU MOTYT OBbITh
UCIIOJB30BaHbl B KAa4yeCTBE CTPYKTYPHBIX MOAYJEH NpU TMOCTPOEHUU Ooliee
CIOXHBIX Mozened. Ilpu sToM  onTUManbHbI  OanaHc  Tpea3agaHHbIX
MakponmapameTpoB U CBOWMCTB,  (OPMUPYIOIIMXCS  OMEPJKEHTHO W3
B3aMMOJICHCTBUI MPOCTHIX ar€HTOB, KAXK/IbIN pa3 MoAOUpAETCsl UCCIEA0BATEIEM Ha
OCHOBE COOCTBEHHOT'O OMNBITa M UCXOJs U3 crienuduku 3amaun. [locTpoeHHble Ha
OCHOBAHWUW [JIAHHOM METOJOJIOTUM MOJICNIM XapaKTEPU3YIOTCS CTPYKTYPHBIM
pean3MoOM, T.€. MEXaHUCTUYECKUM MOAXOJIOM K ONMHCAHUIO KIIFOYEBBIX ACIEKTOB
BHYTPEHHEW  OpraHu3alMd  MOJACIUPYEMOM  JKOCHUCTEMBI, U  ITO3BOJISIOT
TEHEPUPOBATH MPOBEPSAEMBIE TUIIOTE3BI. B pyciie 3TUX MOAX0A0B JIEKAT MOCIECTHUE
paboThl IO UHTETPAIMU JAHHBIX MO0 OMOPA3HOOOPA3UIO U IKOJOTUU COOOIIECTB B

paMKax €I[PIHOI>1 MCTOAOJIOTHMH HOBOI'O 3KOJIOTHMYCCKOTI'0O MOICIINPOBAHUA (Grlmm et

al., 2017).

1.3. Bakmrouenue K riase 1

CnoXHOCTh ~ MHUKPOOHBIX  COOOIIECTB  MpenomnpenensieT  OOLIMpPHBIN
WHCTPYMEHTApUH  MaTEMaTH4YECKUX CPEACTB M CUCTEM  MOJIEIMPOBAHUA,
UCIIOJIB3YEMBbIX Ul HMCCIIEOBAHUSL ATUX CIOXHBIX OHOJIOTMYECKUX OOBEKTOB.
OnHaKo yCHEIIHOCTh NMPUMEHEHUSI TOW WJIM MHOW METOJAMKH 3aBUCHUT OT IIeJIeH,
KOTOpBIE CTaBUT IMepell co0Oi uccienoBaTeNb, a TakKe OT IMOHUMaHHUS BceX
JOCTOMHCTB W HEJOCTAaTKOB, XapaKTepHbIX JUIsl  BBIOpaHHOro  croco0a

MOJIETTUPOBAHUSI.

Baxxno#t 3amadeii, TpeOyromeld pemeHust JUisli MOJSIHUPOBAHUS MUKPOOHBIX
COOOIIECTB,  SABJISETCA  CIIOCOOHOCTh  OXBaThIBaTh  pPA3jUYHBIE  YPOBHU
Oronornyeckoin OpraHu3alyu. MukpoOHbIe coo0rmiecTBra SIBJISIFOTCS
MHOTOYPOBHEBBIMH CHCTEMaMU: PE3YIbTaThl JEATEIBHOCTH KJIETOK MHUKPOOHOTO

COO6H_ICCTB3 H IIPOLECChI F€HETUYECKON M3MEHUYMBOCTH B HUX MOI'YT OKa3bIBaTb
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IyOOKHE BO3ACHCTBUS Ha (Pu3nueckue U XUMHYECKHE XapaKTePUCTUKHU
MaKpPOCKOMUYECKOTO YPOBHS 11€JI0M SKOCUCTEMBI, B COCTaB KOTOPOU BXOJIUT JJAHHOE
coobmectBo. OmHUM U3 TPEHAOB pa3BUTHUA JIAHHOW O00JIaCTH  SIBISETCS
00bEIMHEHUE BO3MOXKHOCTEH Pa3IMYHBIX MOAXOJ0B K MOJCIUPOBAHHUIO B paMKax
THOPUHBIX WM MHOTOYPOBHEBBIX MOJEJIEH, YTO IO3BOJIACT TOJYYHUTh OoJiee
MOJTHOE 3HAHWE O TaKOM OMOJOTMYECKON CHCTeMe, KaK MHUKPOOHOE COOOIIECTBO.
OpmHako Ha ATOM ITyTH CYIIECTBYET Psii MPOOJIEM, CBI3aHHBIX KaK C MEKYPOBHEBOMN
VMHTETPALMEd MOJIEJIC, TaKk W C HHTErpalye JaHHBIX W3 TE€TEPOTrCHHBIX
HMCTOYHUKOB. TeM He MeHee, TaHHas paboTa HaXOUTCS B KITHOUE BBIIICOMCAHHBIX
MOAXOJI0B, MPEAOCTaBsIsl OoJiee ITyOOKOe MOHMMAHUE HBOJIOUMM U JTUHAMUKU
MUKPOOHBIX COOOIIECTB, KOTOPOE€ MOXET OBITh HUCIOJIB30BAHO MJI PEIICHUS Kak

(yHIaMEHTAIbHBIX, TAK U MPUKIIATHBIX 3a/1a4 COBPEMEHHOU OMOJIOTHH.

B wyacTtHocTM, OJHOW W3 AaKTyalbHBIX MpPOOJIEM SABIAETCS  POJIb
TOPU30HTAJIBLHOTO TIEPEHOCAa TEHETUYECKOr0 MaTepuajga U IKOJOTHYECKOU
CTPYKTYpPBI COOOIIIECTBA B €r0 HBOJIIOIMU U PAa3BUTUHU, HA CUET YETO CYIIECTBYIOT
JIBE TIOJIsIpHBIC TOUKM 3peHust: I'.A. 3aBap3uH (3aBap3un, 2006, 2009) noguépkuBaet
BAXKHOCTh SKOJIOTHYECKUX B3aUMOCBSI3€i B CHMOUOTPO(PHOM COOOIIECTBE, KOTOPHIE
GhOpMUPYIOT MPOCTPAHCTBO BO3MOKHOM IBOJIONMH, B TO BpeMms kak E.B. Kynun
CUMTAET TOPU3OHTAIBHBIA TMEPEHOC BaXKHEUIIMM (AKTOPOM B  HDBOJIOIUU
NPOKApHUOT, JIETKO TPEOOJICBAIOIINM dKoJoruueckue orpanudenus (Koonin,
2011). TIpoBenéHHoe B maHHOW pabOTe YHMCICHHOE HCCIICOBaHHME BOIpPOCAa O
B3aMMOBJIUSIHUU (DAKTOPOB T'€HETHUYECKOTO U AKOJIOTMYECKOTO YPOBHS B IMPOIECCe
HBOJIIOIIMU MUKPOOHBIX COOOIIECTB MPOJMBAET CBET HA YCIOBUS, B KOTOPBIX
peanu3yeTcsi TOT WM UHOM CLIEHAPUM, U TEM CaMbIM MO3BOJIIET OYEPTUThH IPAHUIIBI

IMPUMCHUMOCTHU CYHICCTBYIOIIUX KOHHCHHI/IfI.

Amnpobainusi pa3pabOTaHHOTO CPEJICTBA MOJEIUPOBAHUS MPOU3BOIUIACH HA
MOAM(UKAIIMKA KJIACCHYECKON Moaenu «OTpaBUTENb-)KEPTBa» B3aUMOJICHCTBUS
JIBYX AHTarOHUCTUYECKMX TMOMYJSIMA, aJanTHPOBAHHOM Ha cClyyald cpel

pPa3JIMYHOM INPOCTPAHCTBEHHOM CTPYKTYpbl. [IOCKOJIBKY aganTHBHBIE MHUTPaLUU
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OKa3bIBAIOT pelIalolIee BIUSHUE Ha pe3ybTaT aHTaroOHM3Ma MEeX1y BUIaMU, ObLIH
PacCMOTPEHBI Clly4au KaK HEMOJIBU)KHBIX, TaK U MOJBUXKHBIX OPraHU3MOB. YUET
FEHETUYECKON W3MEHUYMBOCTH U CpPaBHEHHE CO CIIy4yaeM pPaBHOMEPHOTO

NnepeMCciiMBaHus MPCACTABIIAOT HOBU3HY HaHHOﬁ 3aJa4H.

Jpyroil akTyanbHOM 3aauedl SIBISETCS HCCIIEOBAaHUE BIMAHUS (AaKTOPOB
MPOCTPAHCTBEHHOU HEOJHOPOJHOCTH, SKOJIOTUUECKUX IPATUEHTOB U MOJBUKHOCTH
MUKPOOPTraHU3MOB Ha TPEHAbl YCJIOXKHEHHUS U  YOPOIICHUS T'€HOMOB

MHUKpPOOPTaHU3MOB U SKOJIOTHIECKHAE CBOMCTBA (DOPMUPYEMBIX COOOIIIECTB.

HakoHnel, He MeHee Ba)KHOW TEeMOW SIBISIETCS pojb (ParoBod MHPEKIHHA B
HBOJIIOIMM  MHUKPOOHOTO  COOONIECTBA,  HACEISAIOIIET0  MPOCTPAHCTBEHHO-
CTPYKTYPUPOBAHHYIO CpeAy, C TOYKH 3PEHHS MEePEeCTPOUKH META0OIUYECKUX

CHCTCM HOHYJIHIII/Iﬁ, COCTAaBJIAIOIINX COO6IHCCTBO.
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2. Marepuanbl 1 METOIbI

2.1. Meroguka wmoxaenupoBaHus  «l almTOMIHBIA ~ ABOJIOIMOHHBIN

KOHCTPYKTOP»

B kadectBe ©0a3oBoit cucrembl MmojenupoBanHuss MC Obu1  BeIOpaH
MporpaMMHBIN KoMIUIeKC «['anmimouaHblii 3BOTONMUMOHHBIN KOHCTpYkKTOp» (I'OK),
NpeIHA3HAYCHHBIA JUIsI MOJEIMPOBAHUS SBOJIOIMUA COOOIIECTB MPOKAPUOT B
npotouHoii cpene (S. A. Lashin & Matushkin, 2011; S.A. Lashin et al., 2014,
Jlamuu et al., 2008). KmroueBoit emunuieir moaenupoBanus ['OK sBisercs
MONYJISIIIUS  META0OJIMUECKH OJHOPOJHBIX KIIETOK, B3aUMOJCHCTBYIOIIAs C
OKpYKaloUIEH CPeaor U ¢ APYTUMHU NOMyJsIUusIMUA. B pamkax JaHHOW METOAUKH

MOJICIIUPOBAHUS PACCMATPUBACTCS CIICTYIONTNI HAOOpP OOBEKTOB U IIPOIIECCOB.
OOBEKTHI:

e Cpena. PaccmaTpuBaercss Kujkasi NMPOTOYHAsI Cpella C PaBHOMEPHO
pacnpene€éHHbIMU KJIETKaMU U BEILECTBAMH;

e Cyo0crparbl. CyOcTpaToM Ha3bIBa€TCS BEIIECTBO, HEOOXOAUMOE
KJIeTKaM  Juisi  uX  Ku3HenearenbHocTH.  CyOcTparbl  MOTYT
CEKpPETUPOBATHCS KIETKAMU MOMYJIALUMA (T.H. crenuduyeckue
cyOCTpaThl) WJIM TOTJIOMIATECS UMM JUISI HYXJ COOCTBEHHOTO pOCTA.
CyOctpaTbl, HOCTyHaroIMe B CpeLy BMECTe C MPOTOKOM H3BHE,
Ha3bIBatOTCS HecnenupuueckuMu. CyOcTpaThl MOTYT OKa3blBaTh Kak
yCKOpSIOIIee, TaKk MW 3aMmeyisionlee (BIUIOTh JO OTPHUILIATEIIBHOTO)
BO3JECHUCTBUE HA POCT MOMYJISILUN;

o Honmyasimmu. [lonmynsuus xapakrepusyercss HA0OpPOM MeTabOIMUECKUX
crcteM (MOJCIIBHBIX TE€HOB), OTBEYAOIIUX 3a TO, KaKKe CyOCTpaThl U €
KaKOUW CKOPOCTHIO KJIETKU JAHHOU MOMYJISIINH CIIOCOOHBI MOTPEOIIATh U

IIPONU3BOJUTD.

IIpoueccnr:
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ITorsiomenne cyOCTpaToOB U3 CPENbl U CeKPelMs IPOAYKTOB KIETKaMU
TTOIYJISIIIAM;

OO0MeH MeTa00JIUTAMH MEX]y HOIYJISIUAMA BHYTPH CPE/BI;
CamoBocnpousBeaeHre TOMYJISIUNA U €ECTECTBEHHBII 0TOOP;
MyTanuu. MyTtanuus npejactaBisieT coO0 M3MEHEHNE 3HAUECHUS aJuIess
OIpENENEHHOrO reHa KJIETKOM(-aM1) TOMYJIALINY;

IHorepsi renoB. KileTku monmyssiiuM MOTYT HOTEPATH 4YacTh T'€HOB,
TaKuM 00pa3oM, 00pa30oBaB HOBYIO TOMYJISIIAIO C TEHOMOM, OTINYHBIM
OT UCXOJIHOTO;

I'opu3oHTAJIbHBI MEPEeHOC TEHETUYECKOro wmarepuana. Kierku
Pa3IMYHBIX MOMYJSALHUA MOTYT OOMEHHBATBhCS MEXAY COOOM reHamu,

00pazysi HOBbIE MOIMYJISILIUH.

B paMKax AJaHHOI'O IIOAXOJda IIOJ HOHYHH]_II/Ief/'I IIOHHUMACTCA MHO>XKCCTBO

KJICTOK, O6HaI[aIOIl[I/IX OAHNHAKOBBIMHU CBOMCTBAMH B OTHOIIICHUH HOTp€6J'I€HI/IH u

IIPpONU3BOACTBA CY6CTpaTOB, T.C. OJHHUMH U TCMH KC METa00JINUYECKUMH CHCTEMaMH.

Knerku cumrarorcs IMpUHaAJICKAITNMHU OHHOﬁ IMOIIYJIAINH (OIIHOMy BI/IIIY), CCJIn

OHH.

4.
S.

Ilox

NOTPEOIISIIOT (YTUIM3UPYIOT) OJIMHAKOBOE MHOECTBO
Hecrnenupuuecknx u crenuduaeckux cyocTparos;

NPOAYLHUPYIOT OAMHAKOBOE MHOKECTBO CHEHU(PUUECKUX MTPOIYKTOB;
UMEIOT OJHY M Ty K€ MOJENb MeTab0Iu3Ma, OIMUCHIBAIOLLYIO
OpeBpalleHUe MHOXECTBA BXOJHBIX CyOCTpaTOB B  MHOXXECTBO
BBIXOJIHBIX C 3aIaHHOW CTEXHMOMETPHEM;

o0naaroT 0JTHOM TpO(UUECKON CTpaTeTueH;

00J1a1ar0T OJTHOM CTpaTerueii CHHTE3a.

TpodUYeCKOM  CTpaTeruel TMOHUMAeTCs  MOJEHbh  MOMYJISIUU,

OIIMChIBArONIasi 3aKOH HN3MCHCHUA ¢€ YHCJIICHHOCTH 3a OQHO IIOKOJICHHUE B

3aBHCHUMOCTH OT TOTPEOJEHHBIX KJIETKaMH JaHHOW MomyJisuuu cyoctparoB. B
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pamMKax JaHHOH pa0OThl OBLIM HCIOJB30BaHbl KommeHcatopHas (yp. 2.1),

HeKoMneHcaTtopHas (yp. 2.2) u uHruoutopHas (yp. 2.3) Tpopuueckue CTpaTeruu.

L (2.1)
F(nOISI 10, Cl Pl G) = rOnO(P) z CiSi(P) - kdeathPZ
iEIconsumed
nO/P Yo - Si/P Yi (22)
s . K1 (7o) Ki1(ci)
F(ny,S,15,C,P,G) = P m Ve S, v: = KaeatnP?
1 + O/P i€l consumed 1 + l/P
Koz (7o) Kiz (ci)
L . (23
F(Tlo,S, To, C, P, G) = abasal(nO)P - z CiSi(P) - kdeathP
ie’consumed

r11€ I consumed — HA0OP UHIIEKCOB crieluPrUecKuX cyOCcTpaToB, MOTPEOIIEMBIX

-

KJIETKAaMH TOMYJSIIUN; S — BEKTOP KOJMYECTBEHHBIX 3HAUYECHUU MOTPEOIISIEMBIX
crenuuyeckux cyOCTpaToB; Ny — KOJHUYECTBO HecHenudpuyeckoro cyocrpara,
NOTPeOJIIEMOT0 KJIETKaMH TMOMYJISIIIUU; 1, — TEHETHYECKU MpenonpeaeacéHHas
CKOpPOCTh yTWIM3allMU Hecnenuduueckoro cyocrpata; P — 4uciaeHHOCTH
NONYJAUMH; Kgeqen — Kod(Gduuuent cmeptHocTd; K;;j — KOIQOHIMEHTHI,
onuchiBaromre 3(PPEKTUBHOCTh BIUAHUA CYOCTpPAaTOB Ha pPOCT MOMYJISILIUA
(omuchiBaeTcs B BHUJAEC JUHEHHOM KOMOWHAIMM OJIHOTO WM HECKOJBKHX
MPU3HAKOB), ¥; — KOADPUIMEHTHI, ONKUCHIBAIOIINE HEIUHEUHOCTh BIIMSHUS

cyOCTpaToOB Ha POCT MOMYJISALUH, Apgsq; — KECTECTBEHHBIN MIPUPOCTY MOMYIISAIUHN.

OcHOBHBIE TCPMUHLI U ITOHATHA, KOTOPBLIC UCITIOJIB3YIOTCA B paMKax MCTOANKH

I'DOK:

® MNpPHU3HAK — KOHCTaHTa CKOPOCTH CHHTE3a WIIM YTHIIM3AIMH KaKOT0-JIM00
onpenenéHHoro cyocrpara. CuumTaeTcs, YTO KaXIbli MPHU3HAK
OJIHO3HAYHO OMpeAeNseTCs OJHMM TreHoM. I'eH B JaHHOM ciyuae
paccMaTpHuBaeTCs Kak eIMHHUIIA HACTICJOBAHMS;

e a/uleJilb — O3TO BapuUaHT TeHa, T.6. KOHKPETHOE 3HA4YCHUE

COOTBETCTBYIOILIEU KOHCTAHTHI;
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® TIeHOTHUIN 0CO0M IMPECTABISIET COOOM HAOOp ayuienei, pa3aeIEHHbIN Ha
Tpu Tpymnmbel. IlepBas rpymnma (Ci) xapakrtepusyeT 3¢G(EKTHUBHOCTH
YTHIIU3aUN CHeHPUIecKux cyocTpaToB (Si), BTOpas rpymma (di) —
CKOPOCTh  BBIPAa0OTKHM CyOCTpatoB W TpeThs rpymma () —
() PEKTUBHOCTD YTHUIIM3AIMHU HECTIeM(PUUIECKUX CYOCTPaTOB;

o MyTalUsA MIPEACTABISICT coboit U3MECHEHUE BEITNYUHBI
COOTBETCTBYIOIIETO MPHU3HAKA, YTO MOKET HMHTEPIPETUPOBATHCS, Kak

MEepPEeBO/] T'€Ha B IPYroe COCTOsIHUE (aJlIelib).

C wucnoib30BaHUEM JAHHOW TEPMHUHOJIOTHH (DOpMyIUpyeTcsl TMOHSATHE
MOHOMOP(HOH MOMYJISIUU — TOMYJISIUA «T€HETUYECKU UICHTUYHBIX» KIIETOK,
I7I€ Y BCEX KJIETOK COOTBETCTBYIOIIME T'€HbI MPEACTABIEHBI OJHUMHU U TEMHU K€
autenamu. OOmMM 711 BCeX KJIETOK TaKOW MOMYJSIMU TEHOTHUI Ha3bIBACTCS

FeHOTUIIOM MOHOMOP(HON NMOIYISALHMH.

[Tomumo mnonynauuii OaxTepuanbHbix KieTok B DK paccmaTtpuBaroTcs
HOMYJISLIMM yMEpPEHHBIX OakTeprodaroB. KU3HEHHBIN LUK YMEpPEHHOro ¢ara B
Meroguke ['OK moguuHseTcs ClenyroluM NpaBujaM IEPEKIIOYEHNS MEXIY
JU30T€HHBIM M JIMTUYECKUM LHKJIAMHU: B TIECCUMAJbHBIX YCIOBHSIX BHUPYC
BCTPAauMBaeTCs B I'€HOM KIETOK B BHjJE TIpodara, a B ONTUMAJIbHBIX YCIOBHUSX,
CIIOCOOCTBYIOIIUX OBICTPOMY POCTY MOMYJISIIUU OaKTepuid, 0akTeprodar BbI3bIBACT
JU3UC KIETOK € 00pa3oBaHMEM HOBBIX (ParoBeIX YacTHll. Takke BO3MOXHBI
MEPEKIIIOYEHUS MEXIY PEKUMaMHM B CIy4ae M3MEHEHHUs YCIOBUH, B KOTOPBIX

HaXOoJUTCA 3apaxxéHHas nonyssauus (Jlamm et al., 2011).

2.2. PacmmpeHHas BEpCUs ['DOK U1t MO/JICITMPOBAHHUS

MIPOCTPAHCTBEHHO-pACTIPEICIEHHBIX COOOIIIECTB

B pamkax pgaHHOW HauMccepTallMOHHOW pabOThl OBLIO  OCYIIIECTBICHO
pacuMpenre MeToAuKU «l arJouIHbIN 3BOMIOLMOHHBIN KOHCTpYKTOp» (I'9K) ms
onmucaHusl (PYHKUMOHUpOBaHMS U dBomtouud MC B NPOCTPaHCTBEHHO-

CTPYKTYPUPOBaHHBIX cpenax. s atoro B metomuky ['DK Obur BHeCEH psin
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n3MeHeHui. Tak, ObUIO paclIMpeHO OMUCAHUE CPellbl OOUTaHUs — TENeph cpena
paccMaTpuBaeTcs He KaK eUHBIN 00BbEM, a KaK KOHEYHBIH HAa0Op paBHBIX 00bEMOB
— «TOYCYHBIX CPE» WU SYEEK C UJICATIbHBIM MTEPEMEIINBAHUEM B KAXKI0M U3 HUX U
OoOlIMM CKBO3HBIM MpOTOKOM. IIporecchl Mpou3BOACTBA W MOTPEOJICHUS
CyOCTpaToOB, pa3MHOXKEHHUS, MyTaIli{, TTOTEPU T€HOB M TOPU3OHTAIBHBINA MEPEHOC
MOJICTIUPYIOTCS B pamKax ctanaapTHou utepauuu 'K (cm. Puc. 2.7) u npoucxonsar
B KaXJOW sSYeiike HE3aBUCUMO OT OCTaJbHBIX; OTJEIbHBIM IIIarOM UTEPALMOHHOTO
nporecca J00aBisieTcsl epepacnpe/iesieHie cCyOCTpaTOB U OPraHu3MOB B 001IIeH

cpene (cm. Puc. 2.1).

[leHTpanbHBIM  IYHKTOM  pa3pa0OTaHHOTO  pacIIUPEHHs]  METOAUKH
MOJICJIMPOBAHUS ABJISIETCS ONMCAHUE NIEPEPACTIPEAECIICHHS KJIETOK U BEIIECTB MEXKIY
suelikamu cpeabl. llepemenienne cyOcTpaToB onpenensercs ABYMs MPOLECCaMU:
mud¢y3uel 1 IepeHoCcoM Mo IEeUCTBUEM IMpoToKa. Jlanee A HarJIsgHOCTU BCe
npumepsl 0yayT npusenensl Ay 2D cinyyad. [lepexon k 1D u 3D ocymectBasiercs
IyTEM IMOHWKEHUS WM MOBBIIIEHUS, COOTBETCTBEHHO, Pa3MEPHOCTH BEKTOPOB U
CBS3HOCTH sueek. IlycTh cpeia omnmchiBaeTcs cepueid  matpun  Ef =

€11 " €1n
P ‘|, rme e;; — KxommuecTBO BemectBa S B sueiike (i,j) Ha t-oit

€m1 7 Emn

uteparuu. s TOro, 4toObl ONMPEACIUTh MPOCTPAHCTBEHHOE pacHpeieicHHe
BEIIECTBA HA CIEAYIONIEM Iiare, T.e€. nocuutarb E;,;, HEOOXOIUMO Y4YeCTh
nevictBue npotoka u aud@ysuun. s 3Toro Marpuia pacnpeneseHusl BelecTBa
npejcTaBiIseTCs cieayomum oopasom: Ef , = Ef + F(EY) + D(E?), tne F(Ef) n
D(E{) — wMarpullel, 3ajaroliie HW3MEHCHHE KOJMYeCTBa BemlecTBa (Kak
TIOJIOKUTEIBHOE, TaK M OTpHUIlaTeNibHOe) B suciike (I,J) B pe3ynbrare IeHCTBUSA
poTOKa U TU(PPY3UU COOTBETCTBEHHO. [IepeMeriieHue KIeTOK MUKPOOPTaHU3MOB,
IOMHUMO JEWCTBUS Ha HHMX IMPOTOKA M aHAJIOTHYHOro AW(Qy3uH MMacCHBHOTO

TPaHCIIOPTAa, IPOUCXOJUT TAKIKEC ITOCPECACTBOM XEMOTAKCHCA.

Ha KaXIA0M OTACIIBHOM IHarce HMUTCPAOIMOHHOI'O IIpoHecCa IICPCMCIICHUC

OpraHu3MoOB H CY6CTpaTOB BO3MOKHO JIMIIb MCXKAY COCCAHHMMH TOYCUHBLIMU
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cpenaMu (JUisi IBYMEPHOTO M TPEXMEPHOTO CIIy4aeB COCEACTBO MOHHUMAETCS B
paMkax 4-X CBSI3HOCTM U O-TH CBSI3HOCTH, COOTBETCTBEHHO), TO €CTh JUIA
NepeMeIIeHUs] Ha N TOYEYHBIX Cpejl B Pa3pabOTaHHON METOIMKE HEOOXOIUMO N
uTepaluii, TakuM O0O0pa3oM MOJEIUPYETCS pacHpocTpaHEeHUuEe CyOcTpaToB U
opranu3moB B cperne. Ha Puc. 2.1 mokaszaHo, kak 3Tambl IPOCTPAHCTBEHHOTO

nepepacupeCaciICHud KJICTOK W BCHICCTB BCTPAHMBAIOTCA B 06HII/II‘/II I/ITCpaHHOHHHﬁ

nporecc ['OK.
@ | ° o ® | o | ®
Pacuér cranmapTHON UTEpaLvu i
R R B KaKI01 SUCKH - @] e
L

A

‘0 <=

™
-
|'I

&

N

Puc. 2.1. Cxema oO0miero HTepanmMoHHOTO TIpollecca MPOCTPAHCTBEHHO-
pacopenenénnon sepcuu ['OK. Kpyru pasnoro nuamerpa nmokasbiBarOT HOMYJISIIIAIO
MHUKPOOPraHU3MOB HEKOTOPOU YUCIEHHOCTU. VI3BUIMCTHIMU KPACHBIMU CTPEJIKAMU
nokazaHa auddysusa. Hcxondime oOT KpYyroB KOPOTKHE YEPHBIE CTPEIKU
M300pakal0T OCHOBHOE HAIpaBJICHUE TEPEMEICHUS KJIETOK M3 JaHHOU SUeUKU
nocpenctsoM xemorakcuca. CranpaptHas wurtepanus ['DK Bkimouaer B ceOs
MOJICJIMPOBAHUE CJEIYIOUIUX CTaJWi: TOIJIOLIEHUE W CEeKpeuus CcyOCTparToB,
M3MEHEHHE YHMCICHHOCTHU MOMYJISIIIUNA 1, OMIIMOHATIBLHO, MyTaIlud, TOPU30OHTATBHBIN

NEepPEeHOC U/ UM MOTEPIO T'eHOB.
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2.2.1 MopaenupoBaHue MPOTOKA

[TpOTOK OMUCHIBACTCSI TIPH TIOMOIIH BEKTOPA KO3 PHUITHEHTOB HHTEHCUBHOCTH
IPOTOKa COOTBETCTBYIOMICH pa3sMepHOCTH. KOMIIOHEHTBI JTaHHOTO BEKTOpa
OIPEIEISIIOT JOJIIO TIEPEMEIIAEMBbIX TI0]] ICHCTBHEM MPOTOKA KJIETOK M BEUIECTB B
COOTBETCTBYIOIIEM HAIMpPABJICHUH PEMIETKH TOYCYHBIX cpel. Takum o6pazom
HCCIICIOBATENb TIOJy4aeT BO3MOXKHOCTh 3a]aBaTh HAMpPABICHUE MOTOKA M €ro

flx

£l ) B I[CK&pTOBOﬁ CUCTCMC KOOpAUHAT
y

CKOPOCTb. 3a/1aJIUM BEKTOP MPOTOKA ﬁ = (

(B 1D u 3D cmywyae BekTOop OyJET COCTOSATh W3 OJHOM W TPEX KOMIIOHEHT,

COOTBETCTBEHHO). fl — 3TO J0Js BellecTBa, yHOCHMas U3 SIUEHKHU MPOTOKOM 3a
WTEPALNIO  (HOPMUPOBAaHHBIM TaK, 4ToObl fl, + fl, +4k; <1, Ttne kg -
HOpMHUpOBaHHbIH Ko3dduumuent mddysun). Ouesnnno, uro |fL | + |fl,| < 1, Tak

KaK U3 SYEUKHU Helb3sl 3a0paTh BemniecTBa Oosibllie, yeM B Hel ecTb. O003HauUM

flips = (lljfc;xll) .M uycrs T = (1,0) uJ = (0,1) — opThI crcTeMBI KOOpauHar. Toraa
y

MOXKHO ~ ONpenenuTh daeMeHT Matpuubl F(EP) = (f;j) kak ckaaspHoe

NPOU3BEIEHUE JIBYX BEKTOPOB: fi; = fly - (Cx — €45, ¢y — €;5), TIe

e;j—p,ecmu fl-7=0, e;_qj ecmu fl-7 =0,

C =
x €; j+1, B IPOTUBHOM CJIy4ae. y €i+1,j, B IPOTUBHOM CJIy4ae.

2.2.2 MopaenupoBanue 1uddys3un

[Ton nuddy3ueit moHUMaeTcs MPOLECC HEHANPABICHHOTO PacHpOCTPaHECHUS
BEI[ECTBA MO BCEM HAIMpPaBICHUSAM, OOYCIOBJICHHBIM XAOTUYECKUM TETUIOBBIM
JBUKEHUEM MOJIEKYN B cpefie. MI3MeHeHre KOHIIEHTpAllMu BEIeCTBAa BO BPEMEHH,
oOycnoBiaeHHoe auddy3ueit, B 3aBUCUMOCTH OT  pacmpeicsieHus Mo
IPOCTPAHCTBEHHON KOOpAMHATE TPAJUIIMOHHO OMNMCHIBAETCS TMPU IOMOIIU

ypaBHeHUs PuKa:

o _ a DO_C (yp. 2.4)
ot  dx Ox
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, tne C — xonnentpanus, D — koadunuent nuddyszuu. [Ipu npeanonoxenun
O MOCTOSIHCTBE TEMMEPATYPHBIX YCI0BUH (yp. 2.4) MOXKET ObITh MPeoOpPa30BaHO K
BUTY:

ac  _9%C (yp. 2.5)
— = D—
ot dx?

M3meHeHne KoJW4ecTBa BEIIeCTBA B pe3ynbrare AudQy3un paBHIETCS
pa3HHIE MEXJYy KOJIMYECTBOM BEIIECTBA, MPUIICAIIET0 M3 COCEIHHUX S4YEeK, U
KOJINYECTBOM BEIIECTBA, YIICAIIEr0 M3 TEKYIIEH SYEWKA B coceaHue. Takum
oOpa3oM, TpaHCHOpT mocpeAcTBOM muddy3un moxydaeTcs 3a CYET pa3HUIIBI
KOHILIEHTpaluii B coceqHux suedkax. Jns yuéra muddysun coctaBum
marpuny D(E7) = (d;j), tae dij =kg - (€j-1+ €y ji1 +€im1j + €i41j — 4€yj),
k,; — nons BemecTBa, Kotopas mupyHIUPYET U3 pacCMaTPUBAEMON STUYECHKH B OJTHY
U3 4eThIp€X cTopoH (B 3D ciyuae yuuteiBatoTcs 6 rpaHeld TOU€UHOM cpefibl, a B 1D
— 2 TpaHu). 3aMEeTHM, YTO 3/IeCh PAaCCMAaTPUBAIOTCS YCTHIPEXCBS3HBIC SUCHKH H
YUYUTHIBAEM BCE BXOJHBIC U BCE BBIXOJHBIE MOTOKU. B pamkax naHHON paOOTHI

paccMaTpUBaJIUCh COOTHOIICHUS CKOPOCTEH nmpoToka u nuddysuu ot 2 g0 20 pas.

Ecmu paccmorpers auddy3uio mo OmHOM MPOCTPAHCTBECHHON KOOPIHMHATE
MEXKIYy COCCOHMMH siueiikamu |-1, | u j+1, TO H3MEHEHHE KOHIEHTPALUH 3a

BPEMEHHO# mar OyzneT onuchBaThes cieayomumM obpasom: Cj(t + 1) = C;(t) —

2xkgxCi(t)+ kg *Cjyq1(t) + kg * C;_1(t) . HecnosxubiMu npeoOpa3oBaHUsAMU

Cj_1(t)—2C’{2(t)+Cj+1(t), e h

nomysaeM  AC = Ci(t+1) — C;(t) = kq =1.
OueBHUIHO, JAHHOE BHEIPAXKEHHUE MPEICTABISET COOOM alPOKCHMAIIMIO YPaBHEHMS
®uka (yp. 2.5) ¢ ucmoap30BaHKEM PAa3HOCTHOTO OIEPATOpa BTOPOTO HOPSAKA IPU

h=1. Takum oOpa3zom, k,; mpeacraBisieT cOO0H HU YTO MHOE, KaK KOA(PQOUIHMCHT
mubdy3un.
AHanoruyHbIM 00pa3oM ONUCBHIBAETCS MACCHUBHBIA TPAHCHOPT KIIETOK,

0OyCJIOBJIEHHBIN HEHANPABICHHBIM PACIIPOCTPAHEHHUEM KOJIOHHUHU B PE3yibTaTe €&

POCTa M pacTANIKHUBAHUS OIM3JIEKAITUX KIETOK.
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2.2.3 MoaennpoBaHue XeMOTaKCHCa

[Tpotox u nud¢y3us/macCuBHBI TPaHCIIOPT AEHCTBYIOT U Ha MNOMYJISILIUU
MUKPOOPTaHU3MOB, MU Ha CyOCTpaThl CXO0XHM oOpazom. Ho mis amexkBaTHOTO
MOJIEJIMPOBAHUS MUTPALUIl KJIETOK HEOOXOIMMO YUYECTh JIBA MOMEHTA: BO-TIEPBbIX,
NOCKOJIbKY OOJbIIasi 4acTh KJIETOK HaXOJUTCS B COCTaBE OAKTEpUATIbHOIO MaTa B
NPUKPEIUIEHHOM COCTOSIHUM, MTEPEMENIAETCS TOJIbKO HEKOTOPAsl 4YacTh MOMYJISLNH,
HaxoAsmasca B CBOOOJHOM COCTOSHMM (B BHJE IIJJAHKTOHA); BO-BTOPBIX,
MPOKAPUOTHI B OTIMYKE OT MOEAAEMBIX UMHU CyOCTPaTOB CIIOCOOHBI K AKTUBHOMY
NEPEMELICHHIO B pe3ysibTare xeMoTakcuca. [loatomy B pa3paboTaHHOW METOAMKE
J0JST CBOOOJHBIX KJIETOK OIUCBHIBAETCS OTACIBHBIM KOA(PPHUIUCHTOM Kfree, @
NepeEMEIICHHE TTOCPEACTBOM XEMOTAKCUCA OMHUCHIBAETCS C MOMOIIBIO OTJIEIBHOTO
ciaraemoro. IlomobHO TOMy, Kak ompenensieTcs HMHTEHCUBHOCTb IPOTOKAa U
kodpounmrent mudpdys3uu, 3anaércs U MOOWIBHOCTh KJIETOK M KaK HEKOTopas

OOIIETIONMYJIAIMOHHAS XapaKTepUCTHKA (TI0 YMOJIYaHUIO PaBHA HYJIIO).

Takum o00pa3om, nepepacnpe/iesieHUe TMOMyISIUM OMUCHIBACTCS CXOXKHUM

6 . P _ P p
oOpasom, HO (opMmysa Ul HUX HECKOJBKO m3MeHutcsa: E[ , = E; + F(E[) +
D(Ef )+ A(E,f9 ), Tae A(Ef ) — MaTpwia, 3ajaroimas W3MEHEHHE KOJUYEeCTBa
BellecTBa (Kak MOJIOKUTENIBHOE, TAK M OTPHUIIATEIbHOE) B siuelike (1,]) B pe3ynbTare
AKTUBHOT'O JBIKCHUS KJIETOK MOMYJISIIIMA P MPU MTOMOIIU XEMOTaKCHUca. DJIEMEHT

JIAHHOM MaTPHIIBI CYUTAETCS CIEAYIOIMM 00PasoM: @;j = Pin — Pout »

II€ Pin — YHUCIO KJIETOK, MHUIPUPOBABIIMX M3 COCEAHUX SYEEK C MEHEE
OJIarONPUATHBIMA XUMHUYECKUMH YCJIOBHSIMHU B TEKYIIYIO SUEHKY, a Pout — YUCIO
KJIETOK, MHIPUPOBABIIMX M3 TEKylledW s4Yellku B cocegHue c  Oolee

6HaFOHpI/IE[THBIMI/I XUMHUYCCKUMU YCIIOBUAMM.



Aij—l < Aij M @ AE> A1j+l > Alj

Puc. 2.2. Ilpumep moBeAeHHs MOMYJSIIIUKA B TEKYIIEH sTUeliKe B 3aBUCUMOCTH
OT 3HAYEHHH KOIP(PUIMEHTOB NPHUBIECKATENBHOCTH (A;;) B COCENHUX SUYECHKaX.
CrpenkaMyu OTMEUYEHBl HANpaBJICHUS, B KOTOpble OYIET IMepeBUraThCs 4YacTb
HOMYJISIIMM TIOCPEICTBOM XeMoTakcuca. I[lepeuépkHyTble CTpeiaku 0003HaudaroT

HaIlpaBJIEHUs C MEHee OJaronpusTHBIMU YCIOBUSIMU, YEM B TEKYIIEH sTUCHKE.

CHauasia orieHHMBaeTCsl OJIArONMPHUSATHOCTh XMMUUYECKUX YCIOBUM B COCETHUX
SYeMKax MCXOJd W3 Pa3HUIBl MEXIYy KOHIEHTpPAlUSIMU aTTPaKTaHTOB W
PEIEIUICHTOB B COCEAHEHW SYEMKE MO OTHOLICHUIO K TEKylleu suerke. Tak
dbopmupyroTcs k03 UITMEHTH TPUBJIEKATEIBHOCTH JJI1 BCEX COCEIHUX SUYEEK:
Apq = X(by * cy), TE ¢} — 3TO KOHLeHTpauus K-ro BemecTsa, a

1,ecau K — oe BelllecTBO — aTTpPaKTaHT P,

b, = {—1,ecau K — oe BellleCTBO — peneJiJIeHT P,

0, ecnu p He yTuausupyer K.

3ateM (OopMHUpYIOTCS JBa CIHMCKAa COCEAHUX SYEEK: B TEPBOM 3HAUYCHUE
MPUBJICKATEILHOCTU ISl pacCMaTPUBAEMOM MOMYJSIIUA HHXKE, YEM B TEKyIIEH
s4eiike, a BO BTOpOM — BbIlIe (cM. Puc. 2.2). M3MeHeHHe KOIMYECTBA KIIETOK
paccMaTpUBaeMOM TMOMNYJSALMUM B TEKYIIEU SYEHUKE ONPENECIAETCS Kak CymMMma
npumienmmx (6epércs mo nepBoMy CIHUCKY) MUHYC cyMMa ymieamux (6epércs mo

BTOpOMY cUCKY). [IpuuéM A0J1 aKTUBHO MEpPEMELIAIONINXCS KIETOK ACIUTCA 10
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BCECM HallpaBJICHUAM B COOTBECTCTBHMM C YACIbHBIM BECOM, 3aJaBacMOM

IMPUBJICKATCIIBHOCTAMHU COCCAHUX AYCCK, JICKAIIMUX B 9THUX HAIIPABJICHUAX. Crout

—
3aMETHTb, YTO JJIs OIS B HOpMUpoBKe BennuuH fl u k; Oynet yuuTeiBaThCA

emié u k,.

e 26)

Pout = ZCIEN(i,j) kg * Ay + Seenap Ac

rne k, — 101 cBOOOJHBIX KIIETOK, KOTOpas MEpPEMEIaeTCsl MpH MOMOLIH
XEMOTAaKCHUCA, €q — YUCIECHHOCTh KJIETOK MOMYJISLUU P B M-0if coceHen Aaueiike, Aq
— MPUBJIEKATENIBHOCTh (-OW siueiiku, Ajj — MPUBIEKATEIBHOCTh TEKYIIEH SYEHKH,

N(i,J) — MHOXecTBO coceneit stueiiku (i,]).
Pin PACCYMTHIBACTCS, HCXO/IS M3 3HAUCHHUH Pout COCEAHUX SUCCK:

Pin = Xten(i,j)Wij * Pouer  TAC Wij — J0ms  Pout COCENHEH SUCHKH,

MMpUuxXoaAIIasAcCsa Ha TCKYITYIO m{eﬁKy.

AHQJIOTMYHO PAaCcCMATPHUBAIOTCS OJHOMEPHBIM M TPEXMEpHBIN ciydau. [lns
nocjeHero Matpuibl Ef = (e;jy) IpuoOpeTyT TPEXMEPHBI BUJ, U BCE BEKTOPHI

TaKxke OyIyT TPEXMEPHBIMHU, & STYEUKH CTAaHYT IIECTUCBSI3HBIMHU.

Ha reHeTnyeckoM ypOBHE ONPEETSIOTCS TaKUe IPU3HAKH, KaK MUSPAYUOHHAS
pucUOHOCmb W 3Hepeemuyeckas cmoumocmv muepayuu. OHU 3aJal0TCS IBYMS
COOTBETCTBYIOIIIMMU  MOJIETIbHBIMH ~T'€HaMU  XE€MOTakcuca. AJenb TIeHa
MUTPAIMOHHON PUTHUIHOCTU OMPENENIeT MOPOr Pa3sHUIIbl B MPHUBJIEKATEIBHOCTIX
TEKyIIeW W cocelHeW siuelKu, 4TOObl KJICTKM MOMYJSIUU ObUIM TOTOBBI TyJa
MUTPUPOBaTh, OTpa)kasg TEM CaMbIM BEPHOCTb MPEICTABUTENCH MOIMyISIUN-
HOCHUTEJILHUIIBI TEKYIIEMY OHOTOIY (sSiuelKe). ITO peaausyercs Yepe3 MOBIIICHNE

MPUBJICKATEILHOCTH TEKYIIEH STUSHKHU 110 cieayroIiei hopmyie:

Aij = (1 + avl) * Al] (27)
rae A;j — TPUBIEKATENBHOCTh TEKYLIEH SAYCHKH, a av; — allejb reHa

MUTPALMOHHOW PUTHUTHOCTH.
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ITpu 3HaueHUM aienu TIeHa MUTPALMOHHOM PUTHIHOCTH, paBHOM -1,
nomyysnus Oe3yClIOBHO IepeMeliaercs B 0ojee OnaronpusiTHYI0 COCEAHIOO
AYEUKY, a IIPYU 3HAYEHUU | IPUBJIEKATEIBHOCTh TEKYLIEH SYEHKU UMEET JBOMHOU

BEC, IIPH 3HAYEHUN S5 — MIECTUKPATHBIN U T.J.

OTMETUM HEKOTOpbIE OMOJIOTHYECKUE JOMYIIECHHS], KOTOPbIE JIETJIU B OCHOBY
pa3pabOTaHHOTO AIrOpUTMa MoJieTupoBanms Xxemorakcuca. [Tockonpky B 'K 3D
pe3ynbTaThl XEMOTAKCHMCa BUJHBI BO BPEMEHHOM MaciuTabe Ha YpPOBHE CMEHBI
MOKOJICHUM, TO OBLJIO MPUHATO PEIICHHUE YYUTHIBATh JIMIb WHTETPAIbHBINA €ro
abdexT Ha NOMyISIIMOHHOM ypoBHE. [loaTOMy HEpEeryaspHOCTH JIBUIKEHUS
OTJICJIBHBIX KJIETOK Ha MaJIbIX BPEMEHHBIX MHTEpBaJIax (CEKYHJbI U JIOJIM CEKYH]I)
HE pacCMaTpUBAIOTCS JETaJbHO B paMKax MOJEIH, MOCKOJIbKY Ha XapaKTEPHBIX
BpEMEHaX MOJCIUPOBAHUS OHHM YCPEAHSIOTCS, a B JICMCTBUE BCTYMAIOT TaKue
dakTopel, Kak aganTanus K (OHOBOMY CHUTHATy TEKyIIEH SYEHKH W TpagueHT
aTTPAKTAHTOB/PEMEUVICHTOB B IIMPOKOM MaciuTtade (T.e. HAa YPOBHE PA3HUIIbI
KOHIIEHTpalluii B TeKyllel sueiike u coceianux). llepBoe mgocturaercs 3a CYET
€MHOPA30BOCTH aKTa XeMOTaKcHca (KJIETKU NEPEMECTHIIMCH B COCETHIOO STYEHKY
Y HUKAKOW UHEPIIMH Y HUX HE OCTAJI0Ch, MPOU30IILIA aJallTallHsl, YTO COOTBETCTBYET
JUTEPATYPHBIM JIaHHBIM O padOTe CHUTHAIBHBIX MyTeH, KOHTPOJIUPYIOIINX
xemorakcuc y Oakrtepuii (Wadhams & Armitage, 2004)), a Bropoe — 3a cuér
pa3pabOTaHHOTO AITrOpUTMa pacuyéTa MpUBIEKATENbHOCTEHN siueek. [lepenBrkenue
KJIIETOK TOCPEICTBOM XEMOTAaKCHUCa MPUBOAUT K SHEPreTUUYECKUM 3aTpaTaM.
PactparuBinme umeronuiicst 3amac HEPrUM KJIETKHM OCTaHABJIMBAIOT BpalleHUE
KTYTUKOBBIX MOTOPOB M OCTaHAaBIIMBAIOTCS, MOKA HE MPUOOPETYT HEOOXOIUMYIO
i aBrkeHus sHepruto BHOBB (Kuo & Koshland, 1989). Yuér suepretuueckoro
Oro/KeTa KJICTKM TPU MOJEIMPOBAHUM XEMOTAKCHCAa OCYIIECTBIBUICS IMyTEM
BBEJICHUSI TOAMOJIETN mTpada 3a MHUTPAIUIO, HCTOJIB3YIONMIYIO JBAa MOJEIhHBIX

reHa, KOHTPOJIUPYIOIIMX XeMoTakcuc (cM. yp. 2.8).

av, ! (2.8)

= av
1+ av, 1
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e av; — auledb TEeHa MWIPAIMOHHOW PUTHIHOCTH (IIEPBBIA TI'eH
XeMOTaKCHCca); av, — ajUleb T'eHa CTOMMOCTH MHrpanud (BTOPOW TIeH
xemoTtakcuca), C — 71011 OT HOPMBI TTOTPEOICHUS HECTIEMHU(PUIECKOTO CyOCcTparTa
(MakcuMaIbHOE KOJHMYECTBO MOJICKYJI cyOcTpara, KOTOpOe CHOcOoOHA MOTJIOTUTh
OJHa 0CO0B), KOTOpasi PacXOJyeTcsl M3 IHEPreTUYECKOro OIO/DKETa KIICTKU IpH

AKTUBHOM IICPCMCIICHUU.

Takum oOpazoM, MmTpad HA MHUTpAIMI0 TOCPEIACTBOM XEMOTaKCcHca
ompenensieTcs Kak (QyHKITUS OT aJUIeil reéHa CTOMMOCTH MUTPAIUH, TTPUIEM aJlielTb
reHa MUTPAIMOHHON PUTHUIHOCTU MPEACTaBIsCT cOOOW mapaMeTp HEIMHEHHOCTH
JAHHOW 3aBUCHUMOCTH. EcnM 3amac >HEprum KIETKH OKa3bIBAETCS HIXKE, 4YEM

Tpe6yeTc;1 AJISL IIOJTHOTI'O ITIOKPBITHA IHTpa(i)a, TO IICPCMCIICHUA HC ITPOUCXOOUT.

2.3. MeToasl aHaIu3a pe3yabTaTOB BRIYUCIUTEIbLHBIX IKCTIEPUMEHTOB

2.3.1 Kinaccudukanus 3K0J10ru4ecKux rpymni

CyliecTBYIOT — pa3lM4yHble KJIaCCU(UKALMK OPraHu3MOB Ha  OCHOBE
HKOJIOTUYECKM 3HAYUMBIX CBOMCTB, OOJBIIMHCTBO K3 KOTOPBIX OIMUPAIOTCA Ha
HKOJIOTUYECKYIO aMIUIMTYAY BHJA B MPOEKIMHU HAa TOT WIM MHOM 3KOJIOTMYECKUN
dakrop. Taxk JUTSI MUKpPOOPTaHU3MOB BBIICIISIFOTCS CJeIyIoLue
skopusznonornueckue rpynmsl (3aBap3ud & Konorunosa, 2001) mo oTHOIIEHUIO K
MPEANOYUTAEMON TEMIEpaType OKPYKAIOIIEH Cpenbl: MCUXPOQUIIbI, ME30(HIIbI,
TEPMOQUIIBI, IKCTpEMAIbHbIE TEPMOPHUIIBI U TUIIEPTEPMOQPHIIBI; IO OTHOIIECHUIO K
npeanoyntaemomy pPH: anmmodunsl (2<pH<6), wnehtpodumibl (6<pH<®) wu
ankanoduisl (8.5<pH<I11); mo OTHOLIEHUIO K KUCIOPOAY: a3po0Obl U aHAIPOOBI U
T.A. [pyras knaccudukanus CTpOUTCS Ha OCHOBE aHaJIM3a MOTOKOB SHEPTUHU B
DKOCUCTEME, B paMKaxX HEE BBIIEISIOTCS MPOAYLEHThI, KOHCYMEHTHI IIE€PBOIO,
BTOPOIO U BBIIIE OPSAJIKOB, a Takxke peayuentsl (Mupkun & Haymosa, 2017). He
MEHee U3BECTHAa Kiaccu(UKalMs Ha OCHOBE IMOMApHBIX COOTHOIICHUN:
KOMMEHCAJIM3M, AaMEHCalIu3M, MyTyallu3M, KOHKYpPEHUUs, HeWTpanu3sM (CM.

Tabmumy 1.1).
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OpHako MOMHUMO MOJOOHBIX KiIacCU(pUKAIMI CYIIECTBYET TAK)KE THUIIOJIOTHS,
OCHOBAaHHAsI Ha HKOJOTMYECKON pPOJHU, KOTOPYIO >KMBBIE OPraHu3Mbl HIPaioOT B
co001IeCTBaX, B KOTOPbIE OHU BXOJAT. Tak, Al paCTUTENbHBIX COOOIIECTB TaKUe
kiaccudukanuu paspadarsiBasiuck [.U. [Tormmasckoit (ITomnasckas, 1924) u B.H.
CykauéBbiM (CykaueB, 1928), koTopble BBIIEIAIN (PUTOCOLMAIBHBIE THUIIBI
AU(PUKATOPOB M ACCEKTATOPOB MO MPHUHIUITY CHCTEMHO-00pa3yrolie posiu,
UrpaeMoi BHJIaMH B COOONIECTBE W MpH €ro cykueccuu. IlepBble UrparOT poib
CTpouTENel coobmecTBa — JUMOO B ECTECTBEHHBIX YCIOBHUSAX (ayTOXTOHHBIE
saudUKaTOPhl), MO0 B pe3ysbTaTe NepTypOaluii COOOIIECTBA, BBI3BAHHBIX
KPaTKOBPEMEHHBIM  BIMSHHEM YEJOBEKa WM JKUBOTHBIX (JIETPECCHUBHBIC
3Au(pUKATOPHI). BTOpEIE e ABISIOTCA COyYaCTHUKAMU B IIOCTPOCHUH COOOIIECTBA,

HO CaMH MaJIO BJIMSIOT Ha cO3JjaHue (PUTOCOLMAIBHON CPEIbl BHYTPU HETO.

B cucreme JI.I'. Pamenckoro (Pamenckuii, 1935) u [Ix.I1. I'paiima (Grime,
1974) BBomuTCS KiacCHU(pHUKAIMA Ha OCHOBE aJalTHUBHBIX CTPATETHMi, KOTOPHIC
UCIOJIB3YIOT pacTeHMs], IMpHCIocabiuBasich K OKpyxawieid cpeae. Ilpu stom
BEIYIIYIO pOJb WIPAIOT cieayrolue aBa (pakTopa — MHTEHCHBHOCTb CTpecca,
OrpaHUYMBAIOLIETO0  (OTOCHUHTETUYECKYIO  MPOAYKLHIO, W  HHTEHCUBHOCTh
BO3/ICICTBUS, HAPYILAIOLIET 0 LIEJIOCTHOCTh (PUTOLIEHO3a B pe3yJIbTaTe AEUCTBUS KaK
OMOTHUYECKHX, TaK U abHOTHYECKUX (PakTopoB. B pamkax gaHHOU Kiaccudukauuu
BBIICJISIFOTCSL Taku€ (PUTOLIEHOTHUIIBI, KaK BHMOJIEHTHI, OTIMYAIOIIUECS BBICOKOU
KOHKYPEHTHOCTbIO, YCTOMYMBBIE K CTPECCY MaTUEHThl U KOHKYPEHTHO Clalble,
OJIHAKO OBICTPO 3aMOHSIONINE CBOOOHOE MECTO MOCJIe HapylIeHus: (PUTOLIEHO3a,

9KCINICPCHTBI, a TAKIKC P IIPOMCIKYTOYHBIX THITIOB.

Jnst ymoOGcTBa nmanmpHEWIIEro aHaimsza moTpeboBaiach Kiaccuukanus,
KOTOpass TIO3BOJIUT C OJHOH CTOPOHBI YYECTh pOJIb OPraHW3MOB B UX
B3aMMOOTHOIIICHUSIX JIPYT C APYTOM, a C IPYrol — UX pPoJib B CTPYKTYPUPOBAHUU
COOOIIIeCTBa Yepe3 OICHKY CIIOKHOCTH OpraHu3aimu ux metabonusma. [losromy B
paMKax JaHHOW paboThI ObLTa MPEJIOKEHA KITAaCCHU(PUKAIMS BCEX BO3MOXKHBIX B

JTAHHOM MOJENM TOIYJSLUN 0 UX DKOJOTMYECKOM POJIM, CHIEIIaHHAs Ha OCHOBE
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JIBYX TIPU3HAKOB — wiupoma cnekmpa memaboauveckux akmusnocmeti (M, pazmep
YacTH TCHOMa, OTBETCTBECHHOW 3a METa0OJM3M CHEIH(PUYIESCKHX CYOCTpaToB) U
ykaon (U = Uncno MeTaboIMYecKuX CUCTEM CHHTE3a — YHCIO METa0OIMYECKUX
CHUCTEM YTWIM3AIUU CHEMUPUICCKUX CYOCTpAaTOB) B CTOPOHY YTHIIH3AIUH
(oTpuLIaTeIbHOE HAIMIPABJICHUE) WM CUHTE3a (MTOJ0KUTENIbHOE HampaBiieHue). Tem
caMbIM TIpM TIOCTPOSHUM CBOEH Kiaccu(UKAMA aBTOp JaHHOW pPabOTHI
CHUHTE3MpOBaja TOIXOJbI, OCHOBBIBAIOIIMECS Ha TIOMAPHBIX B3aWMOJCHUCTBHUAX
BUJIOB, W TIOAXOJBl HA OCHOBE POJU TMOMYJSIIUUA B (OPMUPOBAHHH BCETO
coobmecTBa. IlomyuymBmmecs Kiacchl OBIIM  Ha3BaHBI  DKOJOTHUECKUMHU
(YHKITMOHATLHBIMHU TPYIIIIaMU (SKOTPYIIIIAMH) B TIOJYYHIIH CBOM Ha3BaHHUS, HCXOIS

13 DKOJOTMYECKOM POJIM, KOTOPYIO BBIIOJHAIOT UX HNPCACTABUTCIIN B COO6H_[€CTBC

(cm. Puc. 2.3).
[Mpu M <=3 (momynisnuu ¢ y3KUM CIIEKTPOM METa00JINIECKIX aKTHBHOCTEH):

o Munumanvuelii 2eHom — TOMYJSAIUSA, CIOCOOHAS JIUIIL YTHIN3UPOBATh
Hecnenupuueckuit cyocTpar.

e Ha nuHuM anpTpyusma JeXaT npooyyeHmvl — KIACC OPTraHW3MOB,
oOpasyronux MeTabOoIMYeCKue TYIMUKH, KOTOpble MOTYT OBITh
WCITOJIb30BAHBI IPYTUMHU OpraHU3MaMH B KAUeCTBE HCTOYHUKA SHEPTUH,
CTPYKTYPHOTO 3JIEMEHTA, JOHOPA WX aKIIETOpa JICKTPOHOB U T.I.

e Ha nuHuM sromsma nexaT KEA3UKOMMEHCAIbl — KIIacC OPraHu3MOB,
MOTPEONSAIONIUX ~ Yy)KHE TPOAYKTB. B  oTauyme oOT OOBIYHBIX
KOMMEHCAJIOB KBa3MKOMMEHCAIBl KOHKYPUPYIOT 3a HeclennpuIecKuit
cyOcTpar co CBOUMH KOPMUJIBIIAMH.

e Mexay JIMHUSIMH dTOU3Ma U aNbTPyH3Ma CUMMETPUIHO OTHOCUTEIHHO
TuHUA OanmaHca JIeKaT KeA3UMYMyaiucmsl — KiIacCc OPTaHU3MOB,
UMEIOINUX KOPOTKHM ¥ OTHOCHTEIIbHO COQJIaHCUPOBAHHBIN 110
YTHIIM3AIIMW/CUHTE3Y TEHOM, a IOTOMY ITOTCHIIMAIBHO CIIOCOOHBIX
BCTyNaTh B CHUMOMOTHYECKHE TPOPUYECKHE KOIbIa C JPYTUMHU

HOI[06HBIMI/I OopraHu3mMamMmu. B omimume oT OOBIYHBIX MYTYyaJIuCTOB
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KBa3UMYTYaJIUCThl KOHKYPHUPYIOT 3a Hecreuuduueckuit cyoctpar co

CBOUMH CUMOMOHTAMHU.

Konunuectso cneundpumyeckmx metabonmyeckmx cuctem

NnHualbanaHch
6 9
ez
%,
5 81
JInHUA|aronsma NInnha anbTpymnsma
4
W/ NV,
3 4
Kga3nmmyyanmcripl
W
2 -
KBaspKommegHcanbl npoAyHeHTbl
1
» YKIOH
-3 -2 -1 0 1 3
MUHMMaNbHbIM reHgm

Puc. 2.3. Dxorpynnsl. [lo ocu abcumcc OTIOKEHO 3HAUYCHHE «YKJIOHA» B

CTOPOHY T€HOB CHHTe3a (TOJIO)KHUTENIbHAs IOJIYOCh) WJIM TEHOB YTHUIIU3ALMH

(oTpuLIaTENBbHAS TOAYOCH), a IO OCH OpAUHAT — O0IIee YHCI0 TeHOB MeTaboIM3Ma

cnenuduyeckux cyoctpatoB. M = U — nunusa anetpyusma. M = -U — nunHus

srousma. U = 0 — 1uHUa OanaHca.

[Ipu 4<=M<=6 (momynasiuMd C UIUPOKUM CHEKTPOM META0OIHYECKUX

AKTUBHOCTECH):

o [lpu |U = 2 nonynsauus

OTHOCHUTCA

00

K

IKOTPYyIIE

K8A3UKOMMEHCAI08, TNO0 K SKOTPYNIE nPoOyyeHmos B 3aBUCUMOCTHU OT

3naka U (cMm. Puc. 2.3). ITockoabKy B JaHHON MOJICIIH pacCMaTPUBAIUCh

JIMIIIb ~ OKOI'PYHIIbI, BBIACIACMBIC

Ha

OCHOBAaHHUH

TpEX BHUJIOB
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cnenu@uueckux CcyOCTpaToB, HHM OJHA IMOMYJSIIUS HE MOXKET
XapaKTepu30BaThCsl O0jIee YeM TpeMsl METaO0OIMYECKUMH CHCTEMaMH
olHOrO THNa (YTWIM3alMH WIM CUHTE3a), YTO B CIy4ae IMOIMYJISALHUI ¢
OOJNBIIMM TE€HOMOM AaBTOMATHMYECKH BIIEYET HEOOXOAMMOCTh HMETh
TeHbI Apyroro tuna. [10aTomy B JTaHHBIM KJIacC MONAAAI0T MOIMYJISLHY C
OOJBIIMM TE€HOMOM, HMEIOLIUE 3HAYUTENBHBI YKIOH B CTOPOHY
YTWIA3ALWU WIN CHHTE3A.

e Bce ocTrasbHble MOMYJALUU OTHOCITCA K KIACCy 20ugpuxamopog —
HOMYJSAIUA ¢ OONBIINM, HO COAaTaHCHPOBAHHBIM T€HOMOM, KOTOpPBIE
00J1a1al0T HIMPOKUM CIEKTPOM META0OJIMYECKUX AKTUBHOCTEH U TEM
CaMbIM CYILIECTBEHHO MpeoOpa3yroT cpely OOMTaHHs, OKa3blBas 4epes

He€ BIIMSIHUE Ha MHOTHE JPYTUe MOMYJISIIIMNA COO0IIEeCTRa.

2.3.1.1 Jlunamuxa buomacc sxoepynn
CrpynmupoBaHHBIE 0 3KOTPYIIIAM TTOMYJISAIIMOHHBIE TUHAMUKHU TTO3BOJISIOT
OTJIMYUTH KOTEPCHTHYIO DBOJIFOIIUIO YKOCHUCTEMBI OT HEKOTEPEHTHOMU, a TaKkKe OT

cykneccuu — cM. Puc. 2.4.

Cykueccusd

Bromacckl akorpynn

1_sandnkatopu

2_NpogyueHTH

3_KEAsMKOMMEHC AN

4_KEasMMyTyanucTh

S_MUHUMANLHBI FeHaM

Pasmep nonynaAuWK (kneTkW). Mor.wkana

o 5000 10 000 15000 20000

Bpemsa (nokoneHus)
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KorepenTHas

Buomacchl 3korpynn
J3BOJIFOLIUA

1_sandnkaTtopw

2_NpoayuedTs

B_KEASMEOMMEHC ANk

4_KEazMMyTYanucTe

S_MUHUMANLHEA rEHOM

Pa3mep nonynayuu (kneTkw). Nor.wkana

8] 5000 10 00O 15 000 20 000

Bpemsa (nokoneHns)

[Tepexon oT
Buomacchl akorpynn

HEKOT'€PEHTHOU o
— 1 _spndkaTope
SBONIONAM K Q NN NATYSE =i
KOTePEeHTHOI VWAL A AN T —
8 U ‘ — 5_MHHMMANLHEA reHom
J9BOJJIOIINU \T\ /\ /
7 M,

T

=
E/’-
/--"

REEAV A
“‘\d\\.\ \

o] 5000 10 000 15 000 20 000

Bpems (nokoneHns)

BW %ﬂq L\ N .
\!

Pasmep nonynayuu (kneTkw). MNor.wkana

Puc. 2.4. TIpumeps! XapaKTepHBIX AUHAMUK Oromacc skorpyii. CBepxy 1o
LHEHTPY MpeACTaBleHbl Ciiydan 0e3 XeMOTaKCuca KOTE€PEHTHON SBONIOLNUHU U
CYKLIECCUU COOTBETCTBEHHO. CHU3Y — nepexofa OT HEKOT€pEHTHOW IBOJIFOLUU K

KOFepeHTHOI)'I 9BOJIIOOUHU B CIy4ac C XCMOTAKCHCOM.

B nepBom ciyuyae OyayT HaOmOIaTbCAd CTalMOHAPHI JOMUHHUPYIOLIUX
(GYHKIIMOHATBHBIX TPYIII, U U3MEHEHNE KOHKPETHOIO Habopa BUA0B, HACETSIOUINX
CHCTEMY HE HM3MEHSET CYIIECTBEHHBIM 00pa3oM e€ HKOJOTHYECKYIO CTPYKTYpY.

HekorepeHTHast 3BOMIOIUS XapaKTEPHU3yeTCs] HECTAOMIBHONW TUHAMHUKOW OromMacc
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KJIFOUEBBIX SKOTPYIII U HEPETYISIPHBIMU KOJIeOaHUsIMU UX J0Jied B coodiiecTBax. B
ClIy4ae e CYKIIECCUM HaOII0JaeTCs MOCTENEHHYI0 CMEHY JOMUHUPYIOUIUX BUIOB

Y YCTAHOBJICEHUE CTAIMOHAPHOIO PEXXKUMa B KIIMMAKCHOM COOOIIECTBE.

Takum oOpa3zom JuHaMHKa OWOMAacc OHKOTPYMI TMO3BOJIET Pa3indaTh

Pa3JIMYHBIC PCIKUMBI 3BOJJIFOIITHUH 9KOCUCTCMBI 1 CYKIICCCHIO.

Cuenapuu  oOpabOTKHM, aHajau3a W  BHU3yaIM3alldd  pe3yJbTaTOB

BBIYHUCIUTCIBHBIX OKCIICPUMCHTOB IIPCACTABJICHBI B IIPHUIIOKCHHUN 2.

2.4. Tlporpammuas peanuzanusi 'K 3D

2.4.1 O6mmas cxema 1 CTpYKTypa MpoeKTa
Paspa60TaHHasI METOAMKA MOJCIMPOBAHUS peain30BaHa Ha SI3bIKE C++ u

WHTETPUPOBAHA B CYLIECTBYIOIIMI IPOTPAMMHBIA KOMIUIEKC.

Puc. 2.5. Obmas cxema mporpaMMHOTO KOMIUIeKca. KpacHbIM BbIIeNCH
MOYJIb, pa3paboTaHHbIi B paMKkax JaHHOU padoThl. K CUDAY, «MPI» n «OpenMP»
— MOJIYJIM JIJIs1 BRICOKOMPOU3BOAUTENBHBIX Bhrunciennil. «GUI Javay — HancTpolika

rpagu4ecKoro mosib3oBaTenbckoro unrepderica Haa «I'OK 2.0». GUI Qt 3D — ato
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rpaduueckuii mosnb3oBarenbckuit uaTepdeiic 1t «I' 9K 3D». MPI 3D — 310 Mmomynb

BBICOKOTIPOU3BOIUTEIBHBIX BhrarciieHnid st «['OK 3Dy.

Ha Puc. 2.5 npencraBnena oOmas cxema NIPOrpaMMHOTO KOMILIEKCA
«["amyionIHbI 3BOIONMOHHBIA KOHCTPYKTOp». OmucanHas B moapaszzaene 2.2
METO/IMKA MOJICIMPOBaHU Oblia peasin3oBaHa B pamkax Moayis «['9K 3Dy Ha 6aze
snpa nporpammuoro komruiekca «['OK 2.0». Ha ocHoBe maHHOI paboThl B CEKTOpE
KOMITBIOTEPHOT'O aHaliu3a U MojenupoBanus Ouonorudeckux cucrem WUIul" CO
PAH Yekannesoim A.J[. u 3ynunsiM P.K. Obutm pazpabotansl rpaduyeckuii
uHTep(delic moap30BaTeNss 1 MOAYJb BHICOKOIIPOU3BOIUTEIBHBIX BRIYUCICHUN IS
npocTpaHcTBeHHO-pactpeaenéunoi sepcun I' DK (na Puc. 2.5 «GUI Qt 3D» u «MPI

3D», cOOTBETCTBEHHO).

O6paboTumK A3biKa
onucaHua mojaenei

YcTaHOBKa Havya lbHbIX
pacnpegeneHui

[MepepacnpegeneHye KNeTOK M BeLLECTE

CybeTparnl W

‘ HneTkwn ‘
NpogyHTEl

—_—

‘ MNpoTtok ‘ Ouddyzun XemoTaKCMC ‘ Mpotok ‘ Ownddryana

Puc. 2.6. Crpykrypa mporpammaoro komiiekca «I'9K 3D». «0D sapo»
MPEICTABIIIET COO0M 0a30BYIO BEPCHUIO SUCHKH C PABHOMEPHBIM MTEPEMEITHBAHUEM.

OcTasibHbIE MOJYJIM pealn30BaHbl B paMKaX JAHHON pabOThI.
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Peanuzauus «I'OK 3D» moctpoeHa Ha 0ase sigpa BEPCHH C PaBHOMEPHBIM
nepememuBanueM («0D  sgpo»). Ha Puc. 2.6 mnpeacraBieHsl OCHOBHBIE

KOMIIOHCHTEI HpOFpaMMHOﬁ CHUCTCMBI:

e kiaccel u3 0D sgpa BXOAST B COCTaB MPOrpaMMHOIO MPEACTaBICHUS
PEMETKM TOYEYHBIX CPEI, W ISl KAXKIOW AYEHKH U3 JTAHHOW PELIETKU B

IMUKIJIC ITIPOUCXOJUT pacqéT CTaHHapTHOﬁ UTCpan MOACIIN,

e 00pa0OTUMK sI3pIKA OIMMCAHUS MOJIEICH pacHIMpsSieT COOTBETCTBYIOIIMMA
oopadoTtunk 0D sigpa ¢ y4yé€TOM HOBBIX CHHTAKCHYECKHX KOHCTPYKLHUH,
ONMCHIBAIOIIMX HEOJAHOPOJHOE NPOCTPAHCTBEHHOE  PpaCHpEAcIICHUE,

pa3MepHOCTh, GaKTOPHI MepepaCTIPEICICHUS U IPYyTrie KOMaH/Ibl;

® YCTAaHOBKA HAaYaJbHBIX PACIPEACICHUN KIETOK U BEIIECTB MPOU3BOAUTCS
B COOTBETCTBUU C OINMCBHIBAIOIIMM MOJEIb CLUEHAPHUEM, COCTABIECHHBIM
nosb3oBaresieM. B Hacrosiiee BpeMs IOANEPKUBAIOTCA TaKUE BHJIbI
HayaJbHBIX PACIpPEIEICHU KaK PaBHOMEPHOE, JIMHEWHBIM T'PaJUEHT U

ITOJB30BATCJIBCKOC,

® [iepepacnpeeeHle KJIETOK U BEeIIEeCTB OOCUUTHIBAETCS OTACIBHO B JBYX
pas3nuuHbIX QyHKIUAX. [Ipu 3TOM Kak 11 KJIETOK, TaK U JyIst CyOCTpaToB C
OPOAYKTaMU HMEIOTCS CBOM aHAJNOTU OO0paOOTYMKOB TMPOTOKA H
MacCUBHOTO TpaHcnopTa/muddy3un, B TO BpeMs Kak o00padOTUMK

XEMOTaKCHCa IPUMCHACTCA TOJIBKO K KJIICTKaM MUKPOOPTaHU3MOB.

2.4.2 T1oTOK BBIYUCTICHUS
HecMoTtpst Ha To, uto pemérka Toueunbix cpen «['OK 3D» crpoutcs Ha 6aze
kinaccoB u3 0D sypa, B MOTOK BBIYHMCICHUH MPHIUIOCH BHECTH HEKOTOPHIC

usmeHenus (Puc. 2.7).
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I = Y F- ) i N i’ - P
A e (lrl:luummno CexkpeumMa MpoTok B MyTaums unu
CYOCTPATOR MMCAEHHOCTH MeTaGonuim E>cymnpamu B OKpyRarouLeh FopuIoHTansHsiR
| MOMY AL HA cpeny cpene nepeHoc
\

& g 4 A oy S oy A A X

fa > Y e ™ T ™ A : (" ™
M3mMeHeH e Cekpeunn MyTauma unu |
B) Mornowenne > YMCNEHHOCTH MeTaGonmnam cyGeTpaton B [>ropu:uu-mnwua MNepepacnpepenetie
EYOCTRATOR NoONYNALWA cpeny nepeHoe KNIETOK W BELECTE
e A b d L A L A b L vy
x 1/AV
XN

Puc. 2.7. A) Tlorok Beruucnenuit «I'9K 2.0»; b) Ilotok Beruncnenuit «I" 9K

3D». N — konnuecTBO stueek, AV — nmapamerp ydéra BI3KOCTH CPEIbI.

[Torok Beruncienun «I'OK 2.0» coctaBun cranmaptHyto urepanuto ['OK 3D
(BeLIENIEHO 3€NEHOM pamkol Ha Puc. 2.7) 3a HCKJIIOYEHHEM IPOTOKA, KOTOPHIM
Ternepb oOpabaTbiBaeTCs BMECTE C APYrMMHU (pakTopamu MepepacupeneseHus
KJIETOK M BeulecTB. lIpu 3TOM cHauana s KaXIOW M3 SYEEK PACCUMTBIBAETCS
CTaHJapTHas  WTepalus, a I[OTOM  OTAEIbHBIM  IIAarOM  MPUMEHSETCS

nepepacrpeaesieHue.

Uteparun ['DOK u3HavanbHO OBUTM CHHXPOHHM3UPOBAHBI C Pa3MHOKEHUEM
MUKpOoOpranu3MoB. O1HaKo ¢ 100aBJIEHUEM MPOCTPAHCTBEHHOIO paclpeiesieHus B
XO0JIe TeX e HUTepaluii OOCUMTHIBAIOTCS MPOIECCHl TPAHCIOPTAa W MHTPAIIHU.
CoOTBETCTBEHHO, BapbUpys KOJUYECTBO SUYEEK MPU COXPAHEHHUU 00BEMA, MOKHO
Ha0JII01aTh, YTO MU O0JIbIIEM KOJIMYECTBE SYEEK MPOJABIKEHUE KIETOK U BEILIECTB
MPOUCXOAUT MEJJICHHEE, YTO COOTBETCTBYET CpelaM C OOJbIel Bs3KocThio. Jliis
TOTO, 4TOOBI U30€kaTh ITOTO h(PekTa ObLT BBEIEH MapameTp yuérta Ba3koctu (AV
Ha Puc. 2.7), KOTOpBII MOKa3bIBAET CKOJIBKO pa3 MPOUCXOAUT MepepacipeeseHre
U CTaHJIapTHas UTepanus 0€3 N3MEHEHHUs YHCISHHOCTH TOMYJISIIIAA Ha OJWH BBI30B
oOpaboTunka pazMHOKeHUs. TakuM 00pa3oM, YTOOBI CHU3UTH BI3KOCTh CPEIIbI IPU
COXpPaHEHUH YHUCIIA TIEEK, Hy)KHO 00CUMTHIBATH MPOIIECCH MUTPALIMU U TPAHCIIOPTA

B HCCKOJIBKO pas3 4yalic, 4€M pa3MHOIKCHHUC.
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3. MoaenupoBaHue 3BOJIOIUNA CUCTEMBI «OTPABUTENIb-)KEPTBA» B
IIPOCTPAHCTBEHHO-PACIIPENCIEHHON CPEae
3.1. DBomrouus MOMyJSIIUN «OTPABUTENS» U <GKEPTBBI» B Cpeje THUIIA

«pPEKa» C BBIPAXKEHHBIMU CYOCTPATHBIMU I'PaJIMEHTaMU

C nomoipio onucaHHOW Bbille MeToauku B mnporpamme ['DK 3D Obuio
UCCIIEIOBAaHO HW3MEHEHHWE TEeHETUYECKOro pa3HooOpa3usi MOMyNSAIUA MOACIU
«OtpaBurenb-xeptBay (Puc. 3.1) B mporskénnoit omHomepHoit (1D) cpeme co
ckBO3HbIM mnpoTokoMm (Puc. 3.2). bynem HaswsBath 310 Mozensto OXKI.
baktepuanbHoe cO00IIeCTBO MPEICTABIAIO COOOM IBE MOMYJISAIINMU — OTPABUTENIH U
KepTBBL. [IpOyKT KU3HENEATETLHOCTH OTPABUTENS] MHTHUOMPOBAI POCT KIIETOK
MOMYJISIIIUY KEPTBBI, MPOAYKT KOTOPHIX, B CBOIO OUEPE/Ib, AKTUBUPOBAJ POCT KIETOK
nonyJsiiuu orpaBurens. [lpu sTom 06e monysuuu MOTPeOIsUIM MONaAAr0INi 13
BHEIIIHETO HCTOYHMKA B CHUCTeMy Hecnenuduueckuii cyOcTpar, KOTOPBIU
MCIIOJB3YETCSl Ha HYXKJIBl pOoCcTa MOonyiasiuuii. B 3Toit Monienu (M B MOCIEAYIONIUX )
OBLITM TPOM3BEACHBI pacuy€Thl MpH pa3sHoM KosmuecTBe sueek (oT 10 mo 1000 c
Jorapu(PMUUYECKUM I1aroM), U KAYECTBEHHO XapaKTep Pe3yIbTaTOB MOJICTUPOBAHUS
COXpaHsJICs, MMOATOMY B JaJIbHEHIIIEM, HE Tepsst OOIHOCTH, OyaeM B 9TOM paboTe

TOBOPUTH O 10-S4eeUYHBIX CHUCTEMAX.

Puc. 3.1. I'pad Tpoduueckux OTHOLIEHUH B COOOIIECTBE B MOJEIU

«OtpaBuTtenb-xepTBa». P1 — nomynsauus oTpaButens, P2 — nomymsiust xepTBbl, S1
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— TMPOIYKT J>KEpPTBBI, S2 — TOKCWH, BBIAENsAeMbId oTpaBuTenem, N1 —

Hecrnenupuaeckuii cyocTpar, MoCTyMaroNuil B CUCTEMY.

f=002 1 2 © 10

Puc. 3.2. Cxema mnpoCTpaHCTBEHHOM OpraHU3allMd CUCTEMBI B MOJEIU
«OTpaBUTENB-KEPTBA» CO CKBO3HBIM MPOTOKOM («pEKa», MPOTOYHBIE BOJOEMBI.
OX1). XKéntple KpyX KU HM300pakaroT HecneludHuuecKuii cyocTpar, 3en€Hbie U
dbuoneroBbie — cnenuduyeckue cyocTparbl. KpacHble U CHUHUE KPYXKH CO
KTYTUKAMU ~ M300pakarOT  KJIETOK  TIOMYJSIUN  OTPaBUTENISI W KEPTBBI
COOTBETCTBEHHO. KileTkn M BemiecTBa WM3HA4YalbHO PaCHpENEiIeHbl PAaBHOMEPHO.
Yepe3 cucteMy JEUCTBYET CKBO3HOM MPOTOK ¢ MHTeHCUBHOCTHIO 0.02, T.e. 2%

KJICTOK U BCIICCTB HA K&)I(I[Oﬁ HUTCpal YHOCUTCA BMCCTC C ITIPOTOKOM.

beinm paccMoTpeH citydaid, Kora Ijisi OTPaBUTENS W JJIs JKEPTBBI OBLI 3a/1aH
CIENYIOIUNA TeHETHYECKU MOIMMOp(U3M: KIIETKH TMOMYJAIHNH XEPTBHI ObLIN
noJIMMOPGHBI TI0 TPU3HAKY UYBCTBHTEJIBHOCTH K WHTHOUTOPY, a KICTKU
OTpaBHUTENA C pa3HOW O(OPEKTUBHOCTHIO YTUIUZUPOBATU TIPOIYKT KEPTBHI.
[TockoJbKy MpU MOJETUPOBAHUM HE YUUTHIBAJIACh MyTallMOHHAs U3MEHYUBOCTb,
YaCTOThl ajUieJied B MOMYJISIIUSIX MEHSJIUCh HMCKIIOUUTENIBHO 3a CYET pa3HUIIbI

PUPOCTA YUCIEHHOCTH, HA KOTOPYIO BJIMSUI TOT WJIM UHOM aJljIeNb.
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2.2e02

2.5e028
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Puc. 3.3. 3aBUCUMOCTb CTallMOHAPHBIX 3HAYCHUIN YUCIICHHOCTEHN MOMyIsAniA (B
KJIETKAaX) OTPaBUTEINS (CBEPXY) U JKEPTBHI (CHU3Y) B MOJIEIM YUCTON KYJIBTYPHI C

OydepuzoBaHHBIM crielU(PUIECKUM CyOCTPATOM MM TOKCHHOM COOTBETCTBEHHO.

Ha pwuc. 3.3 mpencraBieHa 3aBUCHMOCTh CTAIlMOHAPHBIX 3HAYCHUU
YUCJIICHHOCTEH MOMYJIAINN OTPABUTENSI U JKEPTBBI B MOJIENIM YUCTON KYJIBTYPHI C
Oydepu3oBaHHBIM CcHEIUDUUECKUM CYOCTpPaTOM WJIM TOKCMHOM COOTBETCTBEHHO.
Pa3max 4mMCIIOBBIX 3HaUEHUI MapaMeTpOB, OMUCHIBAIOIINX AJUICIbHBIC BapUAHTHI,
no00paH TakuM 00pa3oM, YTOOBI TaHHBIE CTAIMOHAPHI OTINYAIUCH IPUMEPHO B
nBa pasa (1.987 nnsa orpaBurens u 2.164 nns sxeptBbl). C conepxaTeNbHOU TOUKU
3peHUs aJUIeNbHBIE 3HAYCHHsI OMHUCHIBAIOT MEpeMEHHbIe Kod(hUuImeHTsl gc; npu

BBIPAKEHUSIX, ONpenesstomux 3pPpexKTuBHOCTh yTHIM3anuu cyocrpara (yp. 3.1), u
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OTpaXaroT MPUPOCT MOMYJALMH 32 HOpMY MOTpeOieHus cyocrtpara. B ciyuae
TOKCHHA MPU pacy€Te NpUpOCcTa MOMYJISIUN JaHHBIN YieH UJIET ¢ OTPUIATEIbHBIM
3HaKoM. OnucaHue JaHHBIX MapaMeTPOB MPEICTABICHO B IPHIIOKEHUH 4.

_ 9% (yp. 3.1)
CCONS_ss

rae ¢; — 3pPEeKTUBHOCTDh YTUIIU3AMH 1-TO CIEUPUISCKOTO cyOcTpara, gc; —
U3MCHAIOIIAsACA 4YacTh C;, OMpeneiseMas allelisIMA TeHa YTWIM3AIUH 1-TO

cnenuduyeckoro cyocrpara, CCOns_ss — HOpMa MoTpeOICHUS.

N3 momynsimMoHHOM KapTHUHBI cooOIecTBa, IpeacTaBieHHoM Ha Puc. 3.4,
BUJIHO, YTO MOCJIE HEOOJIBIIIOTO MEPUOJIa KOJIeOaHN YUCIIEHHOCTH KEPTBBI U pOCTa

YUCJIEHHOCTU OTPABUTEIIS YUCICHHOCTH 00€UX NOMYJISUUNA CTaOUIN3UPYIOTCS.

O6wuit 06vEM

1.00E+08
8.00E+07

6.00E+07

4.00E+07

YucneHHoOCTb

2.00E+07

0.00E+00
0 50 100 150 200 250 300

MNoKoneHua

——OrTpasuten ——HKepTBa

Puc. 3.4. TlomymsmuonHas AuHaAMUKa B 00meM o0BEME B MOIETH

«OTpaBUTENb-KEPTBA» C reHeTHYeCKUM moumopduzmom (OXK1).

[Tpuuém Ha ypoBHE CUTyalluu B OTACIbHBIX suciikax (Puc. 3.5) BumHO, 4TO
yxke ciycTs 250 MOKOJICHUH KJIETKH KE€PTBbI BBIKUIIM JIUIb B 1-0i1 U 2-0i1 Auenkax,

a OTpaBUTCIIb Ha6n}oz[aeTc>1 BO BCEX SYCHKAX CUCTEMBI.
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Puc. 3.5. [lonynsmuonnas quHamuka >kepTBsl (A) u otpaBurens (b) B Mogenu
«OtpaBuTenb-xepTBay ¢ reHeTunueckuM nomumopgpusmom (OXK1). PazubiM iBeToM

ITOKa3aHbl YHUCJICHHOCTHU HOHYHHHI/Iﬁ B Pa3HbIX sTYeKax.

[TomoGHOE pacrmpeneneHne KIETOK Pa3IUYHBIX MOMyJANHA MO suerlKam
CHUCTEMbI TPOUCXOJUT MOTOMY, YTO KIJIETKH KEPTBbl MOTYT YepHaTh 3HEPTHIO,
TOJILKO TepepabaTbiBasi Hecnenupuyeckuii cyOcTpar, KOTOPBIA JIOKAJIU30BaH B
JIOCTATOYHOM KOJIMYECTBE JIUIITH BOJIM3M UCTOUHHMKA HECTIEU(PUIECKOro cyOcTpaTa.

B T0 xe BpEMA KICTKU OTPABUTCIIA MOI'YT YHaCTHYHO KOMIICHCHPOBATHL HCXBATKY
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Hecnienuueckoro cybcrpata 3a CcU€T MPOAYKTa JKepTBBI Sl1, KOTOPBIN,

MOJIXBATHIBAACH IPOTOKOM, PACIIPOCTPAHSAETCS MO BCEH CUCTEME.

brina mpousBeneHa orieHKa, Kakue TEHIACHIIMA TPH STOM HAOIIOJAIOTCS B
U3MEHEHUU TEeHETUYECKOro pa3HooOpasusi MOMyJsIuil naHHOW cuctemsl. U3
npejcTaBicHHbIX auarpamM (Puc. 3.6) BuaHO, 4TO ajanTuBHBIC awienu (T.e. B
CIIy4ae ¢ KEPTBOW — 3TO KOHCTAHTHI YYBCTBUTEIIPHOCTH K HHTHOUTOPY, a B CiIydae
oTpaBuTeNs — 3(PQPEKTUBHOCTH YTHIMU3AIMU MPOAYKTa >KEPTBHI) CO BpPEMEHEM
IIOJJHOCTBHIO 3aMEIIAalT MEHee aaanTuBHbele auienud. Ilpuuém B sgyenkax,
PaCIOJIOKEHHBIX JTaJIbIIe OT UCTOYHUKA Hecrenuduaeckoro cyocTpara (CM. STYCHKY
10 Ha puc. 3.6), reHeTHUECKOE pa3HOOOpa3re B MOMYJISIIUN XKEPTBBI IMajacT ObICTpee
Y, HAI[POTHB, B BUY HU3KOH KOHKYPEHIIUU JIOJIBIIE COXPAHAETCS MOTUMOphHU3M y
orpaButens (Tadimna 3.1). OOpaTHas cuTyalus HaOJIIOJaeTCs B sTUCHKax OJU3KUX

K HCTOYHUKY Hecrenuduueckoro cyocrpara (cM. ssueiky 1 Ha puc. 3.6).
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Puc. 3.6. /IuHamMuka 4yacToT ajuieieil MOmyJsuuid OTPaBUTENS U KEPTBHI B

sueiikax 1 u 10 B Mmonenu «OTpaBUTENb-KEPTBa» C FTEHETUYECKUM MTOJTUMOPPU3MOM

_g KJIeTOK
(OX1). LIBeT COOTBETCTBYET aIenbHOMYy 3HaueHuIo (x10° ——— nns oTpasurens
MOJIEKYJI
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1 .5 KJIeTOK o
u X /7 10 — JId }KCpTBLI). ]_HI/IpI/IHa IOBCTHOU ITOJIOCHI COOTBCTCTByeT a0JIe
MOJIEKYJI

HCKOTOPOro ajljyiCjid B IIOITYJIAAUHA.

Tabnuna 3.1. Bpems BeITeCHEHHS aAalTUBHBIM aJlJIeJIeM BCEX OCTaJbHBIX (B
TTOKOJICHHSIX ) JIJIS TIOMYJISIIIAA OTPABUTEIIS M )KEPTBBI B PA3HBIX STYCHKAX TSI MOJICITH
«OtpaBuTenb-xepTBay ¢ reHerudeckuM nonumopdusmom (OX1). beuio
MIPOBEJICHO CTO BBIUMCIUTEIBHBIX SKCIEPUMEHTOB, B XOJ€ KOTOPHIX HayalbHOE
pacnpeneseHue ajuieJed BapbUpOBANO TaK, YTO HadajbHAas YacToTa Ka)J0ro
aljieNis B NOMYJISALHMM Jiekajia B auamazoHe 5-15% (paccmarpuBaiioch Bcero 9
aJyieliel B pacrpeneiacHun). [IpuBeneHbl TOBEpUTEIbHBIC HHTEPBAJIBI I YPOBHS

noctoBepHOCTH 95%.

OTtpaBureib KeprBa
Bpewms norepu Bpems norepu

TF€HETUYECKOT O TE€HETUYECKOTO
pazHoo0Opasus pazHoo0Opa3us
(BBITECHEHHUSI BCEX (BBITECHEHHUSI  BCEX
HeaJanTUBHBIX HeaJanTHUBHBIX
ajienei), ajienei),
IOKOJICHHE IIOKOJICHHE

HAueiika 1 550 +2.8 HAdeiika 1 89+0.2

Hueiika 2 551+2.8 HAdeiika 2 81+0.3

Auyeiika 5 561+29 Augeiika S 104 +0.3

Aueiika 8 574 +3.2 HAueiika 8 19+0

Hueiika 10 582+29 Hueiika 10 19+0

Opnako Ommke K HEHTPY cucteMbl (5 sueiika B Tabmuie 3.1) y >kepTBbI
HaOJIOIAJIOCh YBEIMUYCHUE BPEMEHH COXPAHEHHS TEHETHUYECKOTO pasHOOOpa3us —
aJanTUBHBIA ajuienb 3adukcupoBajics Tojbko Ha 104 £ 0.3 mokosieHHH. DTO

CBSI3aHO C TE€M, YTO MPOTOK MPUHOCUI B 3Ty SUYEHKY CyONOMyISILIUY MUTPAHTOB U3
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Hadajla CHCTEMbI, TI'AC COXPaHACTCA OTHOCHUTCIIbHO BBICOKOC TI'CHCTHYCCKOC

pazHooOpaswue.

Takum 00pa3om, MPOCTPAHCTBEHHAS JIOKATU3AIMS KJIETOK OPTaHU3MOB MOXKET
BIIUSATH Ha CKOPOCTH 3BOJIIOIHH TOMYJISINN: B 3aBUCUMOCTH OT TIOJIOKEHUS KIIETOK
10 OTHOILIEHUIO K UCTOYHUKY HeCTIeM(PUIECKOTo cyOcTpara Habmo1aeTcs pa3Has
CKOPOCTh 3BOJIONWN y TIOMYJISIIMI OTPaBUTENS M JKEPTBHI. bike K MCTOYHUKY
Hecnienuduueckoro cyodcTpaTa OTpaBUTEIM SBOJIOIUOHUPYIOT OBICTpee, YeM
KEPTBBI, © HA0OOPOT, YEM Jajbllle OT UCTOUYHHUKA Hecnenuduueckoro cyocTpara,
TeM OBICTpee JKEPTBBI TEPSAIOT T€HETHUECKOE pa3HooOpasue, 4To 00yCIOBINBACTCS

Pa3HON MHTEHCUBHOCTBHIO OTOOpA B Pa3HbIX YACTSAX MPOCTPAHCTBA.

3.2. DBoIOUMs MOMYJISIIIUN «OTPABUTEIS» U <GKEPTBBD B Cpelie THUIMaA

«O3C¢pO» C HCOAHOPOAHBIM HAYAJIbHBIM PACIIPCACIICHUCM TOKCHUHA

Jlanee ObLTO MPOBEACHO MCCIEIOBAHUE BIUSHUA HEOJIHOPOIHOCTH CpEIbl U
aKTUBHOTI'O MEPEMEINICHUS KJIETOK Ha JUHAMUKY cucTeMbl «OTpaBuTenb-KepTBay ¢
«IEPICHIUKY/ISIPHBIM» TPOTOKOM, OTHOCHUTEIIbHO rpaaueHTa TokcuHa (Puc. 3.7).

Bynem HazbiBaTh 3TO0 MOJEBI0 OXK2.

f=0.02

i 2 s 10

Puc. 3.7. Cxema TpPOCTPAaHCTBEHHOH OpraHM3allMd  CHCTEMBI  C
«TEPIIECHTUKYIISIPHBIMY TPOTOKOM («03epoy, crosture Bogoémbl. OXK2). OtpaButens

U JKEepTBa paclpeesieHbl paBHOMEpPHO. 3aJaH YOBIBAIOIIMN TpaJMeHT TOKCHHA.
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[IpoTOK MPUHOCUT BO BCE AUEUKHU HECTIELIMPUUECKUI CyOCTpaT 1 HE epeMelInBaeT

BEILIECTBA U KIIETKU MEXKY siueiikamu. MHTeHCUBHOCTD npoToka paBHa 0.02.

[TockonpKy aganTHUBHBIE MHUTpAIMM OKAa3bIBAIOT peEIIalollee BIHUSHHUE Ha
pe3yibTaT aHTaroHW3Ma MeEXIy BHJaMH, ObUla TaKXKe paccMOTpeHa cHucTeMa
HNOJBM)KHBIX ~MHUKPOOPTaHM3MOB, B KOTOPOW KIJIETKM O00euxX MOmyJIsIIuii
MUTPUPOBAJTIN B CTOPOHY Y€K C OOJBIICH KOHIICHTpAIEe TUTATEIbHBIX BEIIECTB,
HO KJIETKU JKEPTB MpHU BbIOOpe OoJiee OIAronpusATHBIX YCIOBUN Takxke n30eranu
BBICOKOM KOHLIEHTpAlMM TOKCHHA. TakuM o00pazoMm, ObUIO M3y4eHO BIIMSHUE
XeMoTakcuca Ha naHHyio cuctemy. Ha Puc. 3.8 mpencraBieHsl pe3ynbTaThl
BBIUMCIIMTENILHOTO SKCIIEpUMEHTa 06e3 xemoTtakcuca. [lociae HenpogomKUTEILHOTO

Imepuoaa KoJIcOaHuI IMOIIYJIALMMOHHBIC TUHAMWKHU BBIXOIAT Ha CTallMOHAP.

a] Heptsa Otpasutenb

......

—fiveiika 1 ——fuedka 1

—fueiika 2
fueiina 3

—— Aueiina 2

Aueiina 4

Aueiina 4
——fueika 5
fueiina 6
fueiika 7

—fiueiika 5
fAueiira 6
fueiika 7

YucaeHHoCTh

——fueiika 8

—— Aueiina 8

Aueiina 9 1000000 Auefina 9

Aueiika 10 fueiika 10

o] 50 100 150 200 250 300 o 50 100 150 200 250 300
MokoneHua MokoneHuna

B) Heptea r) 06wmit 06bEM

—fiveiika 1

—— Aueiina 2

Aueiina 4

YucneHHocTs

—fiueiika 5
fAueiira 6
fueiika 7

YucaeHHoCTh

—— Aueiina 8

fueiina 9 o 50 100 150 200 250 300

Auediva 10
MokoneHua

MokoneHHa ——OTpaeutens ——HepTtEa

Puc. 3.8. I'paduku yncneHHOCTEN MOMYJISAINIA KEPTBBI (CIIEBA) U OTPABUTEIS
(cipaBa) B pa3HBIX suelKax M B 0o0meM o0bEMe (cirydait 6e3 XxemoTakcuca) JJis
mozaenu OX2 6e3 renernyeckoro noauMopdusma. B pa3Hbix siueiikax kosieOaHus
YUCJICHHOCTA  JKEPTBBI  Pa3IMYHBl  W3-32  HEOJHOPOJHOTO  HAYAJIBHOTO
pacrpeesieHrs TOKCHHA. UMCIIEHHOCTh OTPaBUTENICH B Pa3IMYHBIX SYEHKaX MOYTH

HC OTJIMYacCTCA.

KapTI/IHa pPa3sUTCIbHO MCHACTCA B ClIydac, CCJIM KIICTKH OKa3bIBAIOTCsA

CIIOCOOHBI aKTHUBHO MEPEMENIATHCS B CTOPOHY sUeeK ¢ Oosiee 0IaronpusTHEIMHE IS
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HUX YCJIOBHUSIMHU, YCTAHOBUB JIOJIIO CYyOMOMYJISIIMKA aKTUBHBIX MUTPAHTOB, PaBHYIO

0.1. Pesymprarel MoaenupoBanus npeactasiensl Ha Puc. 3.9 u Puc. 3.10.

HepTBa
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10000000
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0

[
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Pt
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£
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Aueika 5
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Aueiina

YucneHHoCTb

Aueiina

(7= = IS A = ]

Aueiina

Aueiiva 10

] 50 100 150 200 250 300
MNokoneHWAa

OTpaBuTenb

BOOO00D

[

Auekka
TO00000

Pt

Auekka
6000000

[*5]

Aueina

£

5000000 RAueiira

Aueiika 5

4000000
Aueiina

3000000 Aueiia

YucneHHocTb

2000000 Aueika

7= = T I = ]

Aueiina

1000000

Aueiiva 10

0
o 50 100 150 200 250 300

MokoneHua

Puc. 3.9. I'paduku yncieHHOCTEH MOMYJSALNNA KEPTBBI (CBEPXY) U OTPABUTEIIS
(cHM3y) B pa3HbIX fYeiikax W B oOuieM oObEéMe (ciaydail ¢ XeMOTaKCHCOM) JJis

monenu OXK2 6e3 reneTrndeckoro noaumMopdusma.
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O6bwunit 06BvEM
4.00E+08
3.00E+08

2.00E+08

1.00E+08

YucneHHoOCTb

0.00E+00
0 50 100 150 200 250 300

NMokoneHuna

—OrTpasutenn —— XepTtBa

Puc. 3.10. I'paduku umcieHHOCTEH MOMYJISAIUI KEPTBBI M OTpPaBUTENA B
oOmiem o0béMe (cimyuaid ¢ xemoTakcucoMm) st Moaenn OXK2 6e3 reHeTuuecKoro

nojuMopdusma.

Hanuune rpagueHTta TOKCMHA Y TOABHXHOCTH KIETOK MPUBOAAT K
BO3HUKHOBEHUIO JIOKAJIbHBIX KOJICOAHUN UYHUCICHHOCTEW TMOMyJSIUiA, YTO

CKa3bIBACTCA HC TOJIBKO Ha JTMHAMHUKC OTACIIBHBIX J4YCCK, HO 1 Ha CUCTCMC B LICJIOM

(Puc. 3.10).

N3yuenne Mojiesnelt TaHHOTO TUIIA TIPU PA3IMUHBIX YCIOBHUAX CPEJIbI MOKA3AIO,
YTO HAJIMYME HEOJHOPOIHOTO pacrpeiesieHus cyocTtpaTtoB (Oyab TO BCIEICTBUE
M3HAYaJIbHO 33/IaHHOM HEOAHOPOJHOCTH WIIM TOCTOSIHHO BOCIPOU3BOMSIICICS
BclieicTBUE AU Py3un) MPU BO3MOKHOCTH XEMOTAKCUUECKOTO JIBYKEHUSI KIIETOK
CO3Ja€T COBEPUICHHO HOBYIO JMHAMUKY B CHCTEME — CTPEMIJICHHE KJIETOK
MUKPOOPTaHU3MOB K JIYYIIUM YCJOBUSIM Cpelbl OOUTAHUS MPUBOJUT K
BO3HUKHOBEHHIO JIOKAJIBHBIX KoJicOanuii ux unciaeHHoctu (Puc. 3.9). B nmuteparype
OoTMeuYaeTcs TMoJ0o0HOE TIOBEACHUE IS OIPEACIIEHHBIX aHTarOHUCTUYECKUX
mrrammoB E. coli B maboparopubix ycinosusx (Kerr, Riley, Feldman, & Bohannan,
2002).

B0O3MOXXHOCTP BO3HMKHOBEHMSI Ha JIOKQJIBHOM YPOBHE HEPEryJIspHOU
MOMYJISAMMOHHOM JWHAMUKU IIPU HAJIWYMM HEOJHOPOJHOCTH M XEMOTaKCHCA

06pau1aeT BHUMAaHUC Ha COOTBCTCTBYIOIICC HU3MCHCHUC T'€HCTHYECCKOI'O
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pasHooOpasus. [lns Oosee JeTaabHOrO MCCIEAOBaHUS 3TOr0 BOIpoca Obuia
paccMoTtpena mozens OX2 c¢ renernueckum nomumopduszmom. Ha Puc. 3.11

NpCACTaBJICHA IIOIYJIOUMOHHAA JHHAMHUKA I[aHHOﬁ CHUCTEMbI IIO0 OTACIbHBIM

STYCHKaM.
a) OTpasutens
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Auelika & ——fAvyeka 7 ——fAueka8 —HfAueiika9 ——fAueitka 10

Puc. 3.11. UncneHHOCTH MOMYJIALMNA OTPABUTEINS U JKEPTBBI MO SYEHKaM IS
Mozenn «OTpaBUTEIb-KEPTBA» C TEHETUUYECKUM MoauMopdu3zMoM B 10-sdyeeqHoi
cpene ¢ MEepINeHIUKYISPHBIM MpOoTOKoM U auddysueir. KineTkn Morim akTUBHO

nepeMemaTbCAa MOCPCACTBOM XEMOTAKCHCA.
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HeiictBue nuddy3un NpUBOIUT K BOSHUKHOBEHHUIO HEOJAHOPOJIHOCTH, YTO B

CyMMe€ CO CIIOCOOHOCTBIO KJIETOK K aKTHBHOMY TIEPEMEIICHHUIO JIOKATHHO CO31aéT

HEPETYJSIPHYIO JUHAMUKY. JIMHaMuKa M3MEHEHHsI YacTOT aJUIesie Ipe/cTaBlieHa

Ha Puc. 3.12 u Puc. 3.13.
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Puc. 3.12. Jlunamuka 9acToT ajuiefieil MOMyJSII OTPAaBUTENS U KEPTBHI B

sueiikax 1 wm 3 a1 MOACIIN ((OTpaBHTeJTB-)KepTBa)) C TICHCTHYCCKHM

nomumopdusmMoM B 10-syeeuHoil cpene ¢ MEPIEHIUKYISAPHBIM MPOTOKOM U

muddysueit. Cucrema cuMMETpUYHA, MOdTOMY B suedikax 10 m 8 aHamoruunas

TMHAMHKA.
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Puc. 3.13. Jlunamuka 9acToOT ajuielieil MOMyJSIHUI OTPAaBUTENS U KEPTBHI B
aueiikax S5 wu 7 jmua  Moaenmn «OTpaBUTENb-)KEPTBa» C TIE€HETUYECKUM
nomumMoppusmMoM B 10-syeeuHoil cpene ¢ NEPHIEHIUKYJISAPHBIM IPOTOKOM U

muddysueit. Cuctema CMMMETpPUYHA, TIOITOMY B siueiike 4 aHAJIOTMYHAs JUHAMUKA.

N3 pucynkoB 3.12 m 3.13 BuAHO, YTO Ha TEHETHYECKOM YpOBHE 3a
WCKITFOUEHUEM 3-eii 1 8-0M SUeHKH, Tie KoJIcOaHHs YHCICHHOCTH KEPTBBI B HaUaJIe
OBLTM 0COOCHHO CUJIBbHBI, HUIKAKUX OCHWJUISIUNA He HaOmogaeTcsa. TakuM oOpasom,
pe3yibTaThl MOACIUPOBAHUS TIOKA3BIBAIOT, YTO HAJUYHE XEMOTAKCHUCA CIOCOOHO
CO3/1aBaTh HEPETyJspHbIE OCHWUISAIMU YHCJICHHOCTEH B OTIEIBHBIX sSUYEHKaX,
OJIHAKO HA TEHETHMYECKOM YPOBHE COXPAHSIETCS YCTOWYHMBBIA TPEHA W3MCHCHHS
yacToT ajeneit. CucreMa B 11eJI0M CTAaHOBHUTCS 00Jiee YCTOMYMBOM MPU COXPAHCHUH
KOJIcOaHMI Ha JJOKAJIBHOM YPOBHE, YTO MOKHO HHTEPIIPETUPOBATH KaK MOBBIIICHNE

T'HOKOCTH TaKOW CUCTEMBEL.

3.3. 3akiro4eHue K riase 3
B nannotii rnase Obuia paccMoTpena mozens MC tuna «OTpaBUTEIb-KEePTBaY,
HBOJIFOLIMOHUPYIOLIETO B CpeAax C Pa3IM4HbIMU PEXUMAMHU MOJAYH MUTATEIBHOTO

cyOcTtpaTa. bblu n3yueHbl MONyJISIUOHHAs IMHAMUKA U AMHAMUKA YacTOT ajuiesien
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B MOJEIAX C pa3IMYHBIMM CpeJaMd M HAuyaJbHBIM  MOJIUMOpP(PHU3MOM
YYBCTBUTEJIBHOCTU K TOKCUHY M 3(dexkTuBHOCTH yTHim3anuu. [lokazaHo, 4ro B
cpelmax, XapaKTepHU3yeMbIX BBIPAKEHHBIM TPATUCHTOM  HECICIH(PUIECKOTO
cyOcTpaTa M CKBO3HBIM IMPOTOKOM («peKay), CKOPOCTh (UKCAIMU aJalTUBHBIX
aJIesIel «OTPABHUTEIISD M <«OKEPTBBD) Pa3INvacTCs B Pa3HBIX YaCTIX MIPOCTPAHCTBA B
COOTBETCTBHUH C MHTEHCHUBHOCTBHIO 0TOOPA, IEUCTBYIOIIEr0 Ha monmyJ siuuu. Hannuue
NOMYJISIIANA JKEPTBbI, 0€3yCIOBHO HEOOXOAMMOE IJisl JKU3HEACSITEIbHOCTU BCETO
coobmectBa B 0D-cpeme (cpema ¢ TMOTHBIM TEPEMEIIMBAHUEM), HE SIBISICTCS
TaKOBBIM JIJII BCEX PErMOHOB MPOCTPAHCTBEHHO-PACIPEACIIEHHOIO COO0O0IEecTBa
naxe B ciaydae 1D-cpenpl. Takum 00pa3om, HaJIMuuUe KEPTB-NMPOU3BOJIUTEIICH
cyOcTpaTa HEOOXOIMMO TOJIHKO B HEKOTOPBIX paiiOHAX MPOCTPAHCTBA, MTOCKOIBKY B
JTaabHEHIIEM 3TOT CyOCcTpaT MOKET TPAHCIIOPTUPOBATHCA B JIpyrue panoHbl. Tem
cCaMbIM TIOKa3aHO, YTO MPOCTPAHCTBEHHAS HEOTHOPOJAHOCTH B MPOKAPHOTHICCKUX
coo0ImiecTBax MOXXET 0O0yciaBiIMBaTh OOJBIIYI0O BapUATUBHOCTH B CKOPOCTHU
MPOTEKAHUS IBOJIOIMOHHBIX MPOIIECCOB. Takke MOKa3aHo, YTO B HEOJIHOPOIHBIX
Cpenax ¢ «IMepreHINKYISIPHBIMY ITPOTOKOM («03€p0»), HECMOTPS Ha BBI3BIBAEMYIO
XEMOTAKCUCOM HEPETYJISAPHOCTh JIOKATBHOW MOMYJISIIITUOHHOW TWHAMUKH, TPEH]I

W3MEHEHHUS 4aCcTOT ajljIeyicH B OcIoM OCTaETCs YCTOIZQHBBIM.
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4. MopaenupoBaHu€ TPEHAOB  YCIOXKHEHUS W YIPOILICHUS
MeTaboJIn3Ma MPOKAPUOT B MPOCTPAHCTBEHHO-TETEPOTCHHBIX

MECTOOOUTAHUIX

M3BeCcTHO, YTO CYINECTBYIOT JBa MPOTHUBOIMOJIOXHBIX TPEHIA 3SBOJIIONN
reHoMa — Ha YIPOINECHHE U Ha YCIOKHEHUE, — KaKIbIH M3 KOTOPBIX OepET BepX B
TEX WU UHBIX YCIOBUAX. K SApKUM mpuMepaM yMIpoOIEeHHST OTHOCUTCS PEIYKIIHS
redoma y napasutoB (N. A. Moran, 2002), notepst TeHOB OakTepusiMu B in Vitro
cucremax (Mira, Ochman, & Moran, 2001), a Takke ONTUMH3AIUSA JJIMHB TEHOMA
npu cuaTpoduu (Kunin & Ouzounis, 2003; McCutcheon & Moran, 2011). C apyroii
CTOPOHBI, MPUOOPETEHUE TEeHOB yCTOMYMBOCTH K aHTuOmoTukam (Héndel,
Hoeksema, Freijo Mata, Brul, & Ter Kuile, 2016; Rodriguez-Martinez et al., 2006),
nproOpeTEeHNE IeHOB, CIIOCOOCTBYIOMINX BEIKUBAHUIO B OKCTPEMAIbHBIX YCIIOBHIX
(Nelson et al., 1999; Nesbo, L’Haridon, Stetter, & Doolittle, 2001), a Takxe
cuMOuorenes (BIUIOTh J0 cuMOMoreHeTHuyeckoi Teopuu 3Bomonuu) (Archibald,

2011; Margulis, 1970) npeacTaBisiFOT TEHACHIUIO K YCIOKHEHUIO TEHOMOB.

OmauM u3 (GakTOPOB BIHMAIOIMIUX HA JBOJIONUI0 OaKTEpUil SABIAIOTCS HUX
oOnuratHeie mapasutbel — OakTepuodaru. M3BecTHO, YTO OHU HE TOJBKO MOTYT
CI0cOOCTBOBATh TOPU3OHTAILHOMY MEPEHOCY TEHETHYECKOT0 MaTepHalia MEexXIy
KJICTKaMH, HO U ABJATHCS (hakTopoM ABrkyiinero oroopa (Hendrix, 2005; Koskella
& Brockhurst, 2014; Pride, Wassenaar, Ghose, & Blaser, 2006). ITepexitoucHue
MEXIYy JIM30TEHHBIM W JUTHYCCKUM PEKUMaMU MPUBOIUT K PA3IMYHBIM THIIAM
KO3BOJIIOIIMU B CHCTEMaX «OakTepuanbHoe coobiecTBo-har» (Gomez et al., 2014).
HccnenoBanus Ha ocHoBe MHAYKIMU npodara JIHK-noBpexmaronmmMu areHTaMu
MOKAa3bIBAIOT, YTO JIMTUYECKHE HWH(EKIuU O0Jee pacnpoCTpaHEHbl B OOraThIX
MUTATEILHBIMHA BEIIECTBAMH YCIIOBUSIX CPEJIbI, B TO BpeMs KaK JIU30TCHUS YaIle
BcTpevaercss B onurotpodubeix ycnmosusx (Paul, 2008). HegaBro Obuto mMOKa3aHo,
YTO JIN30TEHUS MOXKET OBITh YCITICIIHON CTpaTETHel TaKXKe U B TEX CIIydasiX, KOTaa

OaKTepuu pacTyT OBICTPO U UMEIOT OoJbIIyIO uncieHHocTh (Knowles et al., 2016).
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[lepexroueHre MKy JTU30T€HHBIM U TUTHYECKUM PEKUMaMH OBbLIIO OMHUCAHO
Ha HEOOJBIIOM YHCjIe Mojeiel xo3suH-(ar, Takux kak E. coli m Oakrepuodar
asimOaa (Ptashne, 1986), onnako dhakTopsl, onpeaensoniie XapakTep MpOTeKaAHMS
(daroBbix MHOEKIUA B CIOXKHBIX MHUKPOOHBIX COOOIIECTBAX, OCTAIOTCA CJ1abo

HN3YyUYCHHBIMU.

B mmreparype ommcaH psii XOPOIIO WM3YYEHHBIX MPUMEPOB KOIBOJIOIHUHA B
cucTeMax  «OakTepuallbHOE€  cOooOIIecTBO-(ar», BKIIOYAIOMIUX  IPU3HAKU
BUPYJICHTHOCTHU U PE3UCTEHTHOCTH. OTHUM M3 TAaKUX MIPUMEPOB, HAOTIOJAIOIINXCS
B OOTaThIX MUTATEIHHBIMUA BEIICCTBAMHU CpEeAax, SBISETCS «TOHKA BOOPYKCHHIN,
T.e. JBWXKYIIMA OTOOpP B CTOPOHY YBEJIWYEHUS BUpPYJIEHTHOoCcTH ¢ara u
pesuctenTHocTH Oaktepmii (Weitz, Hartman, & Levin, 2005). B Geanbix cpemax
UMEET MECTO Jpyras KOJBOJIOIMOHHAS TWHAMHKA, Ha3bIBaeMas KOJICOIFOIITMMCS
OTOOPOM: TMPOUCXOAAT KOJeOAHMUsSI YaCTOT TEHOTUIIOB CO CHEIUATU3UPOBAHHOM
PE3UCTEHTHOCTHI0O W BHPYJICHTHOCTHIO WM K€ KojeOaHWs B JHAlma3oHax
pesucteHTHOCTH U BUpyJaeHTHOCTH (GOomez et al., 2014). B paborax MaryiikuHa,
Ponnna m PaTtHepa Ha OCHOBE NMOCTPOEHHOW HMMH JETEPMUHUCTCKOM MOJIENIH
CHUCTEMBI BUPYJICHTHBIN (har-6akTepusi CAeNIaH BBIBOJ O JIOKAIBHON aallTUBHOCTH,
HO TJ00aJbHOM HEHANMPABICHHOCTH MPOUCXOJANIETO B TaKUX CHUCTEMax
KOYBOJIIOIIMOHHOTO TMPOIECcca, 3aTParuBaroIero pelenTopHbie 0K OakTepuu U
oenok amcoporuu 6akrepuodara (Ponun & Patuep, 1982). Ha moaenu mpoToyHoro
pesepByapa ¢ pa3MYHBIM YHCIOM Tap B3aUMHO CHEIU(UYHBIX MYTaHTHBIX
IITAMMOB-aHTarOHUCTOB ~ ObIJJa  MPOJACMOHCTPUPOBaHA pOJIb  MPOTOKa B
dbopmupoBaHu ToJMMOp(PHu3Ma Kak Hanbojee BEPOATHOTO COCTOSHUS CHUCTEMBI

BUPYJIEHTHBIN (ar-Oaktepus (MartymkuH, Ponun, & Pataep, 1986).

C napyrodi CTOpPOHBI, MPOCTPAHCTBEHHAs CTPYKTypa COOOIIECTBA TaKkKe
ABIIeTCs (haKTOPOM, BIHSIONIMM HAa TMHAMHUKY KOABOIOIUHU. B TO Bpems kak cpepl
C PaBHOMEPHBIM TEPEMENIMBAHUEM CIIOCOOCTBYIOT «TOHKE BOOPYXEHUN» 3a CUET
YBEIMYCHHS BEPOSTHOCTH BCTPEUM OAKTEPHAIBHBIX KJIETOK W (haroBBIX YACTHIL

(Gomez et al., 2014), cpenpl ¢ BbIpaKEHHBIMU IPOCTPAHCTBEHHBIMU IPATUCHTAMH
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KIICTOK, q)aFOBI:IX JaCTull U BEIICCTB IIOAACPKUBAIOT YCTOI‘/’I‘II/IBOG COO6HICCTBO 3a

CU€T CO3aaHUA Y6G>KI/IIH u CTa6I/IJII/ISaHI/II/I COBMCCTHOT'O CYIICCTBOBAHUS 6aKTepPII>'I u

daros (Schrag & Mittler, 1996).

HccnenoBanusi aHTarOHUCTHYECKUX OTHOIICHHH B KOAPBOJIOIUU XO35€B U
Napa3uTOB OOBIYHO KOHIICHTPUPYIOTCS Ha TPU3HAKAX BHUPYJICHTHOCTH H
pesucteHTHOCTH. OIHAKO KOABOJOIHUS MOXET 3aJCHCTBOBATh TAKIKE U JPYTUe
JIOKYCBHI B TeHOME X03siHa. HejaBHO ObLIO TIOKa3aHOo, YTO KOIBOJIOIUS OaKTepUi 1
JUTHYCCKUX (haroB HE TOJILKO TPUBOJUT K W3MCHCHHSIM B OTBETCTBEHHBIX 3a
PE3MCTEHTHOCTh JIOKyCaxX, HO ¥ OrpPaHWYMBACT MNPHOOpPETEHHE MYTaIlHi,
OJarompUATHBIX JJIs pOcTa B a0MOTHYECKOM cpene ooutanus (Scanlan et al., 2015).
TeM He MEHee MOCIIEACTBUS MTO00HOTO COBMECTHOTO CYIIECTBOBAHUS OAKTEpUil U
yYMEpEHHBIX ()aroB OCTAIOTCS HESICHBIMU. B CBsI3M ¢ 3TUM B paMKax JHCCepTaliu
OBLT HMCCIIEZIOBaH BOMPOC O TOM, KaK yMepeHHas (aroBas MH(EKIUs BIUSCT HA
NpUOOPETEHNE HOBBIX META00IMYECKUX (YHKIHMA KIEeTKaMH OaKTepuaJbHbIX

MO JISLUN.

HecmoTpss Ha BaXHOCTb OOMEHa TE€HETMYECKMM MAaTepUajoM, 3BOJIOLUS
MPOKApUOT MYTEM TOPU3OHTAJIBHOIO MEPEHOCAa F'EHETUYECKOr0 MaTephaia UMEET
P OrpaHMYEHUN: TEHbl HMMEIOT pPa3HYH MOOMJIBHOCTb, SK30T€HY HYKEH
ONTUMAJIbHBIA MPOMOTOP, YTOOBI paboTaTh, U DKOJOTUYECKHE B3aUMOCBS3U B
CUMOMOTPO(HOM  COOOIIECTBE KAHAJIM3ZUPYIOT MPOCTPAHCTBO  BO3MOKHOM
ABOJIIOLIMM, Ha 4YTO yka3biBan em€ 3aBap3uH (3aBap3un, 2006, 2009). Onnaxo,
KyHuH cuuTaeT rOpu30HTAIbHBIA MEPEHOC BaXKHEHIIMM (DAKTOpPOM B SBOJIOLUU

IPOKAPHOT, JIETKO IMPEOO0JICBAIONIMM JKoJIorndeckue orpanmdeHus (Koonin,

2011).
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4.1. MopenupoBaHHE€  TOPU3OHTAIIBHOTO  MEPEHOCA  TIE€HOB B
MPOCTPAHCTBEHHO-PACIIPECTEHHON CHUCTEME C H3MEHSIOIUMUCS
YCIOBUSMU CPEJBI

UtoObl MOHATH, HACKOJIBKO  ONPEICNISIONMUM  (PAKTOPOM  SIBIISIFOTCS
9KOJIOTHYECKUE YCIOBHS JIUIS YCIICITHOCTH CYOITOMYJISINI KICTOK, MOSBIISTFOIIIXCS
B pE3yJIbTaTe TOPU30HTAIBHOTO IIEPEHOCA I'EHOB, U B KAKMX YCIOBHUSIX BO3MOXHO MX
3aKpeIJICHHE, a B KaKUX — CTPYKTypa IKOCHUCTEMBI OyJeT KECTKO OTpaHUYMBATH
pealln3alnio JaHHOH BO3MOXHOCTH, OblIa CcO37aHa MOJEIb COBMECTHOTO
(GYHKITMOHUPOBAHUS W KOHKYPEHIIMH TOMYJSAINUNA B COOOIIECTBE, COCTOSIIEM W3
JIBYX TPO(PHUECKUX IIUKIIOB, B OTHOMEPHO# TpyOe (cM. Prc. 3.2) ¢ u3MEHSIOIUMUCS
YCIIOBUSMU Cpefibl. JlaHHAsE MOJICITb SBIISICTCS PACITUPEHUEM Ha TPOCTPAHCTBEHHO-
paclpeneéHHbI  cy4dail ONMUCaHHOW paHee IS Cpelbl C PaBHOMEPHBIM
nepeMemuBanueM mojenu (Sergey A Lashin et al., 2010). beuto u3ydeHo BiMsHHE
TOPU30HTAIILHOTO MTEPEHOCA TEHOB Ha (PYHKIIMOHUPOBAHUE B CTPECCOBBIX YCIOBUX
COOOIIECTB W3 TIOMYJIAHUNA, HWMEIOIUX pa3IndHble TPOQHUUECKHUE CTpaTeTHu:
KOMIICHCATOPHYIO — PEATU3YIONIYI0 3aKOH KOMIICHCAIIMH YKOJIOTHYECKUX (DAKTOPOB
ProGensi, corylacHo KOTOPOMY OTCYTCTBHE WJIM HEIOCTaTOK HEKOTOPBIX
IKOJIOTUYECKUX (PAKTOPOB MOTYT OBITH KOMIICHCHUPOBAHBI JAPYTUMH OJU3KUMHU
daxropamu (Rubel, 1935) (yp. 2.1), W HEKOMIICHCATOPHYIO CTPATETHIO,
peaTM3yIONIy 0 3aKOH MUHUMYyMa JInbnxa, CorilacHO KOTOPOMY MPUPOCT OMOMACCHI

MOMYJISIIIMK 3aBUCHT OT (hakTopa, Haxoxasmerocs B muaumyme (Odum, 1983) (yp.
2.2).

Kaxnprit poduyeckuii uki (TL]) coctout u3 tpéx nomyssiuii (Puc. 4.1). s
ATOTO COOOIIECTBA MBI pacCMOTpesu couetanus Tpoduueckux crpareruii: K-K, HK-
HK (rae K o3nauaer kommneHcaropuyto ctparteruto, a HK — nHekommneHncaropuyto
cTpareruto). JlaHHOE€ COOOIIECTBO OBUIO MPOMOJICIMPOBAHO JIJII BapUAHTOB
MPOCTPAHCTBEHHOM OpraHU3allii CO CKBO3HBIM U MEPHEHIUKYJISIPHBIM MPOTOKOM
(cm. Puc. 3.2 u 3.6). Kpome TOro, paccMaTpHBaJIUCh CUTYAIlMU C BO3MOKHOCTBIO

XEeMOTaKCHca P JBIKCHUH KIIETOK B cpefie U 0e3 Takoi BO3MOKHOCTH. JIJIs 3 ThX
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Moziesiel ObUIO PACCMOTPEHO BIMSHHUE TOPU30OHTAIBHOIO MEPEHOCa TEHETUYECKOTO
matepuana (I['T) w® wu3MeHeHUss TApaMeTpOB OKpYXKarolled cpeabl Ha

(G YHKITMOHUPOBAHHE COOOIIECTRA:

1. Ha 100-# nrepanuu pacuéra moaenu (uepe3 100 nokosieHnid) MOAEIHPOBAJIC
I'TI rena yrunuzanuu criendduueckoro cyocrpara S6 U3 KIETKH MOMYJISIUU
P6 B xnetky nonyssiiuu P1l. 9To NpUBOIUIIO K MOSBJICHUIO KIETOK HOBOTO
THIIa, KOTOphIE 3aTeM (opMUpoBaIH nomyJsiiuio P7, cBsa3piBatonryro T P1-

P2-P3 u P4-P5-P6 (cm. Puc. 4.1).

2. UToOBl  OIEHUTh YCTOMYMBOCTH HOBOM TpO(MUUECKOW CTPYKTYpBHI,
COOOIIECTBO MOIBEPTalIOCh CTPECCOBOMY BO3AecTBUIO: Ha 2000-i1 uTepauuu
MOJEIUPOBAIOCH CHUKEHHE KOHIICHTPALIMU MOCTYMAIOIIETO
Hecnieuuduueckoro cyocrpara B 100 pa3. Takas «ronogoBKa» Mpo10JKanach
B TeueHne 1000 mokoJsieHWid, MOCIe 4Yero B MPOTOKE BOCCTAHABIMBAJIACH

MCXO/IHasl KOHIICHTpaIus Hecnelupuueckoro cyocTpara.

N
ZIN
2y 4

s4f

— ‘/

Puc. 4.1. Cxema Tpoduueckoit cuctemsl u3 asyx TL[: P1-P2-P3 u P4-P5-P6. N

31f S2

83
N

il
7

— Hecnenugpuueckuii cyocTpart, mocTynaromui B cucreMmy. Ha cxeme Taxoke nokasan
I'TI rereTnueckoro MaTepualia U3 KJIETKM nonyisiuuu P6 B kitetky nomyssauu Pl.
B pesynpraTe o0OpaszyeTcs KiIe€TKa HOBOIO BHJA, KOTOpas 3aTeM o0pasyer
nonyisinuio P7. MonHuell mokasaH nepeHoc IeHa yTWiau3aluuu cyocTtpara S6, a

CEPOM CTpEJNIKOM — oTAeneHue HoBor nomnynsiuuu P7. Knetkn nonynsuuu P7 moryt
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YTUJIM3UPOBATh JBa crienuduueckux cyoctpara — S1 u S6 (T.e. OHU HEKOTOPHIM
o0pa3oM OOBEIUHSIIOT JBa IHMKJIAa). Takke OHU CHUHTE3UPYIOT M CEKPETUPYIOT
cyocTpatr S2, 4TO BKIIIOYAET UX B aKIenTOpHbIH, «matepuHckuii» TL. [Tapametpsr

MeTaboHn3Ma HACJICAYIOTCA OT KIICTKHU-aKICIITOPA.

B IMPCABIAYIINX HCCJIICA0OBAHUAX JJIA ciiydasd C PaBHOMCPHBIM
NnepeMCcIIMBaHUEM OBILI0 IIOKa3aHO, 4YTO B XOAC HI0JI'Oro mnepuoaa IO0JIOJOBKHU
HCKOMIICHCATOPHAsA  CTpaTCrusd CHOCO6CTByeT COXpPAHCHHUIO T'CHCTHUYCCKOI'O
p33H006paBI/I$I, OJHAKO KOMIICHCATOpHAsA  CTPATCIHA  OKaA3bIBACTCA Ooiee

aJIalITUBHOM B CTPECCOBBIX yCIIOBUsAX royoaoBku (Sergey A Lashin et al., 2010).

4.1.1 K-K cucremsbr

st cimydass ¢ KOMIIEHCATOPHOM TpPO(HUYECKON cTpaTerueili B CKBO3HOM
MpOTOKEe 0e3 XeMoTakcuca TONbKO Bo3HUKHOBeHHE [Tl B sueiikax, ONMU3KUX K
WCTOYHHUKY Hecnernuduaeckoro cyocrpara (sueiikm 1-3, Puc. 4.2), mpuBoauTt K
3HAYMMbIM M3MEHEHUSIM B CIICHAPUU DPA3BUTHUsI COOOIECTBA: HOBAas MOIMYJISIUA
BBDKMBACT W MpoucxoauT mguddepeHnumanus pasmepoB mnonyiaanui. [lpu
Bo3HUKHOBeHUU [Tl B ynanéHHBIX OT MCTOYHMKA Hecnenuduyeckoro cyodctpara
aueiikax (4-10) HoBasg momyJsiliMs HE 3aKPEILIAETCS U BCKOPE AIUMUHHUPYETCA U3

CHCTCMBEI.

Hamnume xemoTakcuca cmocoOCTBYeT 3aKpeIUICHHIO W TOAAEP)KaHUIO
Onopa3HooOpasus (BbDKUBAHHIO TOMYJAIUH P7) HE3aBHCHMO OT JIOKaIU3al[MH

TOPHU30HTAJIBHOI'O IICPCHOCA.
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Puc. 4.2. I'paduxu uucnennocteit nomymnsuuit P1-P7 B cucreme K-K B

CKBO3HOM IIPOTOKE 0e3 XxeMOTaKCHca.

[TaneonTonor XXepuxuH W majeo0OTaHWK MeleH NpeaIoKUIN KOHICTIITUN
3oHaNbHON cTpatndukanmu (KKepuxun, 1978) u ¢purocnpenunra (Meyen, 1987),
SBIISIIONIAECS  PACHIMPEHUSMH  «3KBAaTOpUAJIbHOW  mommbl»  JlapnuHrTOHA
(Darlington, 1957). CormacHo #X KOHIEHIMSAM, HaWOOJbIIAsS CKOPOCTh
oOpa3oBaHHsS HOBBIX TAaKCOHOB HaOIIOMaeTCsl B TeX MecTax, Ije Ooprba 3a
CYIIECTBOBaHHE ¢ aOWOTHYECKUMHU (DaKTOpaMH OKa3bIBaeTCsS CHIDKCHa. B
npeapLayiei Moaenu (ciaydaid 6e3 xeMoTakcuca) nomyssinusi P7 BeDKHMBasa JIUIIb
ecm [Tl mpoucxoamn B pecypcHO-0OTaThiX siueikax (T.e. OJIM3KO K MCTOYHUKY
Hecrnenuduaeckoro cyocTpara, B paiioHe | sueliKu ), KOTOPBIE SABJISIOTCS aHAJI0TaMy
ouoromnoB Xepuxuna u Meiiena. B 6eaHbIX 3KOTOMaxX, HAMPOTUB, HOBBIM BUJI HE

MOT HaOpaTh JOCTATOYHOW YUCIECHHOCTH i A(G(HEKTUBHON KOHKYPEHIIUH C
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YJIECHAMH Y>K€ YCTOSIBHIETOCsS COOOIIECTBA, HECMOTPSL Ha TO, YTO MPEICTABUTEIU
JTAHHOTO BU1a 00J1a]]a)Ti TOTEHIIMAIbHBIM MPEUMYIIIECTBOM (MOTJIM YTUIIU3UPOBATH
Oonee MMPOKUN CIEKTp cyOcTparoB). Takum 00pa3om, SBOITIOMUOHHBIN YCIIEX
HOBOI'O BUJA OIMPEAEISIETCA HE TOJIBKO €ro mpeajanTalusaMy, HO U HapameTpamu
HKOCUCTEMBI. Y JAaHHOIO BBIBOJA €CTh HMHTEPECHBIE CIEACTBUS: Kak IPaBUIIO,
ajuleNd, JalolUe AaJanTUBHbIE NPEUMYIIECTBA BO3HHUKAIOT B OJHOM WJIH
HECKOJIbKUX MHAMBHUIAX. OIHAKO, €CJIM MOMYJISUNsS HAXOAUTCSA B MECCUMAIbHBIX
YCIIOBHSIX, Majlasg CyOTNOMyJsIus HOCUTENIEH JaHHOW ayiend HE CMOXKET
3aUKCUPOBATBCA B COOOIIECTBE, HE JOCTUTHYB KPUTHUYECKON OHOMACCHI,
HEOOXOAMMOMW ISl TOTO, YTOOBI €CTECTBEHHBIM OTOOp MPEB30UIEN T€HETUYECKUN
JIpeii) Mo CTENeHUW BIHSHUS Ha 3BOJIOLUMOHHYIO MEPCIEKTUBY MOMYJIALMH.
[ToaToMy mpeaganTanuu JAOJDKHBI HAKaIlJIMBaTbCs B BHJE OTHOCUTEIIBHO
HEUTpaJIbHOM M3MEHYMBOCTU B MEPHOJIbI, KOI/Ia JaBJIeHUE aOMOreHHbIX (PaKTOPOB
ocnabJeHo, U YCJIOBMs Cpellbl OTHOCUTENBHO onTuMaibHbl. Korma ke ycioBus
Cpelbpl M3MEHATCSA, 3TO JacT HeoO0XoAuMoe pa3HooOpa3ue Ijsi TOro, 4YToOBI

€CTECTBCHHBIN OT60p MMOOACPIKAI Ooiece BBII'OAHBIC aJIJICJIBHBIC KOM6I/IHaI_II/II/I.

4.1.2 HK-HK cucremsl

JIns HEeKOMIIEHCATOPHBIX CHUCTeM 0e3 XeMOoTakKcuca ObLI IMOJy4YeH TOT JKe
pe3yabTaT, 4TO W IS KOMIICHCATOPHBIX: MuddepeHuanms YucICHHOCTEH TMpu
Bo3HUKHOBeHMU [Tl BOMM3M wHCTOUHMKA HecnenudUuueckoro cyocTpara u
AJIMMUHAIAS HOBOM MONYJALMHA Npu BO3HMKHOBeHMH [Tl Bmamm oT ucrouyHuka

Hecnenuduueckoro cyocrpara.
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Puc. 4.3. I'paduku yucinennocreit momymsuuii P1-P7 B cucteme HK-HK B

CKBO3HOM ITPOTOKE C XECMOTAKCHUCOM.

Opnako, B otnnuue ot K-K cinydas, Hanuuue xemorakcruca B HK-HK cucremax
paguKaabHO MEHsSIeT cleHapuil pa3BuTHs cooOmectBa. [Tl necrabummsupoBan
cuctemy (Puc. 4.3), 4ro nNpUBOAMIO K BBIMHUPAHHUIO YACTHU aKIIEITOPHOTO
TPO(PUIECKOTO KOJIbIIA 33/I0JIT0 JI0 HACTYIUICHUs ronoaoBku (Puc. 4.4): B cinyyasx,
korgqa [Tl mpoucxoamn OJM3KO K HMCTOYHMKY Hecmenuduueckoro cyocrpara,
BBIMHpAJO BCE akLENTOpHOE Tpoduueckoe Koiablo (B sAuedikax 1-5, 3a
UCKIIIOYEHHEM s4YelKH 3); npu BO3HUKHOBEHUHU ['1l B ynanéHHBIX OT MCTOYHHUKA
Hecrnenuduueckoro cydcTpara siaeiikax BeIMUpaa Tolibko P2 (B siueiikax 6-10 u 3).
[TpruéM BO Bcex ciydasix morudaeT MoTeHIUAIbHBIN OeHedUIIap MPOU30IIE/IIEro
I'Tl — nonynsiuust P2, KOTOpyro CHa0Xar0T CBOMMHU MPOAYKTaMU Cpa3y JIBE Ipyrue

nomnyJsiuu (B JanHoM ciydae — P1 u P7).
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Puc. 4.4. Cxema tpoduuecknx otHomenui B coodmectse HK-HK (cmpaBa — ¢
XEMOTaKCHUCOM, cieBa — 0e3 xemoTakcuca) nociue 'l u rononoBku. OpaHxkeBbIMU
CTpENKAMM ITOKA3aHbl COOTBETCTBUS MEXAY STUYEHKaMU, B KOTOPBIX npousomén ['T1

U UTOTOBOM TPODUIECKON CTPYKTYPHI.

HexoMneHncatopHoe Tpopuueckoe KOJIbLIO MOKHO paccMaTpuBaTh Kak Habop
Y3KOCTIELIMAJIU3UPOBAHHBIX CUMOUOTPO(MHBIX MOMYJSALUUMA, Ye MeTaboJn3M ObLI
NOJIAXEH JIPYr K APYry Ha NPOTSKEHUU 3BOJIOLMOHHON MCTOPUH SKOCHUCTEMBI.
['opu30HTaNBbHBIH NEPEHOC TE€HOB M aKTHBHBIE MUTPALMU  CIIOCOOCTBYIOT
MOSIBJIEHUIO BBICOKOKOHKYPEHTHBIX BUIOB € OoJjiee MIMPOKOH pecypcHOM 0a3oMu.
WHBa3ust wW/wnM MOSABIEHUWE OTUX BHJAOB CIOCOOHA JecTaOMIM3UPOBATH
CJIOKHBIIIEECS COOOLIECTBO 33J0Jr0 0 HACTYMHUBIIEH TOJIOJOBKH, YTO CIOCOOHO
NPUBECTU K TPYIHONpPEICKa3yeMbIM (B TOM 4YHCJIE€ M Uil 3THX BHJIOB)
nocneAcTBUsIM. Takum 00pa3oM, FOPU3OHTANIBHBIN EPEHOC FEHOB, MPOU3OIIE NN
B COOOIECTBE  Y3KOCMEIUATU3UPOBAHHBIX  CUMOUOTPO(HBIX  MOMYJISIUN
NOJBW)KHBIX MHUKPOOPraHU3MOB, NPUBOAS K TMOSBICHHIO BBICOKOKOHKYPEHTHBIX

BUJOB Cc Ooyiee HIMPOKOM pecypcHOil 0a30i, MOXKET B HOPMaJbHBIX YCIOBHSX
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I[CCTa6I/IJII/IBI/IpOBaTB CJIIOXKHUBIIECCA COO6IHCCTBO U JaXXC IMPUBCCTHU K BBIMHUPAHUIO

BHUAOB, IIOTCHIHAJIBHO OGJ’I&I[aIOH_II/IX AAAINTUBHBIM IIPECHUMYIICCTBOM.

I[J'I}I CUCTEM C INCPHCHAUKYJIIPHBIM IIPOTOKOM HOBAA IOIIYJIAAUSA BBIXKHMBACT

HC3aBHCHUMO OT THIIA IITMTAHU MJIX ITIOABHUKHOCTH.

Takum 00pa3oM, MOXHO 3aKJIIOYUTh, YTO B COOOIIECTBaX HEMOJBHKHBIX
MUKpPOOPTraHU3MOB  pealMu3yeTcs CIEeHapuil 3aBap3uHa, IPEINoJiararoliui
o0ycnoBieHHOCTh pe3ynbTaToB [Tl mapamerpamu sxocuctemsl, — ['Tl mpuBoauT
HOSIBJICHUIO HOBOH >KM3HECHOCOOHON NOMYJIALMM, JHIIb €CIM HPOUCXOAWUT B
pecypcHo-0oraTbIxX siuelikax. HecMoTps Ha Hainuuue rpeasanTaiuii, TAaKCOH JOJIKEeH
NOSIBUTHCS B pECYpCHO-00raToi cpese, rae ocnadieHa 6oprda 3a CyleCTBOBaHUE €
abuoreHHbIMH (akTopamu. B OenHBIX 3KocHCTEMax HOBBIE BHUJIbI HE YCIIEBAIOT
HaOpaTh JOCTaTOYHON YHCIEHHOCTH, YTOOBI HCIIOJIb30BAaTh CBOE aJalTHBHOE

NpeuMymieCTBO, UJIM JaKC SJIMMHUHUPYIOTCA 10 Ha4Yajia roJJ010BKH.

B cooOmecTBax  MOABMXKHBIX  MHKPOOPraHM3MOB  THUI  IUTaHUS
npeJcTaBUTeNeN cOO0IIeCTBa ONPENEIAET IBOJIOLUOHHBIN CLIEHAPUIA, 10 KOTOPOMY
noia€r pazsuthe coodbmectna B pesynbrare ['Tl: cuenapuit Kynuna peanusyercs B
KOMIICHCATOPHBIX CHCTEMax, a 3aBap3MHa — B HEKOMIIEHCATOPHBIX. B nenom,
pe3ynbTaThl MOJETUPOBAHUS OOJIbILIE COOTBETCTBYIOT TOYKE 3pEHUs 3aBap3vHa,
Hexenn KyHHMHA: SBOJIOUMOHHYIO TNEPCHEKTUBY MOIMYJSIUUU, MOJYYUBILIEH
IIPEUMYILECTBO B PE3YJIbTATE T'OPU30HTAIBHOIO IEPEHOCA, ONPENEISIOT HE €€
COOCTBEHHbIE TMpeaganTaliy, a MapaMeTpbl 3KOCUCTEMbI. J[aHHbIE OrpaHUYEHUs
MOTYT OBITH MPEOJOJICHBl JHIIb MOOWJIBHBIMM OpraHU3MaMH, CIHOCOOHBIMH K
aJanTUBHBIM MUTPALUSIM M MEHee >KECTKO 3aBUCSIIMMH OT 3SKOJOTHYECKHX

(bakTopoB.

4.2. MoaenupoBaHue AEHCTBUS OTOOpa B COOOIIECTBE C IIOJHBIM

Ha0OpOM KOMOMHAITMM META00INUYECKUX CUCTEM

Hpem):[e YEM IPUCTYIIATh K UCCICAOBAHNIO TPCHAOB 3BOJIIOIMU ITPOKAPHUOT Ha

YCIIO’)KHEHHE U YIPOIIeHHe MeTaboin3Ma, He0OX0IMMO MOHSATh, Kak 0TOop Oyaer
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JEHCTBOBATh B COOOIIECTBE C IMOJIHBIM HabOOpOM KOMOHWHAIMA METa0OTIUYEeCKIX
cucTeM. B cBsi3u ¢ 3TuM OblIa MOCTPOCHA JAETEPMHUHHUCTCKAS MOJETH IOJTHOTOY»
cooO1IecTBa — T.€. TAKOTO COOOINECTBA, B KOTOPOM MPUCYTCTBOBAJIM B PaBHOMN
IIPOTIOPITUH MTPEICTABUTEN BCEX BO3MOXKHBIX METAO00TMUECKUX KOHPUTYPAITHA JITIsT
CHUCTEMBI C TpeMs cHerupUUYecKUMH CyOcTpaTaMH M OJHHM HECHEHU(UIECKUM.
[TpocTpaHCcTBEHHAsT CTPYKTypa COOOIIECTBa OblIa aHAJIOTHYHA PACCMOTPEHHBIM
paHee cucTeMaM ¢ rpaJreHToOM Hecneupuuaeckoro cyocrpara (cMm. Puc. 4.4). beuio
pPaccCMOTPEHO BJIMSIHUE TMOABMKHOCTH M HETOABIKHOCTH KJIETOK Ha HTOTOBYIO
DKOJIOTUYECKYIO CTPYKTYpY, KoTopas (opMmupyeTrcs B pe3yjbTare pPa3BUTHSA
COOOIIeCTB Takoro TUHa. TeM camMbiM OBUIM OOHApYyX EHbl XapaKTepHbIE
pacmpezeneHuss OMomacc SKOTPYII, HE 3aBUCSIIME OT TAKUX CTOXAaCTUYECKHX
(GakTOpoB, KaK BpeMsi 1 MECTO TOPU30HTAIBHOIO MEPEHOCA WK MOTEPHU T€HOB, HO
OTIPENENSIEMOE TOJBKO TMPUCIOCOONIEHHOCTBIO — TOMYNSALNUNA, BXOASIIMX B

COOTBETCTBYIOIINE SKOTPYIIIIHI.

B pesynbrare mpoBeAEHHOTO YHCICHHOTO MCCIEIOBAaHUS OKa3aloCh, 4YTO B
JIETEPMUHUPOBAHHOMN CHCTEME C MOJHBIM HAOOPOM KOMOMHAIMN METabOINYECKUX
CHUCTEM OTOOp JIEHCTBYET MO-PAa3HOMY Ha TOJIBIKHBIE M HETIOJIBIKHBIE OPTaHU3MbI
(Puc. 4.5): Tak, 6€3 XeMOTaKCUCa B CUCTEME BBIKHBAIOT TOJBKO 3IU(DUKATOPHI U
KBa3WMKOMMEHCANIBI, TPUYEM €CIH ONMKEe K HCTOYHHUKY HECTeIU(PUISCKOTO
cyOcTpaTa OGMOMAacChl MEPBBIX M BTOPHIX MOYTH PABHBI, TO MO MEpE yIajJeHUs OT
UCTOYHMKA  Hecreuuduueckoro  cybcTpata  ycuUIMBaeTcs  mpeoliiajiaHue

KBa3MKOMMCHCAJIOB.

B ciaywae ¢ xeMOTakcHCOM CIyCcTS Bcero Jnuiib 4yTh Oonee uem 3000
MIOKOJICHUH B CUCTEME OCTAETCS JIUIITH TOMYJISIIHS C TIOJTHBIM TeHOMOM. [Ipruém yem
Omke suciika HAXOAUTCS K MCTOYHUKY Hecmenu(puieckoro cyocTparta, TeM
ObIcTpee B HEl BBIMHPAIOT BCE, KPOME IMOMYJISIHUU C MOJHBIM TeHOMOM. Takum
o0pa3oM, B JJaHHOM cliy4ae OTOOp MOAIEPKUBACT MOMYJISAIUIO C METa0OJINIECKU

IMMOJIHBIM I'CHOMOM, UMCIOITYTO SaMKHYTBIﬁ METa0O0JIU3M.
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Puc. 4.5 Jlunamuku OuOMAacc 3KOJOTMYECKUX (DYHKIIMOHANBHBIX TPYMN B
CUCTEME JIJIS CITy4aeB ¢ XeMOTAaKCUCOM (BHH3Y) U 0€3 (BBepXy) B sueiikax 1, 2, 3, 5,
7 u 10. Cunuii — »>aUPUKATOPBI, 3€NEHBIA — NPOAYLEHTHI, KPACHBIA —

KBa3UKOMMEHCAaJIbI, OUPIO30BBIA — KBa3UMYTYaIUCThl, CAPEHEBBI — MUHUMAJIbHBIN
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redoM. [lo ocu abcuuce 0TIOkKEHO BpeMs (B MOKOJICHHSIX), a IO OCU OpAMHAT —

NMOopsAAOK YUCJICHHOCTHU 3KOTI'PYIIIL.

Taxkum 00pa3oM, YHCIEHHOE UCCIIEI0BaHUE JIE€TEPMUHUPOBAHHOM CHUCTEMBI C
MOJIHBIM HabOpOM KOMOWHAIMI MeTabOIMYECKUX CHUCTEM I0Ka3allo, 4To OTOOp
JEHCTBYET MO-pa3HOMY Ha IOABW)KHBIE M HEMOJBM)XHBIE OpraHu3Mbl. B ciydae
OTCYTCTBHUS CHOCOOHOCTH K aKTHBHOM MUIPAallUd Pa3BUTUE CHUCTEMbI MPUBOAUT K
YCTaHOBJIEHUIO CTPYKTYpPbI U3 3AU(PHUKATOPOB U KBA3UKOMMEHCAJIOB, IJI€ BTOPHIE
npeobsiaatoT Haj MEPBBIMU IO MEpE yAaJeHUsI OT UCTOYHHMKA HECTIEIU(PUIECKOTO
cyocTpara. J1Jis HOABUKHBIX OPraHU3MOB, CIOCOOHBIX K a/IalITUBHBIM MUTPAIUSIM B
Oonee OmaronpuUATHbIE XUMUUYECKUE YCIOBUS, OTOOP MOAEPKUBAET MOIMYJISALIHUIO C
METa0O0JMYECKH TIOJHBIM T'€HOMOM (31U (HUKATOpP), HMEIOIIYI0 3aMKHYTHIN

META00IU3M.

4.3. Mopnenu ycCJIOXKHEHHUS U YNPOIICHUS MeTaboJM3Ma MPOKAPUOT B

IIPOCTPAHCTBEHHO-TETEPOTEHHOM Cpeie

B Ulul" CO PAH panee Obuti U3y4eHbI MOJICTH YCIOXKHEHUS U YIPOILICHUS
IF€HOMOB MMKPOOPTaHU3MOB B 3aBUCUMOCTH OT 3KOJOTMYECKHX YCIOBHW IS
cilly4asi C paBHOMEPHBIM NEPEMEIIMBAHUEM, U TIOKA3aHO, YTO B 3aBHCUMOCTH OT
CTETIEHU OINTUMAJIbHOCTH YCIOBUH cpenpl mpeobsagaeT TOT WM  HUHOM
sBosmonnoHHBI TpeHa (S. A. Lashin et al.,, 2012). B moxensx cooOrecTs,
HBOJIIOLMOHUPYIOLIUX MPOKAPHUOTUYECKUX MOMYJIALMA ObLJIO MOKa3aHO, YTO B
NECCUMAJIbHBIX YCIOBUSIX CpeAbl MOJABISIONIEe MPEUMYIIECTBO MO OHomMacce
MOJIYYalOT MONYJIALHMA C METa0OJMYECKHU MOJHBIM WM MOYTH MOJHBIM T€HOMOM,
T.€. CIIOCOOHBIE YTHJIN30BATh BCE UM MIOUTH BCE CyOCTpaThl, UMEIOIIUECS B CPEIE.
C npyroil cTopoHbBl, B CyOKOM(pOPTHBIX M B KOM(OPTHBIX YCJIOBHUSX CpPEIbl

HaOJIOaeTCs CTOMKAs TeHACHIINS K PEIYKIIMH TeHOMA.

B pamkax naHHOW aucCEpTAlMOHHOW paboThl OBLIO PacCMOTPEHO BIIMSHUE

MIPOCTPAHCTBEHHBIX TPAJUEHTOB CYOCTPATOB M CTPYKTYPUPOBAHHOCTU OJTHOMEPHOU
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MPOTSHKEHHOM MPOTOYHOM CpeAbl HA HBOJIIOLMOHHBIE CLUEHAPUM B JIOKAIBHBIX

MECTOOOUTAHUIX.

T aeo N TR RN
> O]

N1 S1 S2 S3
B) I') MeTabonmuecku q
» NOJIHbIV reHoOM
.8 MeTtabonumuecku
6oraTblit reHom
I'Ierer.a - — Hecneunduyeckuit cyberpat N1

.
.
3 X
— cneunduyeckuin cyberpat
<] —reH cuuTesa |
.
.
.

— cneumnduyeckuin cyberpar S2

(< —renyunmsaunn — cneumduueckunii cyberpat S3
Z> — reH yTUAMU3aLmMn Hecneunduyeckoro cyberpata

O — Hecneuuduyeckuit cybeTpat “' — anddysuna MeTtabonnyeckm

6e4Hbli reHom q

42— ropu3OHTaNbHbII NepeHoC reHoB 5 — npoToK
O — noTeps reHos ==~y — XemoraKcuc MuHUManbHbIA q
reHom

Puc. 4.6. a) HavyanbHBIA Tpad HCXOAHOU TPOPHUUECKOU CTPYKTYPHI

coobmiecTBa; 0) cxeMa MNpPHOOpPETEHHUS U TOTEPH METaOOJUYECKUX CHCTEM
MIOCPEJICTBOM TOPU30HTAILHOTO TIEPEHOCA WM MMOTEPH OTBETCTBEHHBIX 33 JTH
MeTaboMuYecKkue CBOWCTBa Tr'eHOB; B) IIpocTpaHCTBEHHas cxeMa OpraHH3alid
coobmecTBa (Tpy0a u3 10 siueek), mogayu CyocTpaToB B Cpeiy, MPOTOKa, TU(Py3un
U Murpanuit; r) Jloctnxumbie HA00pH KOMOMHALIMN META0OTUIECKIX CUCTEM MJIS

MOJIETIH C OJTHUM HECTIEIIM(PUIESCKUM U TPEeMs CIIen(UIECKUMU CyOCTpaTaMHu.

B X04€ UCCIICAOBAaHMA BaAPbUPOBAJIOCH HAJIMINUC NUJIN OTCYTCTBUC CITOCOOHOCTH

K XCMOTAaKCHUCY Y KIICTOK. HccaenoBanuch cIeayromue BOIpoOChI:

*KakoBa B3aMMOCBS3b DKOJIOTHUCCKHX YCJIOBI/Iﬁ n AJIMHBI TCHOMA

JTOMHUHUPYIOLIECH TOMYJISIIAN?

* Kak criocoOHOCTh KJIETOK K XeMOTAKCHCY BIIHMSET HAa CPEIHEE YHCIIO BUIOB U

CyMMapHYy10 Onomaccy coobiiectBa’?
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*Kak cmocoOHOCTh KJIETOK K XCMOTAKCUCY BJIHUACT Ha OJSKOJOTHYCCKYIO

CTPYKTYPY HOpMUPYIOMHXCS COOOIIECTB?

beina mpoBeneHa cepus BBIYMCIUTENBHBIX HKCIEPUMEHTOB Ha MOJIENSIX
HBOJIIOLIMM ~ MHKPOOHOTO  COOOIIECTBA, JKMBYHIETO B  IPOCTPAHCTBEHHO-
pacrnpeneniéHHOl cpene oOuTaHusa. B HavanbHBIE MOMEHT BPEMEHHU COOOIIECTBO
MIPEACTABIISLIO COO0N TPOPUIECKOE KOBIO U3 TPEX CUMOMOTHYCCKUX TOMYJISINH,
KOKJasi M3 KOTOPBIX MPOU3BOAUT CHEIU(UYECKU HYTPUEHT, MOTPEOIIsieMbli
cieayomiein 1mo dvacoBol crtpenke mnomymsaiued (Puc. 4.6a). Bo Bpewms
MOJIEIMPOBAaHUS ¢ BEPOATHOCTHIO 1077 HAa MOKOIEHHME Ha KIETKY HPOMCXOMIAT
IPOLECCHl TOPU3OHTAIILHOTO MEPEeHOoca W/WIM MOTEPU IeHETHYECKOro Marepuana,
KOJUPYIOIIEr0 METa0OJINYECKHUE CUCTEMBI, MTO3BOJIIOIIMX JIMOO YTUIU3UPOBATH TOT
WIM WUHOW crieun(PUUecKuil HyTPUEHT, JIMOO CHHTE3UPOBATH €ro. DTH MPOLECCHI
MPUBOJAT K TOSBJICHUIO HOBBIX BUJIOB-TIOMYJISIUUA M K JaJdbHEWIIEH 3BOIIOLHH

coobmiectBa (Puc. 4.60).

YUCNEHHOCTh  MOMYJSIMM  MHMKPOOPTaHMW3MOB  M3MEHSJIACHh  COTJIACHO

cienyromeMy 3akony (S. A. Lashin et al., 2012):

(G/k )" p (4.1)

F(no,$,15,C,P,G) = T(ng,S,7,C,P) - TG D)
1

- -
rae T(no, S, 1,C, P ) — TpodudecKas CTpaTerus MomyJsiuy (B JaHHOM Cllydae

UCIIOJIb30BaIach KOMIIEHCATOpHas Tpodudeckas crparerus (cm. yp. 2.1)); S -
BEKTOP KOJIMYECTBEHHBIX 3HAUYCHUU TOTPEOIIEMBIX CIEIH(PUICCKUX CyOCTpaTOB;
Ny — KOJMYECTBO Hecnenuduueckoro cyoctpara, mnoTpediasieMoro KieTKkaMu
MOMYJISIIUUA;, T, — TEHETHYECKH TMPEAoNpeesiéHHass CKOPOCTh YTHIH3alUU
Hecrnienmduueckoro cyodcrparta; P — yucneHHOCTs monyisinuu; G — KOJTUYECTBO
TCHOB B T€HOME; k; — MOPOTOBOE 3HAUCHUE, ONIPEACIIAIONIee Bo3pacTanue mrpada

3a UIMHY T€HOMa; N — CTeNeHb HEIMHEMHOCTH mTpada 3a JJIMHY reHoMa.

[locnennee BbUMTaeMOe oOmMHChIBaeT mmTpad 3a MHY TeHoMma. Poct

MOmyJsIliuu  IMPOUCXOAUT B HpﬂMOﬁ 3aBUCMMOCTH OT KOJHMYCCTBA H YHCJIA
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noTpedisieMplx CcyOcTpaToB M B OOpaTHOM 3aBUCMMOCTHM Kak OT BpPEMEHH,
HE0OXOMMOr0 Ha PETUTUKAIINIO (KOTOPOE 3aBUCUT OT YKCIIa TEHOB B TEHOME), TaK U

OT BPCMCHH, 3aTPpaAYUBACMOI'0 Ha YTHJIIN3AIIHUIO CY6CTpaTOB.

beuto mpuHATO 3HaueHue mapamerpa k; (yp. 4.1), pasBuoe 0.01, uro
COOTBETCTBYET Hu3koMy IuTpady 3a JUIMHYy TE€HOMAa B COOTBETCTBUU C

KiIaccupukaluei, ucrmonb3dyeMoit B cratbe (S. A. Lashin et al., 2012).

Cpena obutanusa mnpezactaBisia coboit 1D-tpyOy, moctymneHue (MpUTOK)
Hecnenupuueckoro (moTpedaseMoro BCeMu KIETKaMHU COOOIIECTBAa) HYTPHUEHTA B
KOTOPYIO MPOUCXOUIO TOJIBKO C OJHOW CTOPOHBI — C «Hadana» (Ha PUCYHKE —
JaeBblii  koHen) TpyObl  (Puc. 4.6B). [lanmpHeliee — pacnpoCTpaHEHHE
HECHeM(PUUECKOr0 HYTPHEHTA, PaBHO KaK M clenu(pUYeCKUX, MPOU3BEIEHHBIX
KJIETKaMH COOOIIECTBA, TPOUCXOAMT MO IecTBHEM TpoToka 1 Aud dy3un. [IpoTok
MOJKET TaK)K€ MepeMeIlaTh OTAENIbHbIE KJIETKHM B TpyOe, B HAIpaBICHUU OT €€
«Havajga» K «KOHIY». B «KoHIEe» TpyOBl MPOUCXOAMUT yIAJCHHWE HYTPUEHTOB U
kieTok u3 cpeanl (Puc. 4.68). Kpome maccuBHOro nepeMenieHusi KJIeTOK Obuia
TaK)K€ pacCMOTPEHA CIIOCOOHOCTh KIIETOK K XEMOTAKCHCY, T.€. K CAMOCTOSTEIbHBIM
MUTpaIUsIM B HampaBleHUH Ooyiee ONArompHsITHBIX YCIOBUH CpeIbl B CMBICIIE

HAaCbIIMCHHOCTH MMUTATCIIBHBIMHU BCIIICCTBAMU.

B mpouecce  BuI0o0Opa3oBaHHsA, OOYCIOBJIEHHOIO  TOPU30HTAIbHBIM
IIEPEHOCOM M TMOTEPEN TEHETHMYECKOro MaTepuajia, B MOJEIN JOCTHKHMBI
MeTaboinyeckue KoH(pUrypauuu, npeacTaBieHHbie Ha puc. 4.6r. Ha ogqHoM nosroce
IPYNIUPYIOTCS MOMYJSIUM € METa0OJMYEeCKH TMOJHBIM, a Ha JPyroM — C
MeTa0oJINYeCKu OeHBIMU T€HOMaMU U MUHUMAJIbHBIN reHoM. [lomynsuu, kneTku
KOTOPBIX XapaKTEepPU3YIOTCS JAHHBIMA KOMOWHALMSIMU META0OJUYECKUX CHUCTEM,
ObuM pa3OUTBl B COOTBETCTBUM CO CBOEW pOJIBIO B HOKOCHUCTEME Ha MSTh
(YHKUMOHAIBHBIX ~ SKOJOTMYECKHX  Ipynm  (3KOrpymm):  3Au(UKaTopsl,
KBa3WMKOMMEHCANbl, KBa3UMYTYaJIHCThl, MPOAYLEHTbl M MUHUMAJbHBII T'€HOM

(moapoOHOe omucaHue 3Korpymm cM. B pasaene 2.3.1). Jlannas kmaccuduxanms
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OblIa MCIIOJIb30BaHA IJIs1 aHalln3a IIpOLECCOB (I)OpMI/IpOBaHI/IH AKOJOTUYECKOMN

CTPYKTYpPBbI COOOLIECTBA B MOJEIIH.

4.3.1 BnusHue aJanTUBHBIX MHIpAIM Ha BHUIOBOE OOTaTCTBO M

ouomaccy cooOIecTBa

BumoBoe OorarctBo u OmoMacca COOOINECTBA SIBJISIOTCS  BaKHBIMHU
DKOJIOTUYECKUMU ¥ TOMYJSIIIHOHHBIMA ~ XapaKTEPUCTUKAMHK, TIO3BOJISIOIIUMHU
OIICHUTHh KaK OMOpa3HOOOpa3ue caMoro COOOINecTBa, TaK M XapaKTep YCIOBHUH,
BO3JICHCTBYIONIMX Ha €T0 aJanTaluio, B TOM ClIydae, eClIM Mbl MOXEM IPOBECTH
CpPaBHHUTEJIHHBIA aHAU3 C aHAJOTHYHBIM COOOIIECTBOM B JIPYTHIX YCJIOBHsX. B
paMKax TPOBEAEHHOTO YHCJICHHOTO WCCICIOBAaHUS OBUIO W3YYCHO BIIUSHHE
XEMOTaKCUCa B KadecTBe (pakTopa, (POpMUPYIOIIETO TaKUE YCIOBHS, MOCKOJIBKY,
KaK OTMEUajoCh paHee, aJallTUBHBIC MUTPAIUU SBIISIOTCS 3HAYMMBIM (DaKkTopoM
ABOJIIOLINH, ONIPEIETSIONINM crieluPpuKy O0pbObI 3a CYIIECTBOBAHUE B 9KOCUCTEME.
[ToaTOMy BiMsIHME CLIOCOOHOCTEM KJIETOK K XeMOTAaKCHCY Ha BUI0BOE OOraTCTBO U

o011yro 6roMaccy coo0IIecTBa MPEICTABISET HAyUYHbBINH HHTEPEC.

Oxazanoch, 4TO CpedHee 4YMCIO BHIOB HWKEe B 2,84 pasza, a cymmapHas
o6uomacca B 2,02 paza HIKe B ciiydae, KOT/1a KJIETKH ObUTH CIOCOOHBI MUTPUPOBATh

B STYCHKHU C JIy4YIIUMHU YCIOBUsAME (cM. Puc. 4.7).

JlaHHBIM pe3ynbTaT MOXHO MPOMHTEPIPETHUPOBATH CIEAYIOIIUM O00pa3oM:
BBICOKAS MOOWJIBHOCTh IIO3BOJIICT TOMYJISAIMHM MaKCUMalbHO 3A(P¢deKTUBHO
YTUIM3UPOBATh MMEIOIIUMCS BO BCEX YaCTAX MPOCTpPaHCTBA CyoOcTpaT. ITO
MPUBOJNT K OBICTPOMY POCTY TOMYJISIHH, CIIOCOOHBIX YTHIN3UPOBATH CYOCTPATHI,

aKTyaJIbHO MIPUCYTCTBYIOIINE B CPEJIE.
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Puc 4.7. HrtoroBeie BHuIOBOE OorarctBo u Ouomacca (ycpeaHEHHBIE IO

3amyckaMm) B pa3HbIX suedKax JJIsi CIydaeB C XEMOTAKCHMCOM (OpaHXeBbIi) U 6e3

(romy0Ooii).

B cBoro ouepenn, MakcuMalibHas 3(PEKTUBHOCTh YTUIIM3AIMU BCEX PECYPCOB

CO CTOPOHKI YK€ YKPCIIMBIINXCA BUJAOB IPCIATCTBYCT pCaln3all SKOJOTMYCCKHUX

HHUIIT HOBBIMHU BHJaMH, CITOCOOHBIX C0O34aTb HOBBIC OKOJIOTHYCCKHUC JIMIICH3UN (CM.

Puc. 4.8), moHnMaembie B KJIACCHYECKOM CMBICIIC KaK 00JIACTh YCJIOBHUI, MECTa H

byHKIINNA,

KOTOpPBIC TIIPCAOCTABJIACT IMOMYJKIOUKA WKW TPYIIIIC HOHy.HHI_II/Iﬁ

PKOCHCTEMA B II€JIOM, HHaue TOBOps «cBoOoaHas Huma» (JIeBueHko &

Crapoboratos, 1990).
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BbicOKas MO6UIbHOCTb

Mo3BONAET NONYAALMAM o710 npmsoauT K B cBOO ouyepedb, MaKCMMaNbHaA
MaKCMMaNbHO 6bIcTpOMy pocty 3pPEeKTUBHOCTb yTuamMsauunm BCEX
abdekTMBHO NonynAuMin,  CNOCOBHbIX PEeCYpCOB CO CTOPOHbI YKe YKpenusLLmMxca
yTMnMBMpf)BaTb YTUAM3MPOBATH BMA0B npenaTcTeyeT peanunsaumm
MmetoWwmniica BO BCex cy6cTpaTh, aKTyanbHO SKONIOTMYECKMX HULW HOBbIMM BUAAMU
YyacTax  NPOCTPaHCTBa NPUCYTCTBYIOWME B CPEAE CNocobHbIX €o34aTb HOBblE
cvbeTpat 3KONOTMYEeCKME NNLEH3UN

Puc. 4.8. OObsacuenue naOmromaemMoro s¢dexra BIUSHHUS aJanTHBHBIX
MUTpalMii Ha CHM)KEHHE BHUJOBOro OOrarcTtBa M OHoMaccy cooOIecTBa 4depes

LOCITHOC COKPAIICHUC NOCTYIIHBIX 3KOJIOTHYCCKUX JIMLICH3UH.

Takum o00pa3oM, B JaHHOM YHCJIECHHOM WCCIEAOBAHWM ITOKa3aHO, YTO
aAKTUBHBIC MUTPAIIUU SBJISIOTCS (DAKTOPOM, IPEMSATCTBYIONTUM BUI000pa30BaHUIO U
CHIKAIOITUM CYMMapHy0 OMOMaccy cOoOOIIeCTBa, YTO 00yCIIaBIUBAETCs OBICTPOI

DKCITAHCUEH YK€ YKPETIMBIIUXCS BUIOB.

4.3.2 Ananu3 TOMUHHUPYIOMUX TOMYJISIUA U SKOTPYTII

AHanu3 JJIMH TEHOMOB JOMHHHPYIOIIUX MOIMYJSIMNA TIO3BOJWI BBISBUTH
omnpeaeNEHHbIC TATTEPHBI MPOCTPAHCTBEHHOW JIOKATU3AIlMK BUJIOB C Pa3IMYHON
JUTHHOHM reHoma. B kauecTBe Mephl JIMHBI TEHOMA PACCMATPUBAIOCH KOJHUYECTBO
OTBETCTBEHHBIX 3a METa0OJIM3M MOJICIBHBIX T'€HOB Y MPEICTABHUTENICH TaHHOM
NONYJISIIUU. BeIIO MoKa3aHo, 4To B ciydae 0e3 XeMoTakcuca OimKe K HCTOYHHUKY
HecrnenuQpuueckoro cyocTpara yaiie AOMUHUPYET MOMYJALUS ¢ METabOoIMYecKu
NOJHBIM TEHOMOM, a MO Mepe YAaJCHUS OT HMCTOYHUKA HECTEeHU(PHUUSCKOTO

cyOcTpara pacTér J0Ji1 TOMUHAHT ¢ KOPOTKUM (METa00JIMUeCKH O€THBIM) T€HOMOM
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(cM. Puc. 4.9). UHTepecHo, YTO B paBHOMEPHO-IIEPEMEIIAHHOM Ciydae BO BCEi
CUCTEME BO3MOKEH JIMIIb OJHH, JTHOO IPYroil UCXo, 37€Ch K€ OHU OKa3bIBAIOTCS
pa3HeceHbl B MpOCTpaHCTBE. /[l ciiydas ¢ XEMOTAaKCHCOM 3aBHCHMOCTH
pacrnpesiefieHdss JJIMH TE€HOMOB JIOKQJIbHO JOMHHHUPYIOUIUX TMOMYJSIIUNA OT

MPOCTPAHCTBEHHOM JIOKAJIM3AIMH BBISIBJICHO HE OBLIO.

ONNHbI reHOMOB N10Ka/IbHbIX AOMUHAHT
< 50 m7
2
3 40 m6
=
§ 30 ms
a
3 20
:j 10 m3
o
A I m2
o M
ml
1 2 3 4 5 6 7 8 9 10
Auenkun
ANNHbI reHOMOB NN0Ka/IbHbIX AOMUHAHT
50 m7
=
é 40 m6
cx) 30 m5
g 20 ‘
§ m3
10
&) m2
0 m1l
1 2 3 4 5 6 7 8 9 10
flueitkun

Puc. 4.9 Pacnpenenenuss IIMH TEHOMOB JIOKAJIBHO JOMUHUPYIOIIUX
nonyasinui no s4deikam. Homep sdeliku Bo3pacTaeT mo Mepe yHAJCHHs OT
WCTOYHHUKA HecrenuPuieckoro HyTpueHrta. [I[BeToM TOKa3aHO KOJIMYECTBO
MOJICJIbHBIX T'€HOB, OTBETCTBEHHBIX 32 METAa00JIU3M, Y JOMUHUPYIOIIEH B JaHHOU
suelike MOMyJsiluU. BbicOTa MOHOLIBETHOI'O CTOJIOIA COOTBETCTBYET KOJUYECTBY
3aIlyCKOB MOJICJIM, B KOTOPBIX B JAHHOW SYEHMKE NOMHUHUPOBAJA IOMYJIALUSA C

KOJIMICCTBOM I'CHOB, COOTBCTCTBYIOIIIHUM ILIBCTY CTOJ'I6I_Ia.
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Opnako s TOro, 4yrtoObl BCKPBITH NMPUYUHBI, JEXKalllie B OCHOBE 3THUX
NaTTEPHOB, MOTPEOOBAIOCH MPHUBJIEYb HHCTPYMEHTHI aHaiM3a, MO3BOJISIONINE
PACKPBITh KOJOTHYECKHUI CMBICI MTPOIIECCOB, MPOUCXOIAIINX B cooOIIecTBE. Peub
uaet 00 aHanmM3e MPOCTPAHCTBEHHOIO  PACHpENEieHUS JOMUHUPYIOIIUX
9KOJIOTHYECKUX (DYHKIIMOHAIBHBIX TPYII (Ianee — 3KOrpym, cM. pazaen 2.3.1).
[TockonbKy cTano sICHO, YTO JUIMHA F€HOMa IOMUHUPYIONIEH NOMyJISIUU cama 1o
cebe MaJlo YTO MOXKET CKa3aTh 00 HBOJIIOIMOHHOW TEHJEHIIMU B COOOIECTBE BHE
KOHTEKCTa B3aMMOCBSI3EH MEXy MOMYJALUSMHU U BHE y4€Ta MPOCTPAHCTBEHHO-
TeTEePOreHHBIX MUKPOYCIOBUM, K KOTOPHIM MPOUCXOAUT aJanTalus, MOIX0T
aHajau3a SKOrpynn ObLI MPUMEHEH TaK K€ W JJIs aHajdu3a JTUHAMHUKH SBOJIIOIUU
CUCTEMbl BO BpeMeHHU. Pa3OueHue MNOMyIsSIUOHHBIX JUHAMUK Ha SKOTPYIIIIHI
MO3BOJIMIJIO Pa300paTbcsi B CIOKHOM XapakTepe MOMyJsSIIMOHHO-TeHETUYECKUX
MPOIIECCOB, MPOUCXOIAIMIMX B CHUCTEME, M VyBUJETb CTOSIIMA 3a HUMU

HKOJIOTHYECKUI CMBICI.

CpaBHeHHE pacnpeeleHnid JOMUHUPYIOIIKX SKOTPYIIII MO s;lueKaM B cilydae
0e3 xeMoTakcuca u ¢ xemorakcucoM (cm. Puc. 4.10) moka3piBaeT, 9TO UX XapakTep
KauyeCTBEHHO OTJIMYAeTcs NpYyr OT Jpyra. B ciaydae HEMOOMIBHBIX KJIETOK
HaAOJII0JaeTCsl MPOCTPAHCTBEHHAs! CTpaTU(UKALUs JOMUHUPYIOIIUX SKOIPyMN B
3aBHCHUMOCTH OT OJM30CTH SYEHKM K MCTOYHUKY Hecmeuupuueckoro cyocrpara —
Onmke JOMUHUPYIOT 31u(UKATOphl, a JAajbllle — KBa3uKoMMeHcanbl. [Ipuuém
aHaJIn3 IUHAMUK OMOMAacC SKOTPYII MOKa3bIBAET, YTO MPUCYTCTBYET TEHACHIIUS K
MapuTeTy ATUX ABYX SKOTPYII [0 OMoMacce, HECMOTPSI Ha HEpaBHOE COOTHOIIICHUE
IPOCTPAHCTBA, HA KOTOPOM pealu3yeTcsl UX TOMHHHMpOBaHHE. BaxkHO OTMETUTS,
YTO MPOCTOM aHaIM3 JOMUHUPYIOUIMX MOMYJSIIUA M SKOTPYHI HE B COCTOSIHUU
BBISIBUTH 3TOT 3(Pdexr. Takum obOpa3om, B ciayyae 0e€3 XeMOTaKcuca CUCTeMa
CTPEMHUTCSI K COCTOSIHHIO, KOTOPOE XapaKTEepHU3yeTCs TeM XKe paclpeneicHHeM
OMoMacc DJKOJIIOTMYECKUX (PYHKIMOHAIBHBIX TPYII, 4YTO W B  Clyd4ae
JETCPMUHHPOBAHHOM CUCTEMBI C TIOJIHBIM HAOOPOM KOMOHMHAITUI METa0OINISCKIX

cucreM (cM. paszen 4.2), 1 BEKTOp 0TOOpa HE MEHSETCS.
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Pacnpep,eneHMe JIOKAJIbHO
AOMUHUPYIOLWMX SKOrpynn
o 100%
Q
= 80%
Q (1]
5 5 60%
= =
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fAuenkun
N 3puduKaTopbl B KBa3UKOMMEHCa/bl
PacnpeaeneHue No0KazibHO AOMUHUPYHOLLUX
aKkorpynn
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§<’ 0%
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Aveiiku
| 3AM¢MK8TOpr H KBa3MKOMMEHCanbl
H npoayueHTbl KBa3MMYyTYa/IUCTbl

Puc. 4.10. Pacnpenenenue JOMUHUPYIONTUX SKOTPYII MO sSYEHKaM B cliydae
0e3 xemoTakcuca (CBepXy) M ¢ XeMoTakcucoMm (cHuzy). L[Berom o0o3HaueHa
JOMUHUPYIOIAsl SKOTpyMNa B JaHHOM siuelike. BennunHa MOHOIBETHOTO CTOJIONA
COOTBETCTBYET KOJIMYECTBY 3alyCKOB MOJICTIH, B KOTOPBIX B JAHHOM sUeiike
JOMHUHHpPOBAJia JKOTPYIIA, COOTBETCTBYIOIIAs IBETy CTOJOIA. OKOrpymma
CUMTAIaCh JOMUHUPYIOIIEH B sSYEHKe, €CIM CyMMa YKClia KJIETOK OTHOCSIIUXCS K
Hell TOMYJSAIUKA B JAHHOW SYCHKe MPEBOCXOAMIIA TAaKOBYIO OT JIFOOOW Ipyrou

sKorpymibl. Onucanue 3Kkorpymnn cM. B pasaene 2.3.1.

Tem camMbIM TTOKA3aHO, YTO HAJTMYHE TPAUEHTA HECTIEIIM(PUIECKOTO CyOCcTparTa
CIIOCOOHO TPHUBOJNUTH K IMPOCTPAHCTBEHHOW CTPATU(PUKANNUN TOMUHHUPYIOIIHX

AKOrPYII NOMYJISIUNA HEMOOMIIBHBIX KJIETOK B OTJIMYKE OT CTydasi C paBHOMEPHBIM
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nepememuBanuem (0D-momens) (S. A. Lashin et al., 2012), rae peanusyercs 6o
JOMHHHAPOBaHHE B OJKOCHCTEME JAUGHUKATOPOB, JHMOO KBAa3HMKOMMEHCAJIOB,

AHAJIOTHYHO TOMY, 4YTO IMOJY4YaCTCA IJIA ClIydasd C XCMOTAKCUCOM.

B ciyuae, xora KJIE€TKM MOTYT JBHUTAThCS IOJ ICUCTBHEM XEMOTAaKCHCA, B
OCHOBHOM, HaOJIIOJIalOTCs JIBa THUIA MCXOJOB: JIMOO JOMUHUPYET MOIYJISIUs C
3aMKHYTBIM MeTaboIM3MOM (amudukarop), 1100 MOAIUTHIBAEMbIEC
CyOJJOMUHUPYIOIUMHA  KBAa3UMYTYyalUCTaMU  CIEIUATU3UPOBAHHBIE IMapa3UThI
(kBazukoMMeHcanbl). CTOUT OTMETUTh TOT (aKT, YTO B OTJIMYHE OT
JETEPMUHUPOBAHHON CHCTEMBI C TTOJTHBIM HA00pOM KOMOWHAITMA METaO0IMIECKUX
cucteM (cM. pasnen 4.2), rae oToop ACHCTBYET B CTOPOHY, 0JaronpUsITCTBYIONIYIO
saudukaTopam, B ciiydae CUCTEMBI C TEHETUYECKOW M3MeHYnBOCThIO B Buje 11 u
MOTEPH TEHOB CYIIECTBYET €m€ OJHO CTa0WJIbHOE pacIpeneieHne Omomacc
skorpynn (cM. Puc. 4.11), mpuuéM B O3TOT pEXHUM IOMAJAIOT HE TOJIBKO
dbopmupyIONecs CHCTEMBbl HAa pPAaHHUX CTaausX, HO ¥ OTHOCHUTEIHHO

copmupoBaHHbIe cucTeMbl (Hapumep, 10 000, 18 000 mokoseHwMiA).
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Puc. 4.11. XapaktepHble IUHAMUKH OHOMAcC DKOTPYIIN i CIy4aeB C
XeMoTakcucoM (cmpaBa: 0,r) U 0e3 (ciieBa: a,B). a — YCTAHOBHUBIIMICS MMAPUTET
MU(PHUKATOPOB M KBa3UKOMMEHCAJIOB; 0 — JOMHWHUPOBaHUE SAU(PUKATOPOB; B —
TIEPEXOTHBIA PEXKUM C ITOCIIC0BATEILHBIM BO3PACTaHUEM JIOJU KBA3UKOMMEHCAJIOB
B cooOmectBe (Cykueccusi); T — JOMHUHUPOBAaHHWE KBa3MKOMMEHCAJIOB.
KBazumyTyanucTbl BBICTYMarOT B KadecTBe cyOaomuHanTt. [lo ocu abcuumce
OTJIOKEHO BpeMs (B TOKOJCHHUSAX), a MO OCH OPAWHAT — TIOPSIOK YUCICHHOCTH

AKOTpYyIII.



145

4.3.3 AHanu3 3KOJIOTHYECKUX CTPYKTYP CPOPMHUPOBAHHBIX COOOIIECTB C
IMOMOIIIBIO METOA IIaBHBIX KOMIIOHECHT

HecmoTtps Ha MpoAYKTUBHOCTh PAaCCMOTPEHHOTO BBIIIIE MMOX0/1a, JAHHBIX 00
OJTHAX TOJBKO JOMHUHHUPYIOIIUX HKOTPYMNIax HEIOCTATOYHO, YTOOBI TOJYYHTH
IIEJIOCTHOE TPEJCTABICHUE 00 KOJIOTHYECKOU CTPYKType coobmiectBa. [loatomy
obL1 mpuMenEH MeTo 1 raBHBIX kKommoHeHT (MI'K) (Hotelling, 1933; Pearson, 1901)
K pe3yJabTaTaM 4YHCICHHOTO MOJICIMPOBAHUS, HCIOAB3YS HHGOPMAIUIO O
CyMMapHOH OMoMacce KaXXJTOM OSKOTpymHIbl KaK Ha YpOBHE JIOKAJIbHBIX
MECTOOOUTaHUH (SUEEK), TAaK ¥ BCEH CUCTEMBI B 11eJIOM. TeM caMbIM ObliIa TIOJTy4eHa
BO3MOXXHOCTh  BBIIBUTH  KJIACTEPhl,  COOTBETCTBYIOIIHUE  OINPEICIEHHBIM

HKOJIOTHYECKUM CTPYKTYypaM.

4.3.3.1 Ananusz Ha yposHe 6ceii IKocucmembl

B kauectBe 00bekTOB /s aHanu3a MI'K ObuiM MCronb30BaHbI pe3yibTaThl
CTOXAaCTUYECKUX  BBIUYMCIUTENBHBIX  OKCIEpUMEHTOB. KoJIM4ecTBO  KIETOK,
MPUXOAIINXCA Ha KXAYIO U3 SKOTPYII KaK HA MOMEHT OKOHYaHUS Pacu€ToB, TakK
U B CpeaHeM, ObLJIO PaCCMOTPEHO B KadeCcTBE MPHU3HAKOB: X = (0bwasn 6uomacca
aougukamopos,  obwas  buomacca - npooyyeHmos, obwas  obuomacca
K8A3UKOMMEHCAN08, 00was ouomacca KeazumMymyanucmos, oodwas ouomacca

nonyaiauyuu ¢ MURUMATbHbIM 2€HOMOM).

HtoroBas kapTMHa OTpa)xkaeT pacmpefesieHus OuoMacc  SKOTPYIIIL,
XapaKTepHbIC JI1 KIMMAKCHBIX COOOIIECTB, B TO BPEMs KaK aHAIU3 yCPEIHEHHBIX
OroMacc TO3BOJISIET BBIJCIHUTH TE€ SKOTPYIBI, YhE€ ydacTHE OBbLIO BaXHBIM B

npoiecce ux GOpMUPOBAHUS.
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Puc. 4.12. PacnionokeHne BBIYMCIUTEIBHBIX YKCIIEPUMEHTOB B MTPOCKIIUU Ha
IepBble JBE TJaBHBIE KOMIIOHEHTHL. KpacHBIMH Kpy»KOYKaMd 0003HAYEHBI
9KCIICPUMEHTHI 0€3 XeMOTaKcHca, OMPIO30BBIMH — ¢ XeMoTakcucoM. HampasneHust
NPU3HAKOB YKa3aHbl TEMHO-KpacHbIMH cTpenkamu: aedificator — obmiast 6momacca

snudukaTopoB; producer — obmas Ouomacca mpoayleHTOB; quasi.commensal —
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obmiass Oumomacca KBa3sMKOMMeEHcajoB; (uasi.mutualist — oOmas Ouomacca
KBa3MMYTYaJINCTOB; Y _Supershort — obmas 6romacca Moy ISiui ¢ MUHUMAIIbHBIM
reHomMoM. CBepxy (a) mpeacraBieHa KapTUHA, MOJy4YeHHas Ha OCHOBAHUU
UTOTOBOTO PacIpeae/ieHUsi OMOMACCHI [0 AKOrPyImaM, a CHu3y (0) — Ha OCHOBE

YCPEIHEHHBIX 110 BPEMEHU OMOMAcC COOTBETCTBYIOLIUX SKOTPYIIIL.

[TpoBenEéHHBIN aHATU3 MOKA3aJ, YTO CIydah ¢ XEMOTAKCHCOM U O€3 XOpOIIIo
KJIACTEPU3YIOTCA, HE nepeMeinnBatoTcs (cM. Puc. 4.12). 310 TOBOPUT O TOM, YTO
CIIOCOOHOCTh K aKTHUBHBIM MHTpAllMsSM IMOCPEJICTBOM XEMOTaKCcHca MPUBOIUT K
OTIINYHSM B IKOJIOTHUECKOU CTPYKTYpe GOpMHUPYEMBIX cO001IecTB. J{ocTOBEpHOCTH
OTJIMYUI CPEeHUX MOATBEPXKAAETCS TECTOM YaJa Juisi OuoMace 31u(pUKaTopoB U
KBazuMyTyancToB (p-value < 0.05) kak Ha UTOrOBBIX, TAK M Ha YCPEITHEHHBIX
JaHHBIX. B cpednem buomacca 30ughukamopos sviuie 0Jisk IKOCUCHEM, COCMOAUJUX
U3 HeMOOUTbHBIX Op2aHu3zmMoe (be3 Xxemomakxcuca), 6 mo 8pems Kaxk ouomacca
K8A3UMYMYaIUCmos vlule 6 CAy4asx MOOUTbHbIX opeanusmos. Jljia Ouomacc
MPOYIIEHTOB, KBA3UKOMMEHCAJIOB U 001a1aTeNell MUHMMAaIbHOTO TeHOMAa OTJIMYHS

HemocToBepHbI (P-value > 0.05).

JIBa kjacca, Ha Koropble pacnajnatorcs (cM. Puc. 4.12a) pe3ynbTaThl
BBIYHCIIUTENHHBIX YKCIIEPUMEHTOB B CIy4ae ¢ XeMOTaKCHCOM COOTBETCTBYIOT IBYM
UTOTOBBIM HKOJIOTHYECKUM KoHpurypamusam: 1) JlomuaupoBanue >Au(pUKaTOPOB U
HE3HAYUTEIILHOE IPUCYTCTBHUE MTPEICTaBUTENCH Apyrux skorpymi (cM. Puc. 4.1106);
2) JloMuHMpOBaHNE KBa3UKOMMEHCAJIOB B CBSI3KE C KBA3UMYTYaJIMCTAMU TIPU TTOYTH
MOJIHOM OTCYTCTBUU >audukatopoB B cucteme (cMm. Puc. 4.11r). Uckmouenue
COCTaBUJI JIMIIb OJUH BBIYUCIUTENBHBIN IKCIIEPUMEHT, B KOTOPOM HaO0III01a710Ch
JOMUHUPOBAHUE KBAa3UMYTYaJUCTOB TPH HAIUYUU HAUPUKATOPOB B KAueCTBE
CyOJOMUHAHT, /Ui KOTOPOTO, OJTHAKO, XapaKTepHa HeperylsipHas TUHAMUKa, a He

CTalMoHap.

Cayyan xe 06e3 XeMOTaKCHca KJIACTepU3yIOTCsS BHYTpU ceOs MeHee YETKO Ha
TPH TPYIIBL: ISl BCEX HUX XapaKTepHa oOI1asi CTPYKTypa CBS3KHU 3AU(PUKATOPOB U

KBa3MKOMMCHCAJIOB, OIIMCaHHas paHCC, U pas3indusd pacpoOCTPaHAIOTCA JMUIIb Ha
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COOTHOHICHUE ITPOCTPAaHCTBA, 3aHUMACMOI'0 B HpePIMYHICCTBeHHOﬁ CTCIICHU TOM

WJIA UHOM 3KOTPYMIIOH.

4.3.3.2 Ananu3z Ha ypoeHe JIOKAIbHbIX MeCmooOumaHuil

Jlst Toro, 4TOOBI MOHATH, KaK MPOCTPAHCTBEHHO-TETEPOTEHHBIC JIOKATLHBIC
HKOJIOTUYECKUE YCIOBUSA OMOTOIA BIUSIOT Ha CTPYKTYpY QopMupyromieics B
JTAHHOM OMOTOII€ YKOCUCTEMBI, OBLT TIPOBEIEH TAKKE aHAIIN3 HAa YPOBHE JIOKAJTBHBIX
MectooOuTaHui. JlaHHBIM aHaANIWM3 MOJpa3yMmMeBaj Clenyloliee OTIWYUE B
METO/I0JIOTUHU: OMOMACChl SKOTPYIIIT CYMMHUPOBAIUCH HE 110 BCEM CUCTEME B IIEJIOM,
a TI0 OTACIBbHBIM e€ stuerikam. TakuM 00pa3oM, 0OBEKT MPEACTABIISLT COOOH yKe HE
OTZEJIbHBIA BBIYMCIUTEIbHBIA SKCIEPUMEHT, a JAHHBIE i1 KOHKPETHOW SYEHKHU
OT/ICJIBHOTO BBIYMCIHUTEIBHOTO HKcrepuMeHTa. [loCKOJIbKY TIpu MpOBEACHUU
JAHHOTO BUJA aHAIM3a KCCIeNoBaTelb a Priori pacrosaraet 3HaHUSMHU O TOM,
Kakue OOBEKThl COOTBETCTBYIOT KAaKUM suelKaMm, MOXKHO IPOAHAIU3UPOBATH
3aBUCUMOCTh  paclpelesieHnii OuoMacc HSKOTrpyI OT MPOCTPAHCTBEHHOMU

JIOKaJIM3alyn, HC 3aKJIaJiblBas 9TO 3HAHUEC 3apaHCC B aHAJIU3.

[TockonbKy MO Mepe yJaieHusi OT UCTOYHHKA Hecrenuduueckoro cyocTpara
obmras 6momacca mamaet (cMm. pazaen 4.3.1), HyneBast TUIIOTE3a COCTOUT B TOM, UTO
JUISL KOKIOM HKOrpynmbel OyIeT coxpaHsaTbes 3TOT TpeHA. OpHako, aHauu3
MOKAa3bIBAET, YTO 3TO HE TaK B CIIydasiX, KOrja KJIETKA MOOWIIbHBI, — OMoMacca
3AU(PUKATOPOB JOCTOBEPHO pacTéTr MO Mepe yAaleHus OT HCTOYHHMKA
Hecnenmuueckoro cyocrpara (p-value < 0.01 kak Ha ycpenHEHHBIX, TaK M Ha
UTOTOBBIX IaHHBIX ). TaKke JaHHBINA TPEH ] HAPYIIASTCS U JIJIs1 KIIETOK, 00J1a1atoInX
MUHUMAaJIBHBIM T€HOMOM, B CiTy4asx 0e3 xemorakcuca (p-value < 0.05, Toiapko Ha

YCPEIHEHHBIX JIaHHBIX ).
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Puc. 4.13. PacnionioxkeHre BEIMUCIUTEIBHBIX YKCIIEPUMEHTOB 0€3 XeMOTaKcuca
B IIPOCKUMH HA IIEPBBIE [IBE€ TIJIABHbIE KOMIIOHEHTHI. [[BETOM Kpy»KOUKOB

0003HAUEHbI SYEHKHU, B KOTOPBIX OBUIM MOCYUTAHBI OMOMAcCChl SKOTPYII B
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KOHKPETHOM BBIYMCIUTEIBLHOM 3KCIepruMeHTe. HamnpasiieHus npu3HaKkoB yKa3aHbI
TéMHO-KpacHbIMH cTpenkamu: aedificator — obmas Oumomacca 3au(pUKATOPOB;
producer — o6miast Onomacca mpoayIeHToOB; quasi.commensal — obmas Grmomacca
KBa3MKOMMeEHcasioB; quasi.mutualist — oOmas Ouomacca KBa3HMMYTYalUCTOB;
y_supershort — o6rrast Onomacca NoMyJISIHA ¢ MUHUMaJIBHBIM TeHOMOM. CBepXy (a)
Npe/CTaBICHa KapTHHA, MOJyYeHHas Ha OCHOBAHWUU HTOTOBOTO paclpeIeiCHHUS
Oromacchl 1O 3KOrpymmnam, a cHu3y (0) — Ha OCHOBE YCPEIHEHHBIX 10 BPEMCHHU

oromacc COOTBCTCTBYIOIIMX SKOT'PYIIII.

Ha puc. 4.13 npencraBiensl pe3yibTaTbl aHanmza MI'K mo jnokaibHbIM
Oromaccam 3KOrpyImi JUIsl BBIMUCIUTENbHBIX SKCIIEPUMEHTOB 0e3 XxeMoTakcuca. [1o
OCH a0CIIUCC U3MEHYMBOCTH CBSI3aHA, OUEBHUJIHO, C PACIIOJI0KEHUEM 10 OTHOILIEHUIO
k uctounuky HC (mpuuyéM BKIaabsl MpPU3HAKOB MOKA3bIBAIOT, YTO BCE, KPOME
MUHUMAaJIBHOIO T€HOMA UMEIOT TEHCHIIMIO MTpeodiagaTh ONMKe K Hayally), 4To U
OPUBOAUT K (POPMHUPOBAHUIO TpajueHTa Ouomacchl, a BOT IO OCH OpJWHAT
HauOONbIIMA M TOpU HSTOM PA3HOHAINPABIECHHBIM BKJIAJ BHOCAT OHOMAacchl
AU(PUKATOPOB U KBa3MKOMMeEHCalIoB. COOTHOILIEHHE MEXIy OumomaccaMu 3THX
JBYX DBKOrpylm W OOyCIaBIMBalOT B OCHOBHOM MMEIOLIYIOCS IO 3TOH OCH

HU3MCHYUBOCTB.

B chyuyasx Cc XeMOTaKCHCOM BBIJCJSIFOTCS JBa OCHOBHBIX HarpaBlICHUS
U3MCHUYMBOCTH — IO CyMMapHOW OWoMacce  KBa3MKOMMEHCAJIOB  C
KBa3UMYTyaJIUCTaMH U 110 Ouomacce saudukaropon. [Ipuuém, mepBoe HanpapieHne
COOTBETCTBYET 95.9% 00BsICHEHHO TUCTIEPCUH, M BBICOKHE TTOKA3aTeNIn OMOMAaCChl

JIOCTUTAIOTCS JIUIB B Oin3kux K nctounnky HC siueiikax.

[TIpoBenénnoe YUCIICHHOE MOJICJIUPOBAHUE MMOKAa3bIBACT, qTOo
MPOCTPAHCTBEHHAS OpraHu3anus cpeasl oOuTaHus QopMupyer JaHamadt
JMaBJICHUS OTOOpa, OIOCpPeays TEM CaMbIM DBOJIOIMOHHBIC  IPOIECCHI,

MPOUCXOJAIINE B JKocucreMe. B cBOWO ouepedp, 3TO CIYyXKUT IPUUYUHOU
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KOMITAPTMEHTAIM3AIMA Ha SKOCUCTEMHOM YPOBHE, MPHUBOJS K MPOCTPAHCTBEHHO-
CrIeU(HUUYECKON peann3alui Pa3HOOOpPa3HBIX 3BOJIIOLNUOHHBIX CIICHAPUEB, YTO
COTJIaCyeTCsl ¢ JPYTUMH HCCIEIOBaHUSAMHU, Kak Tteopermueckoit (Goldschmidt,
Regoes, & Johnson, 2017) Tak u skcnepumentanbhoi (Callahan et al., 2014;

Goldschmidt et al., 2017) nanpaBieHHOCTH.

BakHOoCTh ~ Murpanuu s 9BOJIOIHOHHON  YCIEIIHOCTH  aKTOB
TOPH30HTAJILHOrO IepeHoca Obuia mokazaHa B paborax (Niehus et al., 2015).
Murpanus oOecreyrBaeT CTaOWIBHBIA TEHHBIM MPUTOK HYXHOW IUIOTHOCTH,
MO3BOJIAIOIIMNA MyTaHTaM HaOpaTh KPUTHUYECKYI0 Omomaccy, HEOOXOAMMYIO st
3aKpEIUICHUS] B COOOIIECTBE, YTO IMO3BOJSIET TAKOMY OTHOCHTEIBHO PEIKOMY
COOBITHIO KaK TOPU3OHTAIBHBIN MEPEHOC OMNPEACISATh SBOJIOIHMI0O MUKPOOHOTO
COOOIIECTBa, MPEOI0JICBast MPEMATCTBHS, CO3/1aBacMbIe JKECTKONW KOHKYPEHTHOM

Cpemoi yKe CIIOKHBIIETOCS COOOIIECTRa.

Murpanuu kak mpouecc, NpensTCTBYIOMUN BBIPAKEHUIO MTPOCTPAHCTBEHHOM
KOMMapTMEHTAIU3aluU, BEAYyT K YMEHBIIEHUIO pa3HOooOpas3usi cooOIlecTBa M K
HKCIIAHCUM HEMHOTHUX MPUCIOCOOIEHHBIX MOMYJISALUH, YTO, OJTHAKO, HE IPUBOJIUT K
YBEJIMYEHUIO 00IIeil OMoMacchl MO CPaBHEHUIO C COOOIECTBAMU HEMOOMJIbHBIX
opranu3MoB. JlaHHbi 3(QdEeKT MOXHO OOBSCHUTH LEMHBIM COKpAIEHUEM
HKOJIOTUYECKUX JIMLEH3UN B CBSI3M CO CHMIKEHHMEM pa3HooOpa3usi U yHpOIIeHUEM

CTPYKTYpHI coobriectBa (cm. Puc. 4.8).

HecmoTps Ha CTOXaCTHYHOCTH NPOLECCOB TE€HETHYECKONM HW3MEHYMBOCTH,
IIPOUCXOIUT YCTOWUYMBAs CAMOOpraHU3alys Ha yPOBHE MMATTEPHOB JKOJOTMYECKUX
CTpYKTYp. BMecTe ¢ TeM Hanm4ecTByeT MHOKECTBEHHOCTh 0aCCEMHOB MPUTSHKCHUS
HBOJIIOIMU CUCTEM NOJI00HOr0 Tuna. [IpocTpaHCTBO 3BOJIOLIMOHHBIX TPACKTOPUNA
KaHanu3upyetcs. HezaBucuMo HU OT IPOMCXOXKICHUS, HU OT KOHKPETHOro Habopa
METa0OJIMYECKUX  CHUCTeM B  OTAEJbHBIX  MOMYJSIUAX,  CKJIAAbIBAIOTCS
onpenenéHaple  KOHPUTyparuu (yHKIMOHATBHBIX THIIOB, JHUIIL B TEPMHUHAX
KOTOPBIX MOJET OBITh TIOHATO COJEP)KaHUE HBOJIOLMOHHBIX IPOIECCOB,

MPOUCXOIAIIUX B MUKPOOHOM cOO0IIIECTBE. ITO OTChUTAET K uaesM ['.A. 3aBap3uHa,
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KOTOpPBbIM YyKa3blBaJl HA TO, YTO «B IOMCKax 3HaHUW 00 3BOJIOLMHU OHOChEpsI
MPOIIIIOr0 MPUXOAUTCS OMUPATHCS HE Ha (DUITOTEHUIO COBPEMEHHBIX OaKTepuid, a Ha

X (YHKIIMOHAJIbHBIE XapaKTEPUCTUKU, TO €CTh HE Ha PUOOTHUM, a HA SKOTHID)

(3aBap3un, 2000).

Takum O6p&30M, KOHTEKCT B3aMMOCBSI3EH MCXKOY [MNNOIyJsimusaAMH U
MNPOCTPAHCTBCHHO-T'CTCPOIrCHHLIC JIOKAJIbHBIC 3KOJIOTMICCKUEC YCIIOBUSA, K KOTOPbIM
MMPOUCXOAUT adallTallusd, OIIPCACIIAIOT I[GﬁCTBHC 0T6opa Ha YPOBHC 3KOCHCTCM,
OCTaBJIsIA TC TpO(i)I/I‘IeCKI/Ie KOH(l)I/IpraHI/II/I, KOTOPBIC OKAa3bIBAIOTCA HauoOoIee

YCTOI‘/’I‘II/IBBIMI/I B JAHHBIX YCJIIOBHAX.

4.4. BnusHue QaroBoil WHQEKIMKM Ha DBOJIIOLMI0 OaKTEPUATIBLHOTO

coo0I1ecTna

bakreprodaru SBIAIOTCS OOHUM M3 (PAKTOPOB, ACHCTBYIOIIUX HA HBOJIIOLUIO
OaxkTepuil. U3BECTHO, YTO OHU HE TOJIBKO MOTYT CHOCOOCTBOBATh TOPU30HTAIBHOMY
NEPEHOCY T€HETHYECKOr0 MaTrepuaia MEeX]y KIETKaMu, HO U SIBIAThCS (pakTopom
JOBUKYLIETO 0TOOpa. [lepexntouenne Mex 1y TM30r€HHBIM U JINTUYECKUM PEKUMOM
OPUBOJUT K Ppa3IMYHbIM THUIIAM KOJBOJIOLUMU B CHUCTEMax «OaKTepuaIbHOE

coobtiecTBo-(ary.

Panee B paGore (Jlammu et al., 2011) Obwia omucaHa Mopelb (aroBoit
UHDEKIMU B MPOKAPUOTHUECKOM COOOIIECTBE, KOTOPOE B Hayajie pacyéToB
MPEACTABIIIO COO0M TpouUecKoe KOJbLO, Tle Kakaas u3 TPEX MOMysIui
noTpeOIIsia POBHO OJUH CIEIM(PUIECKUN CyOCTpaT M MPOU3BOAMIA POBHO OJUH
cneruuyeckuii mpoaykT. B mporecce pacyéra cToXacTUUeCKH C BEPOSTHOCTHIO
10" Ha MOKONIEHME HA KIIETKY MOJAEIMPOBAINCEH IIPOLECCHl KAK TOPU30HTAIBLHOTO
nepeHoca TeHETHYECKOTr0 MaTepraia MEeXy KJIETKaMU Pa3HbIX MOIYJISIIUHN, TaK U
MOTEpU TEHOB. B pe3ynbrare MOSBISINCH, HOBBIC TOIYISIIUN, KOMOMHUPYIOIINE
pa3HbBIC COUYCTAHMS YTUIU3UPYEMBIX U CHHTE3HPYEMBIX cyOcTpaToB. JloOaBieHue B
coo01IecTBO (aroBoil MOMYJISAIUN MPUBOAWIO K 3apa)KEHUIO BCEX TOIMYJISIIHH,

npUYEM JI0JIs1 3apaKEHHBIX KJIETOK 3aBUCENIa KaK OT KOHIIEHTpaIuu (paros B cpere,
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TaK ¥ OT KOHLEHTPAlMU MPOKApHUOTUYECKUX KJeToK. [Ipu 3ToM mHpekus Moria
pa3BUBaTbCAd KaK IO JIMTHYECKOMY, TaK M MO JIM30T€HHOMY CLEHApuio0 B
3aBUCHUMOCTH OT CKOPOCTH pOCTa MOMYyJSIUU XO35iMHA. BbLIo mMokazaHo, 4TO
3apa)kK€HUE CYIIECTBEHHO HW3MEHSET HBOJIOIMOHHYIO JAMHAMUKY COOOIIECTBA,
CIEP>KUBasi POCT WIM JaXEe YHUUTOXKAsl JUHAMHUYHO PACTYIIUE MOMYJISIUA U TEM

CaMbIM IIOAJACPKHUBAA MCHEC KOHKprHTOCHOCO6HBIC B 3THUX YCJIIOBUAX IOITYJIALINHA.

beima paccMoTpeHa Mojelb CoOOIecTBa, OMMCaHHOTO B pasuene 4.3, B
MIPOCTPAHCTBEHHO-PACIIPEACIEHHON CpEE, OpraHu3aluuss KOTOPOW MpeCTaBIICHA

Ha Puc. 4.13.

ecneyne
NuyecKuin
cybcTpar

A
)

Puc. 4.13. IlpocTpaHCTBEHHas OpraHuszanusi Cpeibl OOUTAHHUS B MOJEIH

(daroBoif ”HPEKIIUN B MPOKAPUOTHUIECKOM COOOIIECTBE.

B xozxe uccnenoBanus BappbUpOBAIMCH TAKUE MAapaMETPhl KaK BpEMsi U MECTO
BBO/JIa YMEPEHHBIX ()aroB B Cpely, a TAKKE HAIMYME UM OTCYTCTBHE CIIOCOOHOCTU

K XCMOTAaKCHUCY Yy KIJICTOK. HCCJ’IGJIOB&HI/ICB CJIeaAyromue BOIMPOCHI:

1. xakoBbI OCOOCHHOCTU MPOTEKAHUS YMEpPEHHOU (aroBoil MHOEKIUU B
COO0IIeCTBE, 3apaKEHHOM Ha Pa3IMYHBIX 3TAMax €ro dBOFOIUN?

2. OyHeT Ju 3TO KaK-TO 3aBUCETh OT MPOCTPAHCTBEHHBIX (haKTOPOB?

BappupoBanue BpeMeHHW HadaJlbHOTO Jo00aBiieHUs (HaroB B CHCTEMY
MO3BOJIIIIO OOHAPYXHUTh, uYTO ¢haroBasi WHEOEKIMSA, KaK TPABUIO, 3aMEIJIseT
BUJI000pa3oBaHne, a BUAOBas CTPYKTypa COOOIIECTBAa CIyCTS HEKOTOPOE BpeMs

cranoButcs crarmonapHoi (Klimenko, Matushkin, Kolchanov, & Lashin, 2016).
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Puc. 4.14. XapakrepHasi NONYJSIIIUOHHAS JUHAMUKA MIPU 100aBieHUH (para B
cuctremy Ha 5000 wrepauuu. BugHo, 4yTO JaHHOE COOBITHE NPUBOAMT K
YCTAaHOBJICHUIO KBA3UCTALMOHAPHOTO PEXMUMa ¢ MOHOTOHHBIMU MOIMYJISIITUOHHBIMA

JUHaAMHKaMU.

Ecn  paccMOTpeTp  XapakTEpHYIO NOMYJISALHUOHHYK0 JUHAMHUKY IIpH
noGasiennu ¢ara (cMm. Puc. 4.14), To BUgHO, 4TO 10 100aBieHus (para B cpey UAyT
OypHBIE TIpolLlECCHl BUIA000PA30BaHUS — HOBBIE TOMYJISUUMU BO3HUKAIOT U
BBIMHUPAIOT, OJTHAKO MOCJIE — CHUCTeMa CTaOUIIM3UPYEeTCs, U BUI000pa30BaHUE KaK
Ooynro Obl 3amesisiercs. CiaeayeT OTMETHTb, YTO B paMKax JaHHOM pPabOThI O
BUJ000pa30BaHUM TOBOPUTCS HCKIIOYUTENILHO B TEPMUHAX TOTEPH WU
npUOOpEeTEeHUs] HOBBIX META0OJMYECKUX NPU3HAKOB, a 3BOJIOLUS MEXaHU3MOB

HMMYHHUTCTA 0OCTaéTCs 3a paMKaMH JaHHOI'O YUCJIICHHOI'O UCCIICAOBAHU .

J{nst olieHKH MOTy4eHHOro 3P dexTa ObUT MPEAJIOAKEH U UCIOJIH30BaH HUHICKC

ckopoctu BugoodpazoBanus (SRI), mocunTaHHbIi coracHo cienyromein hopmyse:

|[{p|p—BHOBb BO3HUKIIIAs KU3HECTIOCOGHAS OIS} |

SRI = (4.2)

time_span
rac time_span — IIPOMEXKYTOK BPEMCHH, HaA IIPOTAKCHHHU KOTOPOIro

OIICHUBACTCA CKOPOCTb BI/I)1006p a30BaHUsI, momyJAanus CUHNTACTCA
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YKU3HECTIOCOOHOM, €ClIi OHA MPOCYIIECTBOBaNA OOJBIIEE YUCIO MOKOJECHUN, YeM
3aAaHHbIi nopor, Kotopelil paBHsuics 500. CorsmacHO ypaBHEHUIO 4.2, 4eM BBIIIIE
SRI, Tem Gosiee MHTEHCUBHBIE TTPOLIECCHI BUI000PA30BaHUs TPOUCXOAT B JAHHBIN
poMexXyToK BpemeHu. M HaoO6opoT, ueM Huxe SRI, TeM MeHbIIIe )KM3HECTTOCOOHBIX

HOHYJIHHI’Iﬁ IMOABJIACTCA B JAHHOC BPCM:I.

[Tocne moGaBneHwss yMmepeHHOro (ara B CHCTEMY HWHIEKC CKOPOCTH
BugooOpazoBanus (SRI) mamaer OGosee uyem Ha mopsaok (cm. Puc. 4.15).
JIOCTOBEpHOCTh pa3fnuuMii TOJATBEpXKIEHA KpUTEpPHEM YouIa TMpU YpPOBHE

sgaynmoctH 0.999.

SRI npu cpeaHem BpemeHu gobasneHua ¢ara (cnycra 5000
NOKONEHMUIA)

0.01
0.008

0.006 W [lo 3apakeHuna

0.004 B [Nocne 3apaxKeHunA

0.002

0 - e =T

HOobasneHne s 1.1 [obasnenne B 3.3 [JobasneHue B 5.5

Puc. 4.15. Cpennuit SRI npu cpeanem BpemeHu poOaBieHusi (ara B
pasnmuusble sguevikn cmycta 5000 nokonenuit. Ilpenensl morpemHocTe Ha

JuarpaMMme 0ToOpa)xaroT CTaHAApPTHOE OTKJIIOHEHHE.

Takum oOpa3zoM, Mpu B3aUMOACHCTBUU MOMYJIALMN OaKTEPUl U YMEPEHHBIX
(haroB cKOpoCTh IPUOOPETCHHUSI META0OIMICCKUX IMPU3HAKOB, OJIArONPUSTHBIX IS
cylllecTBOBaHMs B OecaroBoil cpee, 3aMeIsieTCs MPU ABOJIIOIUU B PUCYTCTBUU
(dara mo cpaBHEHHIO C KOHTPOJEM, UYTO COIJIACYyeTCS C 3KCHEPUMEHTaIbHBIMU

nauaeiMu (Scanlan et al., 2015).
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Puc. (A) bakrepun, kosBosroronupoBagiiue ¢ paramu (Coevo), mokasanu
OOJIBIIYI0 PE3UCTEHTHOCTh, YEM MOMYJIALUUA OaKTepuil, IBOJIOLMOHUPOBABIINX B
Oectarosoii cpene (EV0), okazaBHmIMXCS YYBCTBUTEIBHBIMH KO BCEM (DaroBBIM
HOnyJIsInusAM U3 skcnepumenTa. (B) Jlmarpammel pa3maxa, MOKa3bIBAIOIIHE YTO
OakTepuanbHbIE KIETKH, KOIBOJIOLMOHHPOBABIINE C ¢aramMud, WUMEIOT 3HAUYMMO
CHIDKEHHYIO TIPUCIIOCOOJICHHOCTh B 0OecdaroBoil cpee MO CpaBHEHUIO C
OaKkTepualibHBIMU  MOMYJSALUMSMU, HE MOABEPraBIIMMUCA KOABOJIOLMH, a
HBOJIIOLIMOHUPOBABILIMMHU B cpesie 0e3 (paros, mpuoOpeTasi aJanTUBHbIE MyTallUu.
[Tprcnoco0aeHHOCTh MPEIKOBOM MOMYIISIUKN JUKOTO THUIAa OTMEUEHA MyHKTHUPHOM

muauer (=1) (Scanlan et al., 2015).

YToOBI IOHATH, KaK 3apaKCHUE BIMSICT Ha BUIOBYIO CTPYKTYpPY COOOIIIECTBa,
OBLTM TOCTPOCHBI TpauKy JAWHAMUKHA BHJIOBOTO OOTaTCTBA JUIA Pa3IUIHBIX
CJIy4aeB, pa3INyaromuxcsi BpeMEHEM U MeCTOM jJo00aBiieHus (ara, 1 oOHapy)eHa
oO1miast TeHAeHIIUs: TTocie qo0aBieHus gara B cpelly BUJA0OBOE OOraTcTBO MajacT, a

ero TMHAMHUKa BBIXOJIUT Ha CTanuoHap (i npumepa cM. Puc. 4.16).
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Puc. 4.16. I'padux aguHAMHKH BUJOBOTO OOTaTCTBa IJiA ciydyas qoOaBICHHE
¢dara Ha 5000 mokonenuu B sueiiky (1,1). [To ocu abGeryce OTIOKEHO KOJTHMYECTBO

HOKOHGHHﬁ; a 110 OCH OopJuHAT — KOJIHNMYCCTBO BHAOB B CHUCTCMC Ha 3aJ{laHHOM

ITIOKOJICHHH.
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Puc. 4.17. Muoroo0Opa3ue HHGEKIMOHHBIX JIUHAMHK, BCTPEHAIOIIUXCA B
MOJICNIIX DBOJIIOIUM MPOCTPAHCTBEHHO-PACTIPEACIEHHOIO MPOKAPHOTUUECKOTO

cooOmiectBa B ycioBusix (aropoit wmHpexuuu. [lo ocu abcuucce OTIOKEHO
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KOJINYECTBO HOKOHCHHﬁ, a II0 OCHM opAuHaT — JOJA Bapa)KéHHBIX KICTOK B

COO6IJ_ICCTBC Ha 3aJaHHOM ITOKOJICHHH.

Kpome Toro, B Xoae cpaBHEHHS NPOCTPAHCTBEHHO-CTPYKTYPHPOBAHHBIX
MOJIeJIeH CO CITydaeM PaBHOMEPHOTO MePEMENTUBAHNS ObLTH BBISIBJICHBI PA3IUUHS B
WH(MEKIIMOHHONW TUHAMUKE: B TO BpeMsl, KaK ISl MOCJIEIHUX XapaKTEPHO IMOJHOE
3apakeHHe KJIETOK B CUCTEME, B MOJIENISX MPOCTPAHCTBEHHO-PACIIPEACTEHHBIX CPEl
MOTYT BCTpEYaThbCs pa3sHOOOpa3Hble MH(MEKIHMOHHBIC TuHamuku (cMm. Puc. 4.17),
BKJIIOYAsl HETMOJHOE 3apa)K€HUE CHUCTEMbl M 00pa30BaHUE MPOCTPAHCTBEHHBIX
pedyruii, T.e. yOSXKHWIN, B KOTOPHIX COXPAHSIOTCS 3J0POBBIC MPEICTABUTEIIN
nonyJsiui. B mporecce MoaenrpoBaHus MOKET MPOUCXOJIUTh CMEIICHHE odara
3apa)keHHUs, €r0 PacIIeIUICHNE Ha HECKOJIBKO U JIaXKe €ro HeperyisipHoe Oyk1anue

10 CUCTCMC.

- 0gar

O D083

Puc. 4.18. XapakTepHOoe CTallMOHApHOE paclpeneiieHue JTOoJIeH 3apakEHHBIX
MOMYJISIIANA, BCTPEUAOIIEEeCs] BO MHOTUX BBIUMCIUTENBHBIX JKCIEPUMEHTaX 0Oe3
xeMmoTtakcuca. Kaxxiplii KBaJpaT NpeACTaBIISIET COOTBETCTBYIOIIYIO AUeiiKy. [[BeTom

OTMeUeHa JI0JIs 3apaXKEHHBIX MOMYJISALMI OT 00I1Iel OMoMacCchl COOOIIECTBA.
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Takum o0pa3om, ObUTO MOKa3aHO, YTO B pe3yjbTaTe YMEpPEHHOH ¢aroBoi
WHOEKIMU  TPOUCXOJUT  pPEe3Koe TMaJeHUE CKOPOCTH  BHUA000pa3oBaHUs,
OOyCIIOBJIGHHOTO TOPH30HTAJbHBIM IEPEHOCOM U TOTepell MeTaboIUYecKux
CUCTEM, YTO MOXET OBbITh OOBSCHEHO TEM, YTO YCWJICHHBIH OTOOp 3aTpyAHSET
NOSIBJIECHUE HOBBIX JKU3HECHOCOOHBIX NOMYJSLUUNA, KOTOpPbIE MOIVIM OBl 3aHITh
NOTEHIMAIbHBIE JKOJOTUYECKUE JUIEH3UH. ITOT 3PGEKT O0COOEHHO SPKO
MPOSIBJISIETCS] PU MHBA3UU B STYEHKU C BHICOKMM BUJOBBIM Pa3HOOOpa3HeM B yiKe

c(hOpMHUPOBAHHBIX COOOIIIECTBAX.

B To xe Bpemsi yMepeHHBIH (par urpaeT posib CTaOMIM3UPYIOMIETo (GakTopa,
HOJABIISIOIIEr0 Ype3MEpHOEe BHI000Pa30BaHME U CIIOCOOCTBYIOILIETO IEPEXOay

9KOCHUCTCMBI B CTATHOHAPHOC B CMBICJIC YHCJId BUAOB COCTOAHUC.

B ornnume oT ciiyyas ¢ paBHOMEPHBIM I€peMElIMBaHuEM, B 2D monensax

BCTpeUaeTcsi pa3HooOpa3ue NH(PEKIMOHHBIX JUHAMUK.

45. 3akiaroueHue K riase 4

beim IMOCTPOCHBI M IIPOaHAIIM3UPOBAHBI MOACIIN

® TOpPU30HTAJIBHOIO epeHoca  I'EHOB B IIPOCTPAHCTBEHHO-
pacupeaenEéHHON CUCTEME C U3MEHSIIOIMMUCS YCIOBUSMU CPEBI;

e JeicTBUA OTOOpa B COOOIIECTBE C MOJHBIM HAOOPOM KOMOWHALUN
META00JIMUECKUX CUCTEM,

® YCIOXKHEHUS M  yOpOUIeHHs  MeTaboiau3Ma  NIpOKapuoT B
IPOCTPAHCTBEHHO-TETEPOT€HHOM CPEJIE;

e BnusHUS (daroBoil HMHQPEKIMH HA DHBOJIOLNUI0 OAKTEPHAIBHOTO

CO0OIIIECTBA.

[Toka3zaHo, yTo MecTO BO3HUKHOBEHUSA [ 1] cymecTBEeHHO BIUSAET HA CUEHApPUU
pa3BUTHUSI COOOIIECTBA B CHUCTEMaX CO CKBO3HBIM IPOTOKOM, TIPUBOJIS K
nuddepeHuan  YUCICHHOCTEH TMOMyJISIUA TOCJI€ TOJOJOBKM M JaXe K
U3MEHEHHUSIM COoCTaBa cooOmiecTBa. B cucremax e ¢ NepHeHIUKYISIPHBIM

IMIPOTOKOM MCECTO BO3HHKHOBCHUA I'TI HUIrpacT 3HAYUTCIIbHO MCHBIIYIO pPOJIb, YEM B
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CKBO3HOM cilydae: PyHKIIMOHAJIbHBIE PEKUMbI COOOIIECTBA HUKAK HE MEHSIOTCS OT
toro, rae npouszomén ['Tl. B cooOmiecTBax MOABMXKHBIX MUKPOOPTaHU3MOB THIT
NUTaHMS TIPeCTaBUTENeH COO0IIeCTBA OMpeesieT IBOIIOLMOHHBIN ClIEHAPUH, T10
KOTOpoMy TOHAET pa3ButHe coodmiecTBa B pesynbrare [Tl cuenapuit Kynuna
peanusyercsl B KOMIIEHCATOPHBIX CUCTEMax, a 3aBap3vHa — B HEKOMIIEHCATOPHBIX.
B 1menoMm, pesynbTarhl MOJEIMPOBAaHUS OOJbIIE COOTBETCTBYIOT TOYKE 3pEHUS
3aBap3uHa, Hexenn KyHMHA: SBOJIONMOHHYIO MEPCHEKTHBY  IOIYJISLNH,
MOJYYUBIIEH NPEUMYIIECTBO B  PE3YyJbTaTe€ TOPU3OHTAIBHOIO IEPEHOCA,
ONpENENSIOT HEe €€ COOCTBEHHBIE MpeajanTalud, a MapaMeTpbl 3KOCHCTEMBI.
JlaHHbBIE OrpaHUYEHUS MOTYT OBITh ITPEOI0JIEHBI JTUIITL MOOUJIBHBIMU OpTaHU3MaMH,
CIIOCOOHBIMM K aJallITUBHBIM MUTpAIlUsIM M MEHEe MKECTKO 3aBHUCSIIUMU OT

HKOJIOTUYECKUX (PAaKTOPOB.

B nerepMHMHMpOBaHHOM CHUCTEME C IIOJHBIM HAOOpPOM KOMOUWHAIIMA
METa0O0JIMYECKUX CUCTEM OTOOp MACHCTBYET MO-pa3HOMY Ha NOJBHXKHBIE U
HENOJBIKHBIE OpraHu3Mbl. B ciydae OTCYTCTBHSI CIIOCOOHOCTM K aKTHBHOM
MHUTPAllMAd Pa3BUTUE CHUCTEMBI IPUBOAUT K YCTAHOBJIEHUIO CTPYKTYpPBl W3
3AU(PUKATOPOB U KBA3UKOMMEHCAJIOB, IIE BTOPbIE PE00Ia1atoT HaJ| IEPBBIMU 110
Mepe yAalleHusi OT MCTOYHMKa Hecneuupuueckoro cyocrpara. s moaBMKHBIX
OpraHU3MOB, CIIOCOOHBIX K aJalTUBHBIM MHUTpauusM B Ooliee OJaronpusiTHbIE
XUMHUYECKHE YCJIOBHs, OTOOp MOAJEPKUBAET MOMYJSLUI0 C METabOoIHYeCcKU

MOJIHBIM T€HOMOM (31U(PHKATOP), UMEIOILYIO 3aMKHYTBI METa00JIN3M.

[TokazaHo, yTO pacmpeneiieHne JOMHUHHUPYIOIIUX JIKOTPYMNN MO sueidkam B
ciiydae 0€3 XEeMOTaKCHCa M C XEMOTAKCHCOM KaueCTBEHHO OTIMYAETCS APYT OT
pyra — 011 MOOUNbHBIX K1emOK 32 HECKOIbKUMH MCKIIIOUCHUSIMU HAOI01aeTCs
JIOMUHUPOBAHUE B0 8cell cucmeme 00 30ughuxkamopos, mudo K8A3UKOMMEHCAN08,
B TO BpEMs KaK 011 HEMOOUIbHBIX K1EeMmOK HAOAI00aemcsa npocmpancmeeHHas
cmpamugpukayus TOMAHUPYIONTUX SKOTPYIIT B 3aBUCUMOCTH OT OJIM30CTH SIYCHKHU
K HUCTOYHUKY Hecmeuuduyeckoro cyoctpata — Oaudxce  OOMUHUDYIOM

s0uguxkamopuwl, a danvuie — Keazukommencavl. llpuuém aHanu3 TMHAMHUK 6roMace
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SKOTPYMI MOKa3bIBAET, YTO MPHUCYTCTBYET MEHOEHYUs K napumemy 3mux O08yx
9KO2pYnn no buomacce, HECMOTPSL HA HEPABHOE COOTHOIICHHE MPOCTPAHCTBA, HA
KOTOPOM peanusyeTcss MX JoMuHHpoBaHue. [Ipm 3TomM B cpeaHeM Ouomacca
3M(UKATOPOB BBILIE AJIST IKOCUCTEM, COCTOSIIMX U3 HEMOOMIIbHBIX OPraHU3MOB
(0e3 xemoTakcuca), B TO BpeMs Kak Oromacca KBa3UMyTYaJIlCTOB BBIIIE B CIIydasx

MOOMIBHBIX OpraHu3MOB.

[Tportecchl TOPU30HTATHLHOTO MTEPEHOCA U MMOTEPH TEHETUIECKOTo MaTepuana B
COOOIIECTBAX TOJBMKHBIX MPOKAPUOT MOTYT TIPUBOAUTh K CTaOWUIBHOMY
pacnpezieNieHuIo OMoMace SKOTrpyIIl, OTIIMYHOMY OT TOTO, KOTOpOEe Ha0II01aeTCs B
X0JI¢ €CTeCTBEHHOIO0 OTOOpa B COOOIIECTBE C IMOJHBIM HAOOPOM KOMOWHAIIHIA
MeTabomnyecknx cucteM. [loka3zaHo, 94TO B ATOT PEXHM IOMATAIOT HE TOJBKO
dbopmupyronmecss cooOlllecTBa Ha PaHHUX CTaAusX, HO U OTHOCUTEIHHO

c(hOpMUPOBAHHBIEC SKOCUCTEMBI.

AKTUBHBIE  MUTpAllUd  SIBJISIOTCS  (PAKTOPOM,  MPEMATCTBYIOIIUM
BUJI000PA30BaHUI0 M CHIDKAIONIMM CYMMapHyr OuomMaccy cooOliectBa, 4TO

O6YCJ'IaBJII/IBa€TC$I LOCITHBIM CHHMKCHHUEM YHCJIa JOCTYITHBIX HHHCHSHﬁ.

B pesynbraTe ymepeHHol (GaroBoil MH(EKIIMN MPOUCXOAUT PE3KOe TMajcHUE
CKOPOCTH BU000pa30BaHus1, 00YCIOBIEHHOTO NEPECTPONKOI TEHOMOB, UTO MOXKET
ObITh OOBSCHEHO TEM, YTO YCHJIEHHBIM OTOOp 3aTpyJHSET MOSIBICHUE HOBBIX
YKU3HECTIOCOOHBIX TOMYJISIIIUN, KOTOpPhIE MOTJIM Obl 3aHATHh MOTEHI[MATbHBIC
HKOJIOTHYECKUE JIMUEH3MU. B TO Ke BpeMs yMepeHHbId (ar wurpaer poJsib
CcTaOMIM3HUpyIomero ¢akTopa, MOJABISIONIETO Ype3MEepHOE BUI000pa3oBaHUE U
CIIOCOOCTBYIOUIETO NEPEXOAY IKOCUCTEMBI B CTALIMOHAPHOE B CMBICJIE YHCIIA BUOB

COCTOAHHC.
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3aKIr0ueHUE

B Hacrosmei paboTe npeaoKeHa u peain30BaHa METOJIMKa KOMITBIOTEPHOTO
MOJICJIMPOBAHUSI ~ TEHETUYECKOW  M3MEHYMBOCTU B IPOCTPAHCTBEHHO-
pacnpeaenéHHBIX MUKPOOHBIX coo0IiecTBax. PazpaboTanHas MEeTOIMKa yUUTHIBACT
KJIIIOYEBBIE OCOOEHHOCTHM OOBEKTa MOJICIMPOBAHMS, TAKHE KaK HKOJIOTHYECKas
CTPYKTypa, T€HETHYeCKas W3MEHUYMBOCTb, METAa0OJU3M, IPOCTPAHCTBEHHAs
CTPYKTYpa Cpe/ibl 0OUTaHus, TPATUCHTHI SKOJOTHUYECKUX (PAKTOPOB U MOABMKHOCTb

KJICTOK.

beumn  paccmotpensl  Mozenn  MC  tuna  «OTpaBHUTENb-)KEPTBaY,
HBOJIIOLIMOHUPYIOLIETO B CPeAax C pa3audyHbIMUA PEKUMaMHU MOIA4U MUTATEIBHOTO
cyOcTpata, UCCIIeIOBaHbI MOMYJIAIMOHHAA TUHAMUKA U TUHAMHKA YacTOT ajuieeit
B MOJCIAX C pa3MYHBIMM CpeJaMd M  HaudaJbHBIM  MOJUMOpP(PU3IMOM
YyBCTBUTEJIBHOCTU K TOKCHHY U d(pdekTuBHOCTU yTuiau3anuu. [lokasaHo, 4to B
cpelax, XapaKTepU3yeMbIX BBIPAKCHHBIM TPATUEHTOM HeCHenu(puuecKkoro
cyOcTpaTa U CKBO3HBIM MPOTOKOM («pEeKa»), CKOPOCTh 3BOIIOLUN «OTPABUTEIS U
(CKEPTBBD) pa3lIMyaeTcsl B Pa3HbIX YaCTAX NPOCTPAHCTBA B COOTBETCTBUU C
WHTEHCUBHOCTBHIO 0TOOpa, ACHCTBYIOIIETO Ha MOMYJSAIMU. TaKkxke Mmoka3aHo, 4TO B
HEOJHOPOJIHBIX CPEllaX C «IEPHEeHAUKYISIPHBIM» MPOTOKOM («03€po»), HECMOTPS
Ha BBI3bIBAEMYI0 XEMOTAKCHUCOM HEPETYJSIPHOCTh JIOKaJbHOM MOMYISIUOHHON

JTUHAMUKHU, TPEHI U3MEHEHHUS YaCTOT aJUyIeJIed B [IEJIOM OCTAETCsl YCTOMYMBBIM.

B wMopmensx TrOpU30HTaIbHOIO IEPEHOCA TE€HOB B  IPOCTPAHCTBEHHO-
pacrpenenéHHoN CUCTEME C M3MEHSIOIIMMHUCS YCIOBHSMHU CPEABI MOKA3aHO, YTO
MECTO BO3HUKHOBeHUs [Tl cymecTtBeHHO BIMSIET HAa CLEHApUWd pPa3BUTHSA
coo0IIecTBa B CHCTEMaX CO CKBO3HBIM MPOTOKOM, MPUBOAS K IudepeHumanuu
YUCJIIEHHOCTEN MOMYJSIUUA IMOCAe TOJIOAOBKM M JaXe K HM3MEHEHUSM COCTaBa
coobmectBa. B cucremax ke ¢ NEPHEHIUKYJIAPHBIM IPOTOKOM MECTO
BO3HUKHOBEHUS ['T] Urpaet 3HaUNTETLHO MEHBIIIYIO POJIb, YEM B CKBO3HOM CJIYYac:
(GYHKIIMOHAJIbHBIE PEXKUMBI COOOIIECTBA HUKAK HE MEHSAIOTCA OT TOTO, T

npousowmén I'TI. B coobmiecTBax MOABMKHBIX MUKPOOPIaHU3MOB THIT MUTAHUS
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IpecTaBUTENeH CO00IEeCTBA ONPEAEIISET IBONIOIMOHHBIN CLIEHAPUHA, 10 KOTOPOMY
ot pazputue coodmectna B pesynbrare I'Tl: ciienapuii Kynuna peanuzyercs B
KOMIICHCATOPHBIX CUCTEMaX, a 3aBap3MHa — B HEKOMIIEHCATOPHBIX. B 1ernom,
pe3ynbTaThl MOJIETUPOBAaHMS OOJIbIlIE COOTBETCTBYIOT TOYKE 3pEHUs 3aBap3uHa,
Hexkenn KyHHMHA: 3BOJIOLMOHHYIO MEPCIEKTUBY MOMYISALUHU, IOTYyYHBIICH
MPEUMYIIECTBO B PE3YJIbTATE TOPU3OHTAIBHOIO IEPEHOCA, OINPEIECISAIOT HE €€
COOCTBEHHbIE TpeajanTalii, a MapaMeTpbl dKOCUCTEMbl. JlaHHbIE OrpaHUYEHUS
MOTYT OBITH TMPEOJOJCHBI JIUITh MOOWIBHBIMHA OpTraHW3MaMH, CIOCOOHBIMH K
aJanTUBHBIM MUTPAlMsAM M MEHEE MKECTKO 3aBUCAIIMMH OT HKOJOTHUYECKUX

(bakTopoB.

B nerepMuHMpOBaHHON CHCTEME C TOJHBIM Ha0OpOM KOMOWHAIuUn
MeTa0O0IMYECKUX CHCTEM OTOOp MEUCTBYET IMO-pa3HOMY Ha TOABUXKHBIE U
HETIOJBIKHBIC OpTraHM3Mbl. B ciydae OTCYTCTBHUS CHOCOOHOCTH K aKTUBHOMU
MHUTPALIMM  PA3BUTHE CUCTEMbl NPUBOJUAT K YCTAHOBICHUIO CTPYKTYpPhl U3
AU (UKATOPOB U KBa3MKOMMEHCAJIOB, TI¢ BTOpPhIE Mpeo0IaaaroT Hajl MEPBBIMH I10
Mepe yJajeHus OT MUCTOYHHMKA Hecnenuduyeckoro cyoctpara. st mMOABUKHBIX
OpraHU3MOB, CIOCOOHBIX K aJanTUBHBIM MUTpalUsM B Oojee OJaronpusiTHbIC
XUMHUYECKHE YCIIOBHS, OTOOp TMOAACPKUBACT TOMYJAIMI0 C METa0OIHMYEeCKU

MOJIHBIM TEHOMOM (3IU(PUKATOP), UMEIOIIYIO 3aMKHYTHIA METa00JIU3M.

[ToxazaHo, 4TO pacmpeneiieHne JOMHHHUPYIOIIUX JKOTPYMNN MO sYeidkam B
cinydyae 0e3 XeMOTaKCHuca M C XeMOTaKCHCOM KadeCTBEHHO OTJIWYAeTCs APYr OT
Jpyra — 011 MOOUNbHBIX K1emOK 32 HECKOJIbKUMH MCKIIIOUCHUSIMU HAOI01aeTCs
JIOMUHUPOBAHUE B0 8cell cucmeme 00 20ughuxkamopos, Mo K8A3UKOMMEHCAN08,
B TO BpEMs KaK 011 HEMOOUIbHBIX KAemOK HAOMI00aemcsa npocmpaHcmeeHHas
cmpamugpukayus TOMAHUPYIONTUX SKOTPYII B 3aBUCUMOCTH OT OJIM30CTH SYCHKH
K HCTOYHUKY Hecmenupuieckoro cybcrtpata —  Oaudice  OOMUHUDPYIOM
a0uguxamopwi, a oanvuie — Keazuxommencanol. [Ipuuém aHamm3 TMHAMUK OHMoOMacc
DKOTPYNI TOKa3bIBAET, UTO TMPUCYTCTBYET MeEHOeHYUs K napumemy 5mux 08yx

JdKoepynn no 6UO.MCICC€, HCCMOTpPA Ha HCPABHOC COOTHOMICHHUC IIPOCTPAaHCTBA, Ha
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KOTOpPOM peanu3yeTcss MX JaoMuHHpoBaHue. [Ipm 3TOoM B cpeaneM Ounomacca
3M(UKATOPOB BBILIE AJIST HIKOCUCTEM, COCTOSIIMX U3 HEMOOWJIbHBIX OPraHU3MOB
(0e3 xemoTakcuca), B TO BpeMsi Kak Oromacca KBa3UMYyTYyaJHCTOB BBIIIE B CIIydasx

MOOMIBHBIX OpraHuU3MOB.

Cratuctuueckuii  aHanu3  croxactuyeckux wmojeneit MC  akTUBHO
MUTPUPYIOIIUX OpPraHMW3MOB TI0Ka3aj, YTO AaKTHUBHBIE MUTPALMHU SBISIOTCA
(dbakTopoM, MPENATCTBYIOIIUM BUI000PA30BAHUIO M CHUKAIOUIUM CYMMapHYIO
OonomMaccy cooOIecTBa, 4TO OOYCIIABIMBACTCS IIEMHBIM CHUKEHUEM YHCIa

JTOCTYIHBIX JTUIICH3UH.

B wMopenax wuHpuuupoBanus MC Oakrepuodaramu IOKa3aHO, 4YTO B
pe3yJiibTaTe yMepeHHoM (aroBoil HH(GEKINN IPOUCXOIUT PE3KOE NaJEHUE CKOPOCTH
BHUJ1000pa30BaHMsl, 00YCIOBIEHHOTO IEPECTPOMKON METa00JIM3Ma, UYTO MOKET OBITh
OOBSICHEHO TEM, YTO YCWJIEHHBIM OTOOp 3aTpydHSET TOSBIEHHE HOBBIX
KU3HECMIOCOOHBIX MOMYJISAIUI, KOTOpble MOTJM Obl 3aHATh MOTEHLHUAJIbHBIC

OKOJIOTHYCCKHUC JIMLICH3UHU.

B 10 xe BpeMsi ymepeHHbI (ar urpaeTr poib CTaOMIM3UPYIOLEro (Gakropa,
NOJABIIAIOIIET0 YPE3MEPHOE BHUI000pa30BaHUE MU CIIOCOOCTBYIOIIEIO IEPEXOLY

9KOCHUCTCMEBI B CTATHOHAPHOC B CMBICJIC YMCJId BUAOB COCTOAHUC.
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BriBoanl

1.

Pazpabotano pacmmpenne wmertomuku «IOK» s pemenmst  3amad
MOJICIMPOBAHUSI TEHETHMYECKOW HW3MEHUYMBOCTH B  IPOCTPAHCTBEHHO-
pacnpenen€éHHbIX MHUKPOOHBIX COOOIIECTBAX M pEajn30BaHO B BHUIE
nporpammHoro komiuiekca «I'9K 3Dy, co3manbsl cpenctBa g aHaiM3a

MOOENbHBIX JaHHBIX crucTeMBbI «I DK 3Dy.

B ™Mogemm wmwmkpoOGHOTO coobmectBa mo Tunmy «OTpaBUTENb-KEPTBA»
MOKa3aHO, YTO B CpE€Jax, XapaKTEPU3YEMBIX BBIPAXKEHHBIM TPATUCHTOM
Hecrnenuduueckoro cyocTpaTa U CKBO3HBIM MTPOTOKOM, CKOPOCTH IBOJIIOITUU
«OTPABUTEIISH» U <GKEPTBBDY PA3IMYACTCS B PA3HBIX YACTSIX NPOCTPAHCTBA B
COOTBETCTBUM C MHTEHCUBHOCTHIO OTOOpa, JEHUCTBYIOLIErO Ha MOIYJISIIUU.
BniepBbie 10Ka3aHO, 4YTO, HECMOTPS Ha BBI3BIBAEMYK) XEMOTAaKCHCOM B
HEOJTHOPOJHOM CpENE€ HEPEryISPHOCTh JOKAIBHOM  MOMYJISIIMOHHOU
JAHAMUKU, TPEHJI U3MEHEHHUS YaCTOT aJljIeIer OCTAETCS YCTOUUYNBBIM.
[Toka3aHo, 4TO B MOAEIN CUMOMOTHYECKUX COOOIIECTB ¢ KOMIIEHCATOPHBIM
TUTIOM MMUTAHUS TOPU3OHTAIIBHBIN MTEPEHOC T'€HOB JIMIIb B PECYPCHO-00TraThIX
syeiKkax OKa3pIBAaeT BIUSHUE Ha CIEHApWl pa3BUTUA cooOliecTBa. B
HEKOMIIEHCATOPHBIX CUCTEMAaX COUYETAHUE XEMOTAKCHUCA U TOPU3OHTAIBLHOIO
nepeHoca MOXKET MPUBOAUTH K JIECTa0MIN3aIlMN CUCTEMBI U MEePECTPOUKe e&
DKOJIOTUYECKON CTPYKTYPHL.

BnepBbie moka3zaHo, 4TO NMPU HAJIWYMKU B OJHOMEPHOM Cpele I'pPaJuCHTOB
CyOCTpaTOB W TpU YCIOBUU HEMOJBMKHOCTH KJIETOK BO3MOYXHBIE THUIIBI
YCIOXKHEHUSI WJM  YOPOIIEHWS  MeTaboju3Ma  pachpeieisitoTess B
IIPOCTPAHCTBE 110 STYEUKAM CUCTEMBI. BBISBIEHO COOTBETCTBUE MEXKAY ITUM
pacnpenesnieHueM € IMPOCTPAHCTBEHHBIM PACIHPEICIICHUEM 3KOJIOTUYECKUX
(GYHKIIMOHATBHBIX TPYIIIL.

[Toka3aHo, 4TO MPOLIECCHl TOPU30HTAIBLHOIO MEPEHOCA U IMOTEPU I'€HOB B
COOOIIEeCTBaX MOJBWKHBIX MPOKAPUOT MOTYT MPUBOAUTH K CTAOUIBHOMY

pacmpesesieHd0  OMomacc JKOrpyll, OTJIMYHOMY OT TOTO, KOTOpOE
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HaOJIOaeTCsl B XOJIE €CTECTBEHHOro OTOOpa B COOOIECTBE C TOJHBIM
HaOoOpoM KoMOuWHanui metabonuueckux cucteMm. [lokasaHo, 4TO B 3TOT
PEKUM TIOTIAMAIOT HE TOJIBKO (OPMHPYIONTUECS COOOIecTBa Ha pPaHHHUX
CTaJUsIX, HO U OTHOCUTENIBHO C(hOPMHUPOBAHHBIE IKOCUCTEMBI.

[TokazaHo, 9YTO CHOCOOHOCTH K XEMOTAaKCHCY Y KJIETOK MOMyJsSIuil B
HBOJIIOIMOHUPYIOLIEM COOOIECTBE MOKET MPUBOJAUTH K CHUKEHHUIO Kak
4yclia BUJOB B CHUCTEME, TaK U CyMMapHOW OHOMAacchl cOOOIECTBA, YTO
00yCIIOBJIEHO IIEMHBIM CHI)KEHHEM YHCIIa JOCTYIMHBIX JUIEH3UN B Mpoliecce
YIOPOUIECHUS HKOJIOTHYECKOM CTPYKTYphI COOOIIECTBA.

[loka3aHo, 4TO yMepeHHbIH OakTeprodar Urpaer CTAOMIM3UPYIOLIYI0 M
CACPKUBAIOIIYIO POJb, 3aMeIJisisi BUA00Opa3oBaHUE, OOYCIOBICHHOE
NEepPEeCTPONKON T'€HOMOB, YTO OCOOCHHO SIPKO IMPOSBIIAETCS NMPU MHBA3UHU B
SYEHKN C BBICOKMM BHUIOBBIM pa3HOOOpa3ueM B yxke C(HOpPMHPOBAHHBIX

COO0OIIIECTBAX.
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[Tpunoxenue 1. Moaudukamuu sa3pka OMUCAHUS MOJIETICH

Onucanue cuHTakcuca sizbika onucanus mojened «I'DK 2.0» (Bepcust nmst
pPaBHOMEpPHO IEpEMEIIaHHbIX Cpea) MOXKHO Haiitm B pabore (S. A. Lashin &
Matushkin, 2011). [y onrcanust mpoCcTpaHCTBEHHO-PACIIPEACIEHHBIX COOOIIECTB
noTpeOoBaIOCh BHECTU HEKOTOPHIE U3MEHEHHSI B CHHTAKCHC ATOTO si3blka. B aToM
nojpasziefic  OMUCaHbl  CHUHTAKCMYECKHWE  KOHCTPYKIMH,  OMHUCHIBAIOLIUE
HEOJHOPOJIHOE TPOCTPAHCTBEHHOE pacmlpeeieHue, pa3MEpPHOCTh, (akTOpbI

nepepacipeeNieHus U IPYyrue KOMaH Ibl.
PasmepHOCTB cpeibl 3a1aéTcsl CIeayomuM 00pa3om:

dimension = {[{0 | 1|2 | 3}D:] {<mnunra>| <mnmuHa> X <riyOuHa> | <[yIMHA> X

<riyOuHa> X <BBICOTa>} }

Hampumep, dimension = 200x300x400 wim dimension = 2D: 300x400,
dimension = 1D: 300.

Taxxke W3MEHWIUCh NapaMeTphl CyOCTpaTOB: €CIM paHblE HayallbHbIE
KOHIICHTpAIlMU 3aJaBajiuch Kak Substrates ss = cl, ¢2, ... (rne ¢l u c2 —
KOHIIEHTpaIuu crienupudeckux cyoctparoB S1 u S2 COOTBETCTBEHHO), TO TEMePh
MO>XHO KOHKPETHU3UPOBATh CyOCTpPAT OTNEIBHBIM OJIOKOM MOJO00HO TOMY, KaK 3TO

JIEJIAETCS C MOMYJISIINEN
SUBSTRATES
{N|S}sub=<wnomep cybocmpama>
[sub_name = <ums_cyocmpama>]

ldistribution={homogeneous|<epaouenm>}|<norvzosamenbckoe pacnpeden

eHue>}
[concentration=<konyenmpayus>]
[inflow_ns=<konyenmpayus_ 6 npomoxe>]

end {N|S}sub(<womep cybcmpama>)
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END SUBSTRATES

Atpubyr concentration  ykaspiBaeTCs  TOJBKO JJIsi  PAaBHOMEPHOIO
(homogeneous) u pacnpeneneHus Mo JIMHEHHOMY rpagueHTty. [ pagueHT 3amaéres

CJIEAYIOIIMM 00pa3oM:
distribution = grad:(a, b, ¢)
concentration = ¢_base

T.e. koHneHTpanus cyocrpara B sueiike (i, j, k) = ¢_base * (1 + a*i + b*j +
c*k). B oiHOMEpHOM U ABYMEPHOM CIIydasiX JIMIIHAE OPTHI U KOADPUIIMCHTHI PH

HHX HC YYUTBIBAIOTCA.
HpI/IMepBI ITIOJIB30BAaTCIIbCKUX pacnpez[eneHHﬁ:
Ssub=1
SUB_NAME = Oxygen
distribution(*, *, *) = le-5
distribution(l, 1, 1) = le-4
distribution(l, 1, 2) = 1e-3
distribution(l, 3, 3) = 2e-3
end Ssub(1)

Ssub=2

distribution(*, *, *) = le-5
distribution(2, 2, *) = le-4
distribution(l, *, 3) = 1le-5

end Ssub(2)
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3nmech «3BE3I0UKA» O3HAUYAET, YTO MO HEKOTOPOU KOOpAMHATE (JIOMyCTUM TIO
KOOpJMHATE BBICOTHI) BCE STYCHKH MMOMAIAI0T MO JAHHOE TIPABUIIO PACTIPEICIICHUS.
3ammmce distribution(*, *, *) = le-5 o3Hayaer, 9TO BO BCEeX sSUYCHKAX CHCTEMBI OyIeT
yCTaHOBJIEHA KOHIIeHTpanus 1e-5 M mys cyOcTpaTa u3 Tekymiero 61o0ka. B ciydae
KOH()JIMKTOB MPaBWJI paclpeie]ICHUs] CUITy UMEET IMOCIIeIHEe U3 TePEUNCICHHBIX,
MO3TOMY BHAuYaje CTOWT MEPEUUCISITh Hambosee oOIMue MpaBHiia, a 3aTeM —

CHELMATU3UPOBAHHBIE, KOTOPbIE OyIyT HHTEPIPETUPOBAHBI KAK UCKIIOUCHHUS.

VY nonymsiuii Tak:ke mosBuiICs mapametp distribution, ¢ Tem ke CMBICIIOM, YTO
u y cyocrparoB. Ilpu »stom mapamerp SIZE nonymsuummu B ciydae
TI0JIb30BATEIBCKOTO PACIIPENICIICHHSI UMEET CMBICT «()OHOBOWY» YHCICHHOCTH (T.€.
YHCIICHHOCTH JaHHOM MOMYJISAIUK B STYEHKaX, O KOTOPBIX CHEIUATBLHO HE HAMCAHO
B qupekTuBax distribution). B cmydae pacnpezneneHus mo JIMHEHHOMY T'PaTUCHTY

napametp SIZE umeeT To ke 3HaueHHe, 4To U C_bhase s cyocTpaToB.

HpOTOK OIIMCBIBACTCA IIPH IIOMOIIIN BCKTOPA KOB(b(bI/II_[I/ICHTOB HNHTCHCHMBHOCTH

IIPpOTOKa COOTBGTCTBYI-OIHGI‘/JI PasMCPHOCTH:

flow={x](x,y) | (., 2)}

Bo Bcex MHCTpYKIMSX, U3MEHSIONMX T€HOM KJICTOK IMOMYJISAIuH (MyTalus,
MOTeps TEHOB M TOPU3OHTAIBHBIN MEPEHOC), H00aBUJICS aTpUOYT, YKa3bIBAIOIIUN

A4erKy, B KOTOpOM IPOUCXOIUT JaHHOe coObiTue. Hampumep,

hgt = cell:(<koopounama no onumne(i)>, <koopounama no enybumne(])>,

<koopounama_no_svicome(K)>); <xomanoa hgt uz « K 2.0»>
[Ipumep:
hgt = location:(1,1,1); acceptor:1; donor:6; gene_type:s; sub_num:6; p_size:1le+6;

EcTh BO3MOXHOCTH M3MEHSTH HaIlpaBJICHUC WM HHTCHCHUBHOCTL IIPOTOKA B XOJIC

pacuéra Mozenu. s 3TOro UCroap3yercs CIeayomas KOMaHaa:

set flow={x| (X Vy) | (XY, 2)}
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[Mpumep: set_flow = (-0.01, 0.0)

Taxke MOXXHO 3a/JaTh IUKIWYECKYIO (TIEPUOJUYECKYI0) MOJady KaKoro-imoo

cyOcTpara:

sub_cycle = location:(<koopounama_no onune(i)>,
<koopounama_no_anyoune(])>, <koopounama_no_svicome(K)>);
<mun_cybcmpama>:<Homep_cybocmpama>; concentration: <KOHYeHmpayus>,
duration: <onumenvHocmb_nooauu_cybcmpama>;

period: <konauuecmeo_umepayuti_mexrcoy nooavamu>
<mun_cybocmpama> ::= {N | S}

Wteparysi, mepe KOTOPOH BBIMOJIHUIACK HHCTPYKIUS SUD_cycle, cuuTaercs s
He€ CTapTOBOM, U CyOCTpaT HAUMHAET IUKIUPOBATH NMpsamo ¢ He€. [Ipu rTom eciu
UHCTpYKIMs SUb_cycle Oplia BEI3BaHa J10 Havalia pacdyéra, TO CTApTOBOM UTEpalueh

JUTs He€ cumTaeTcs nepBas urepanus (startlter=1).

BaxHO OTMETHTb, YTO OTpe30K duration He BXOAMT B JUIMTENIbHOCTD period. Period
— 3TO KOJMYECTBO HTEpAlMd MEXKIy IOJadyaMU TOJKOPMKH, T.C. «TOJIOIHBIIN

NEPUOA.

IMpumep: SUB_CYCLE = location:(1,2,2); S:1; concentration: le-3; duration: 200;
period: 5600

Pacmmpensl Ha IPOCTPaHCTBEHHO-PACTIPEACIEHHBINA CITydail KOMaHIbI, 3a/1al0IINe
U OTMeHsIIHe 0ydepusoBaHHbie CyOCTpaTh (T.€. CyOCTpaThl, Ubs KOHIIEHTPAIIHUS
OCTa€TCsi Ha KaXXIOM HWTEpAlMU KOHCTAHTHOM B COOTBETCTBYIOIIECH SUYEUKE

CUCTEMBI):

BUFFER_ON = location:(<koopounama_no onune(i)>,

<koopounama_no_enybumne(])>,  <koopounama_no_evicome(K)>);  <xomanoa

BUFFER_ON u3 «I DK 2.0»>



202

BUFFER_OFF = location:(<koopounama_no oaune(i)>,
<koopounama_no_enyoune(])>,  <koopounama no evicome(K)>);  <komamnoa

BUFFER_OFF u3z «I'OK 2.0»>
[Tpumepsr:
BUFFER_ON=location:(1,5,5);N:1:1e-1
BUFFER_OFF=location:(1,5,5);N:1:1e-1

Ectb Bo3MOxkHOCTH 3a1aTh 1D «BosHY» cyOcTpara:

SUB_WAVE = start_location:(<xoopounama _no_onumne(i)>);
<mun_cybcmpama>:<Homep_cyocmpama>; concentration: <KOHYeHmpayus>,
duration: <O0nuUmenbHOCMb _HAX0HCOEHUsL_2peOHsl_B8ONHbI_HA_OOHOM_Mecme™;

type: <mun_eonnvi>
<mun_cybcmpama> ::= {N | S}
<mun_eoanvr> ::= { reflected | periodic}

reflected — 310 3HauuT, yTO BOJHA, JOWIAA OO0 TIPAHUIBI CHUCTEMBI, MOWIET B

o0paTHYIO CTOPOHY;

periodic — 3To 3HAYMT, YTO BOJIHA, JOWIS IO TPAHMIIBI CHCTEMbI, CHOBA HAYHETCS CO

start_location;
[Ipumep:

SUB _WAVE = start_location:(1); N:1; concentration: le-3; duration: 5; type:

reflected

Jonst MUTpaHTOB B TOMYJSIUUA 3a0a€TCA C MOMOIIBIO OOIIEMNOMYISIIHOHHOTO

napametpa motility. ITpumep: MOTILITY=0.1
Kak nonynsiinoHHbIe TapaMeTphbl 33J1al0TCS TAKKE U T'€Hbl XEMOTaKCHCa:
GENE_CH=1 — ren MUrpaiiuOHHON PUTUIHOCTH

GENE_CH=2 — ren ctouM0oCTH MUTpALILH
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[Tpunoxenue 2. CrieHapun 00pabOTKU, aHATIM3a U BU3yaIu3aluu

pE3yJIbTaTOB BBIYHUCIIMTCIIbHBIX OKCIICPUMCHTOB

Hcnonp3oBaHHbIe B paboTe ClIieHapuu 00paOOTKH, aHAINW3a M BU3YaIU3aIHH

PE3YJBTATOB BHIYMCIUTENIBHBIX 3KCIEPUMEHTOB NpeacTaBieHbl B Tabmuie 112.1.

Tab6nuua I12.1. Cuenapuu 00paOOTKH, aHaTU3a U BU3YaJIU3alMU PE3YJIbTaTOB

BBIYUCIIUTCIIBHBIX OKCIICPUMCHTOB.

Buja anaiauza Conep:xkanue Crkpunrsl
[Momynsimonnast | I3smeHeHue yuciaennocty | 1D_BiomassDistribution
JTMHAMUKA nonyJsaiuilt (Bo Bceit cucteme u | Dynamics,

0 srYehKaMm). drawTotalSizes,

totalBiomassFluctuation,
speciesAbundanceFluctu

ation, addZeros

Junamuka gactoT | [{naxpoHHas KapTuHa | BeimosHeHo C
ajuienen KOHIICHTPAIlMU TeX WIM WHBIX | HCIIoJb30oBaHueM Excel
ajiesen B MTONYJISLUH,

HU3MCHCHHUA BO BPCMCHH HX

COOTHOILEHHUS APYT C IPYTOM.

Bunosoe [Moncuér  mpoctpaHcTBeHHOTO | averageSRandBiomass,
oorarcTBo u | pacripenenenus  cpeanux U | localSpeciesRichness,
onomacca ATOrOBBIX  3Hauenuit  oOmei | SRIib,

Oounomacchel u BHI0BOrO OoratcTea | speciesRichnessFluctuati
UIs  cepum  croxactuueckux | on, batchSRFluctuation
BBIUMCIIUTEIBHBIX
JKCIIEPUMEHTOB. IToncuér

IMHAMUKH BHUJIOBOT'O OOraTcTBa.
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KomruiekcHbIN

aHallu3 BUIOBOU

BpeMeHHa}I AHUMalus

PaclpCacCiaCHusAd I10

1D _ComplexSpeciationA

nalysis,

JTMHAMUKA npocTtpaHcTBeHHOW KoopauHate | 1D_SubstrateDistributio

cpa3y 4 xapakTepucTHK: oOrieii | nDynamics

OroMacchl, KOHLIEHTpaLuu

cyOCTpaToB, B3BEIICHHOW JJTMHBI

TC€HOMOB ¥ BHJIOBOTO OOTaTCTBA
Homunupytronme | Coop cratuctukm o xommuectse | batchDGLstat,
MO JISIITUH u | Metabommueckux  cucteM y | batchDominantEcoGrou
OKOT'PYIIIEI JOMUHHUpYIOIEH (JokaabHO wid | pStat, histograms

BO BCEH cUCTEME) MOMYJISAIUU, a

TaKKe JOMUHHPYIOLIEH

SKOTPYIIITBI ISt cepuu

CTOXaCTHYECKUX

BBIYHCITUTEIHLHBIX

IKCTICPUMEHTOB.
Okonoruveckre | [logcuér cpemnux m uToroBbiX | eCOGroupsAbundances,
CTPYKTYpPHbI pactipenenenuii  6momaccel 110 | ECOGroupsPCA,
chopMupoBaHHbBI | 3korpynmnam W cratuctudeckuit | localEcoGroupsPCA,

X COOOIIECTB

aHAJIN3 PA3JIMYUA B CTPYKTypax
co00IIECTB, (POPMUPYEMBIX MO

BIIMSTHUEM PA3JINYHBIX YCIOBHM

t_tests

Wudekimonnsie | M3menenue monu (mo 6momacce) | infectedBiomassPortionF
TUHAMUKHA 3apak€HHBIX  momynsnmid - Bo | luctuation,  batchIBPF,
BPCMCHH. [Toctpoenue | generateDiseaseSnapshot
AHMMAITHOHHBIX KapT 3apa)KCHHUS | S, diseaseMapGIFs,
HOMYJISILIME COOOIIEeCTBA. infectionLib, tilePlot
CkopocTb [Mogcuér wHAEKCa CKOPOCTH | SPeciation_rate,
BUI000pa3oBanus | Bupooodpasosanus (SRI)  mma | addZeros
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cepuu

CTOXAaCTHYCCKUX

BBIYHCJIIMTCIIBHBIX

AKCTIIEPUMEHTOB.
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[Tpunoxenue 3. Kiaccudukanus CynecTBYOIUX MPOrpaMMHBIX

CPEACTB MOJACITUPOBAHUS MUKPOOHBIX COOOIIECTB.

Tabmuna I13.1. CpaBHeHMe WHMBUYyJIbHO-OPUEHTUPOBAHHBIX

IporpaMMHBIX CpPCACTB I MOACIHPOBAHUSA 6aKT€pI/IaJIBHI>IX COO6H1€CTB B

IPOCTPAHCTBEHHO-PACTIPEICIEHHON Cpejie.

Hazanme | Egunun | Pasmep I'enetnueckoe [Ipoctpanct | Kpyr pemaembix 3amga4d Hokym | Ilonne
nporpamMMm | a MOmyJisAl, | pasHooOpasue BEHHOE E€HTUPO | pKHBa
HOro MOJACIN 5048 pacnpeneine BaHHOC eMBbIe
CpescTBa poBaHus HHE b matd
(JII/ITSpaTy OpMBI
PHBIH
HMCTOYHUK)
AgentCell( | Knerka | Heckonbk | Tombko Knerku Pacuér Cymec | Linux
V. 2.0) o Teicsa | Escherichia coli | mBurarorcs B | XeMOTaKCHYECKOTo OTBETA | TBYET
(Emonet et KJIETOK TPEXMEPHOM | KIETOK ~ Ha  IPAJMEHT | HHCTPY
al., 2005) IIPOCTPaHCTB | aTTpakTanToB B 3D cpeme | gus
€ ¢ o
3alaHHBIM YCTaHo
rpagHeHTOM BKe Ha
aTTPaKTaHTO Linux
B
AQUASI Komnap | Onpenen | ITo3somsier Ectp (c | MonenupoBanue Ectb Windo
M TMEHT sieTCs MOJICTUPOBATH yuéTom OGaKkTepHaTbHBIX PYKOBO | WS,
(Wanner TOJNIIMHO | MyJIbTHBHAOBBIE | PAa3IMYHBIX | OMOMNIEHOK B  BOAHBIX | JCTBO Linux,
& i PEaKTOphI, HO HE | TOMOJOTHH skocucteMax. Ilo3BomisteT | momezo | MacO
Morgenrot OMOIUIEHK | JOMyCKaeT CBSI3HOCTH MPOBOJIUTH aHaM3 | partens | S
h, 2004) u (B | reHeTHUECKOMH KOMITapTMEH | YyBCTBHUTEIBHOCTH -
npuMepe | U3MEHYHBOCTH B | TOB U | Momenu u OLEHKY | paccpin
- B | mporecce MeMOpaH) napaMeTpoB. Ka c
MeTpax) MOJIETTMPOBaHUS rojuIep
JKKOH
INDISIM | Kierka, | Muwumon | IMomnepxusaer | Ectb Hccnenosanue - Windo
(Ginovart, | cymepuH | BI KJIETOK | MHAMBHAYyalIbHO | (KBamparHas | - pacnpeneneHus WS
Loépez, & | nuBun € pasHooOpaszue | pemérka u3 | OMOMAacCCHl B KOJIOHHH;
Valls, KJIETOK, HO HeE | sUeeK) - CBSI3H MEXLy CKOPOCTBIO
2002) JIOTyCKaeT pocrta KOJIOHHH u
TEHETHYECKOH KOHIIEHTPAIHSIMH
U3MCHYMUBOCTH B NUTATCJIIbHBIX BCUICCTB, a
nporuecce TaKKe TeMIlepaTypoit
MOJICTUPOBAHHSI Cpefbl;
- KostieOaHust MeTabOJIUTOB
B OuopeaxkTopax
Tammouna | Merabo | Csblie IMomuas Ectp* - 3ama4y 3BomonnonHoro | Jloctyn Windo
I JIUYECKH | MIJUTHAp | MOAJCPIKKa (xBagpaTHast | u 9KOJIOTHYECKOTO | Ha ws,
9BOJIOLMO | OXHOPO | JIa KIETOK | TeHETHYECKOro pemiérka W3 | MOJAEIUPOBAHMS; nokyme | Linux
HHBIH JTHAsS pa3Hoo0Opasust u | sUeeK). - WCCIIENIOBAHME | grarus
KOHCTPYKT TOITYJIsA HU3MCHYMUBOCTH B3aUMOJCUCTBUA Ha Be6'
op 3D | mms BILIOTh 10 MOMYJISOHHO- caiite
(Klimenko BU1000pa30oBaH TeHETUYECKHUX,
et al., ust MPOCTPAHCTBEHHBIX
2015) (haxTOpoB U TpoduuecKoit
CTPYKTYPBI SKOCUCTEMBI U
UX BJIIUSAHHA HA 3BOJIIOLIUIO
MHUKpPOOHOTO COO0IIeCTBa

* — ¢ yuéToM TaHHOU PabOTHI.
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HpI/IJ'IO)KGHI/IC 4. bwnonormuecku o00OCHOBAHHBIC AHAITa30HbI

IapaMeTpOB MOJIENIEN

[Tapametpsl Mogenei I'OK, kacaromuecs: pa3sMepoB KIETKA U HEOOXOAUMBIX

JUTSL Pa3MHOXKEHHSI KJIETOK KOJIMYECTB CyOCTpPaTOB, a TaKkke Apyrue GakTopbl ObLIH

OIICHEHBI Ha OCHOBE JaHHBIX 1o E. coli (mramm K12, MG1655) u3 6a3bl JaHHBIX

«The CyberCell Database» (CCDB) (Sundararaj et al., 2004).

Tabnuma I14.1. buonormdeckn OOOCHOBaHHBIE IUANa30HBI IAPaAMETPOB
moxedeit (o (S. A. Lashin & Matushkin, 2011)).

[Tapametp Onucanvie (€AMHALIBI H3MEPCHHUS ) Juarmazox
TUTTUIHBIX
3HAYCHUU

Viotal O6bBéM cpesl (1) 10¢-100
Nenv,i KonrnenTparus i-ro HecrienuGuueckoro cyocrpara B 0-1
cpezne ooutanus (MM)

Senv,i Konnenrpariius i-ro cnenuduueckoro cyocrpara B 0-1
cpene ooutanus (MM)
Nriow,i Komnrenrparus i-ro HecrenuGuyueckoro cyocrpara B 0-1
nputoke (MM)
fl, KoaduimeHT "HTEHCUBHOCTH MTPOTOKA B P-OM -1-1
HarpasieHuu (1/mokoneHue)
kd, Koaddurment naTeHCHBHOCTH T GY3UU B P-OM 0-0.1
HarpasieHuu (1/mokonenue)

P Pa3mMep momysuu (4Uciio KIETOK) 0-10%
Kree JloJ1st KIIETOK, HaXOSIIUXCS B HETPUKPETUIEHHOM 0-1
COCTOSIHUU (B BUJIC TUTAHKTOHA)

Keath Kosdduuuent cmepraocty nomynsuuu (1/xneTkn) 0-101°
V consumed Cpenuuii 006EM, GUILTPYEMBIN KIIETKON 3a OIHY 5.4-10712
uTepanuo (JI/IoKoJICHUE)
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li

D PeKTUBHOCTD YTHIU3ALNH I-T0 HeCTIeU(YUISCKOTO
cyOcTparta — MpUpPOCT YUCICHHOCTH 32
MMOKOJICHHE/KOJIMYECTBO YTHIIN3UPOBAHHOTO CyOCcTpaTa

3a IOKOJICHUE (KJIETKH/MOJICKYIIbI)

107 -10"*

ccons_ns

Hopwma notpebnenus. MakcumanbHOE YUCIIO
NOTPEOISIEMBIX MOJIEKYJT HECTIEHU(PHUUECKUX
cyOcTpaToB Ha KIeTKy. OUKCUPOBAHHAS YaCTh ;.

(MOJIEKYJIbI)

10° - 107

gfi

N3menstomascs 4acTs [y, onpeaensieMast aJieasMu
reHa YTUIN3AlKH I-ro Hecnenupuieckoro cyocrpara, —
CpelIHEE YUCIIO TOTOMKOB/CpEIHEE TOKOJICHHUE

(KJIEeTKU/TIOKOJICHUE)

Ci

D¢ (HeKTUBHOCTD YTHIIN3ALKH I-T0 cre(DUIECKOro
cyOcTpaTta — MpUPOCT YUCICHHOCTH 32
MTOKOJICHHE/KOJIMYECTBO YTUIIM3UPOBAHHOTO cyOcTpaTa

3a MOKOJIeHUE (KIETKU/MOJIEKYJIbI)

107-10"

CCoNns_Ss

Hopwma notpebnenus. MakcuManbHOE YUCIIO
NOTPEOISIEMBIX MOJIEKYJT CTIENU(PUUECKUX CYOCTpaTOB

Ha KIeTKy. DuKcupoBaHHas 4acTh Ci. (MOJICKYJIbI)

10° - 107

gGCi

W3mMeHnsromascs 4acTth Cj, onpeaensiemMas ajiessMu
reHa YTUJIM3AIKH I-T0 crieluduuecKoro cyocTpaTa, —
CpeIHEee YMCII0 TOTOMKOB/CpeIHee TTOKOJICHHE

(kJIeTKH/TIOKOJIEHUE)

di

D¢ HekTUBHOCTD CHHTE3A I-TO MPOYKTA

(MOJIEKYJIBI/TIOKOJICHUE)

10* - 108

cprod

Hopma cuntes3a. @ukcupoBaHHas 4acth 0 —
KOJIMYECTBA CUHTE3UPOBAHHBIX OJTHOM KJIETKON
MOJIEKYJI POJIYKTA 32 MOKOJECHUE

(MOJIEKYJIbI/TIOKOJICHHE)

10* - 107
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gdi

W3mensromascs yacth d; (0e3pa3MepHbIii)

1-20

JloJ1s1 akTHBHO MUTPHUPYIOIIHUX IMOCPEACTBOM
XEMOTAKCHUCA KJIETOK U3 YUCIa HEPUKPEIIEHHBIX

KJIETOK (Oe3pa3MepHBIi)

0-1




