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1. ITocTanoBka 3amaud. Borpoc: Kak B pa3IMUHbIX CUCTEMaX MPUPOALI Xaoc
CaMOITPOM3BOJILHO TEPEXOAUT B TOPSAOK? — SBIASIETCS OJHMM M3 OCHOBHBIX
BOIIPOCOB (pu3uKM M Onodu3uku. OTBET Ha HEero, Kak HaM KaxeTcsl, JOJKEH OcC-
HOBBIBAaTbCS HE Ha MOCTYJIMPOBAHUU OCOOBIX CBOMCTB BpeMeHM [l |, a HA U3ydyeHUU
OOILIMX 3aKOHOMEPHOCTE CaMOCOIJIaCcOBaHUsI M PacCOracOBaHUs LMKINYECKUX
MPOLIECCOB Ha Pa3JIMYHBIX YPOBHSIX CTPYKTYPHOH OpraHuM3alyd MaTepuu.

Kazanoch Obl, MHTYUTMBHO SICHO, YTO OECIOpPSIIOK HE MOXKET caM IepeiTH B
MOPSIAOK, a clieAoBaTeIbHO, "Tymoii" mepedop He IO03BOJIsIeT HaM 00eCleuYuTb TO
COCTOSIHME HEXMBOW M XMBOW MaTepuu, KOTOpoe Mbl HabJtomaeM BOKpyr. baHaib-
Hble B TIPUJIOKEHUU K IBOJIOLMOHHBIM TpOLIeccaM YTBEPXKIEHUSI, YTO Ipyla KaMHeil
HE MOXET CJOXMTbCS caMma co0oil, Hampumep, B cobop Ilapukckoil Goromarepu
WIA 4TO M3 CIydyallHOTo Iepedopa OyKB aidaBuTa MPAKTUYECKW HUKOIJA HE BO3-
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HUKHYTh poMaHy "BoiiHa 1 Mup", MOBTOPSIIOTCSI MHOTOKPATHO B Pa3JUUYHBIX ITy0-
nukanusax. TeM He MeHee 9BOJTIOLMS XKUBOM M HEXXMBOM MaTepuu 1aeT MHOXKECTBO
MPUMEPOB, OOpaTHBLIX 3TUM yTBepxXAeHUsIM. ClenoBaTe/IbHO, B HAIIMX 3HAHMSIX
MMeeTcsl Tpo0esl, KOTOPhI He MO3BOJISET HAaM TOHSITh €AUHYI0 KapTUHY MHUpA.

brouyHo-MepapxuyecKuii MpUHLIKI Iepedopa MOKa3bIBaeT, YTO BpeMsl, HEOO-
XOIMMOE IS OTOOpa YCTOMYMBBIX K BHEIIHMM YCJIOBUSIM CTPYKTYpP, MOXKET OBITh
YMEHBIIEHO Ha HECKOJIbKO MOPSIKOB MpPU IMapajieIbHOM mepedope Osokamu [2].
OpmHako 11 MOHMMAaHMSI MeXaHu3Ma Iepedopa HeoOX0IUM OTBET Ha Borpochl: Ka-
KUMM JIOKAJTbHBIMU CBOMCTBAMU JOJKHBI OBITh HaJeIeHbI Ha Pa3HBIX CTPYKTYPHBIX
YPOBHSIX 3JIEMEHTHI-0JIOKH, caMOCcoOMparolyecs B LeJ0€ ClIeAytoiiero yposHs? Kak
MTOSIBIIMCH 3TH CBOMCTBAa. K KaKMM pa3HOOOpa3HBIM CJICICTBUSIM MOTYT IIPUBECTH
B3aMMOJCHCTBUS TaKUX 3JIEMEHTOB?

TpeOyeTcss HAlTH KOMITPOMUCC MEXKIY CICAYIOIINMU Te3MCOM 1 aHTUTE3NCOM:
"Cpena ynpapisieT 00beKTOM — OOBeKT (opMUpYeT cpedy’, a UMEHHO, — IIO-
CTaBUTb MEXIY HUMU He pa3ieauTesibHoe "Win", a coequHuTeIpHoe "u". Apyrumu
CJI0BaMM, 4epe3 OOpaTHYIO CBSI3b — 3aMKHYTb MX Ha BBIACJICHHOM JISI MCCIIEI0-
BaHUS CTPYKTYPHOM YPOBHE B ILIMKIL.

Hab6monas paznuyHbie (pu3nyeckre M OMOJOrMYECKre CUCTEMbI, MOXHO 3a-
METUTH MEPAPXUIO LIUKJIOB "OOBEKT € BHEIIHSSA cpefa” ¥ UepapXuio 3allOMUHA-
IOIINX "YCTPOMCTB", 00eCIeYnBaIOIIyI0 CTAOMJIBHOCTD U M3MEHYMBOCTb CHCTEM.
Takue yCTpoiCTBa UMEIOT Pa3IMYHOE BpeMsl 3alIOMUHAHUS U peav3aliiyi HaKOII-
JeHHoi uH(popmauuu. Hampumep, CKOpocTb OOHOBJEHMSI KpOBM — HauOoJee

PEaKTUBHOII TKaHM OpraHM3Ma 4ejqoBeka — 15-107 3pUTPOLMTOB B MUHYTY,

2-10% sreiikolmTOB B MUHYTY, TpomOouutoB — 2,5-108; erme BbImre ckopocts 06-
HOBJIEHUS 0eJKOBbIX MuLe/UT. C Ipyroi CTOPOHbI, KaK M3BECTHO, HEPBHAs TKaHb
CTPYKTYPHO HE OOHOBJISIETCSI: HEMPOHBI MPAKTUYECKU HE pa3MHOXaITCS. Bpewms
UX XU3HU — 3TO MPOIAOJLKUTENBHOCTh XXKMU3HU YEJI0BEKA, HO €CJIM paccMaTpuBaTh
CONIEP>XKMMOE HEMPOHA Ha IPYroM CTPYKTYPHOM YPOBHE — BHYTPEHHETO OMOXM-
MMYECKOTO MeTaboIM3Ma, TO MOXHO 3aMETUTh BeCbMa OBICTPHIE U3MEHEHUS.

Ha monexkynsipHoM ypoBHE MbI TAKXX€ IMOAMEYAEM LHMKIMYHOCTh OPraHU3aLUN
npoueccoB. Ecan no 70-x romoB cU4UTaaoCh, YTO T€HOMbI OPTraHU3MOB CTAOWJIBbHBI,
TO ceryac CJIeyeT TOBOPUTb O TMHAMUYECKOM CTAOMJIBHOCTHU: CTAOMJIBHOE B OTHUX
BHEIIIHUX YCJIIOBUSIX COCTOSIHUE MOXET CTaTh HecTabuiabHbIM B Apyrux [3]. B JTHK
0oOHapyXeHbl MOOUJIbHBIE T€Hbl — y4YacCTKU, CIOCOOHBIE MepeMellaThCsl MOA BJH-
STHUEM M3MEHEHMS BHEIIHEH CpeIbl C MECTa HA MECTO B T€HOME JIIOOBIX OMOJIOTH-
YeCKMX CUCTeM — OT OakTepuil 10 yenoBeka. CTpyKTypa TaKUX IMPbITAIOIIUX y4ya-
CTKOB MOXET COJepXaTb OAWH WJIM HECKOJbKO reHoB. OKaszajoch, UTO TaKMX
MPBITAIOIINX T€HOB TIOBOJIbHO MHOTO. BO3MOXHO, 4TO OHM 00€CTIeYnBaIOT MEXAaHU3M
BTOPOTO YPOBHS FT€HETUYECKUX U3MEHEHUM, UTPAIOIIAI BaXXHYIO POJIb B YCKOPEHUHU
MPOLIECCOB OMOJOTMYECKON SBOJIIOLMAU U TTPUCITOCOOISIEMOCTH XUBBIX OPTAHU3MOB
K OKPY>KaIOIEe cpelie B OTIIMYKE OT IIEPBOTO YPOBHS — TOYEYHBIX MyTaluii. Takum
oOpa3oM, B MpPUPOAE TNOMMMO [TaBHO M3BECTHOIO [BYIIOJOTO BapuaHTa, YC-
KOPSIIOLLETO afanTaliuio XUBbIX OPTaHU3MOB K MU3MEHEHUSIM CpEIbl, CYIIECTBYET
MHOTO APYTUX CIIOCOOOB Pa3ynopsiIOueHUs 1 MOHTaXXa FT€HETUYECKOTrO MaTepraia.
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B 6uonmorvu u nemMorpacuy MHTEPECHBIM TUIIOM LIMKJIOB M MTOPOXIAEMbIX UMU
MPOCTPAHCTBEHHBIX BOJH-CTPYKTYp SIBJISIIOTCSI CMEHBI TMOKOJIeHUI. Takue BOJIHBI
HauboJjiee SIPKO MPOSIBIISIOTCS BO BPEMEHU MPU Pa3MHOXEHMM CUHXPOHHOM KYJIb-
TYpbl MMKPOOPTraHU3MOB B (DepMEHTepe, a B MPOCTPAHCTBE — IPU MEPEHECEHUH
KYJbTYp paCTeHUIA WM XUBOTHBIX M3 OHOIO PErvoHa B APYTroOi Wu P OCBOCHUU
HOBBIX TEPPUTOPUI MOMYJISIIUEN UCXOMHO OJIM3KUX IO BO3pacTy Jrofaeit u T.a. [4].
B ocHoBe MexaHM3Ma BO3HUKHOBEHUS BOJIH, C OAHOM CTOPOHBI, JIEXKUT HUKINISCKUIA
XapakTep Pa3MHOXEHMSI XMBBIX OpPraHM3MOB (HarpuMep, LUK AEJCHMS ISt
pa3IMYHbIX MMKpPOOPraHm3MoB coctapisier 0,5 — 2 4, M pa3JIMYHbIX KJIETOK
yenoBeka — 10 — 100 4, penpoayKTUBHBIM MEepUOJ CUHXPOHHOM BO BPEMEHM Ye-
JjoBeuecko nomyasauuu 25 — 27 net). C npyroit CTOpoHbl, Ha (bOPMY Y 3BOJTIOLIUIO
00pa3yIoLIMXCS PY 3TOM MPOCTPAHCTBEHHO-BPEMEHHBIX CTPYKTYP CYLIECTBEHHOE
BJIMSIHAE OKa3bIBalOT BHEIIHUE YCIOBUSI.

Yt00bI pazodpaThCs BO BHEIIIHE CXOAHBIX M TEM HE MEHee BecbMa Crie LI (UIHbIX
Trpolieccax, BaXXHO BbIOPAaTh TaKOW OOBEKT 3KCIEPUMMEHTAJIbHOIO MCCIEeI0BaHMS,
KOTOpPbIiA Obl OTBEYAJ] KaK IMPOCTOTe OOpalleHMS ¢ HUM, TaK U OBICTPbIM (BO
BPEMEHHOM MacIlTabe Hallleil XM3HU) CTPYKTYpPHBIM MeTamopg03aM, — YTOOBI
Ha CPaBHUTEJIBHO HEOOJIBIIOM OTPe3Ke BPEMEHU MOXHO OBbLIO CAe/aTh BHIBOABI O
MEXaHM3MaX CaMOOpraHM3alMM U O BIUSIHUM HA HUX MPOCTPAHCTBEHHO-
BPEMEHHBIX XapaKTepPUCTUK BHELIHEW cpelbl. BO3MOXHO, yIauyHbIi BHIOOP OOBEKTA
MTO3BOJIUT TIPUOJM3UTHCS K BBISICHEHHMIO OOIIMX 3aKOHOMEPHOCTEU M TaTh OTBETHI
Ha MTOCTaBJIEHHBIE BbILIE BOMPOCHL. DTUMM COOOPaKEHUSIMU PYKOBOICTBOBAIUCH MBI,
00paTUBIINCH K MUPY OaKTEpHii.

Pazymeercsl, aHajlorMM HE CaMblii HAIEXHBIM BapyUaHT MO3HAHUS TPUPOIBI.
VYTemaeT TOJbKO TO, YTO B MOKMCKE OTBETOB (Uepe3 M3ydyeHUEe MUKPOOPraHMU3MOB)
Ha TOCTaBJIEHHBIE BBIIIE IJ100AJbHbIE MMPOBO33PEHUYECKUE BOIPOCHI MbI pEIlIaeM
OTHOBPEMEHHO W IIPaKTUYECKME 3aJayd. XOpOILIO HM3BECTHO, 4YTO 3HAHHE O
XapakTepe IMoBeIeHMsI OaKTepuii BaXKHO HE TOJIBKO JJIsI OMOJOTMU W MEAUIIMHBI,
HO ¥ JUISI OMOTeXHUKU [5], 6uorexHosoruu [6]. B Ta6n. I maHbl HEeKOTOpHIe TPUMEPHI
WICTIOJIb30BaHUSI MMKPOOPTaHU3MOB B OMOTEXHOJIOTHUMU.

OTMeTUM, YTO M3JI0XEHHBIE HMXE PE3yJbTaThl OTHIOAb HE IPETEHIYIOT Ha
OOILIYIO TEOPUIO CUHEPTM3MA Y HU B KOEM CJIy4ae HE MOIYT 3aMEHUTb UCCJIEI0OBAHUE
JIPYTUX peajbHbIX CUCTEM; OHM, KaK MbI JyMaeM, Ha OCHOBE aHAJOTMii U MaTeMa-
TUYECKOIO MOJCIMPOBAHUSI MOIYT JIMILIb BOOPYXUTb JOMOJHUTEIbHON WH-
dopmalieil 1 HOBBIMU HIESIMM, HEOOXOAVMMBIMM NpPU M3YYEHUU WHBIX, HebakK-
TEPUATIBHBIX CUCTEM.

Y6enuTbes B TOM, YTO OTIEIbHBIC 0AaKTePUU IBUKYTCSI XaOTUYHO, MOXET KaK-
Iblid. [l 3TOro JOCTAaTOUYHO B3TJISIHYTh B MUKPOCKON Ha KaIlIlO IUTATeIbHOI
Cpelbl, MpeABapUTENIbHO 3aCESTHHYIO, K IPUMepY, KUIIEYHOM MaJ0uKoil (JJaTUHCKOE
Ha3zBaHue — Escherichia (E.) coli). [IpuMeHsist U301IpPEHHYIO SKCIIEPUMEHTAIBHYIO
TeXHUKY, bepr cMor mokasaTh 3TO JOCTaTOYHO cTporo [7, 8.

Bmecte ¢ TeM M3BECTHO, YTO XaOTMYHO ABMKYIIMECS OaKTepUH MOTYT TP
HEKOTOPBIX YCJIOBUSIX paCIpelessiTbCsl B TMPOCTPAHCTBE HEPABHOMEPHO, T.€.
(bopMupoBaTh MPOCTPAHCTBEHHbIE CTPYKTYPhl, — KaK MEHSIOIIMECS BO BPEMEHHU,
TaK U HEeM3MEeHHbIe (cM., Hampumep, [9]).
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Ta6auua I. Hekoropble 6MOTEXHOJIOTMYECKUE TTPOAYKTBI M UX TTPOAYLIEHTHI
IlponyxThi IpoxyuenTsi IIponykTsi TlpoayuenTsi

Mukpobubie Gesku: L-nu3nx,5’-nHo3uno- | Corynebacterium

U3 orxoxos Gymax- Candida utilis Bas v §'-ryanwnosas | glutamicum

HOM MacChbl KMCJIOTBI

Uz anndaruueckux Saccharomycopsis

YIEBOROPOAOB lipolytica

HedTH Meaunuuckue npena- | Penicillum

U3 merana wim mera- | Methyiophilus, parel, neHMUMLUIMHBL | chrysogenum

HOMa methylotrophus Ledanochopunbr Cephalosporlum

depmenTor:
Amunaspl
I'moxoaMuniasa
Hemmonasa

Wnseprasa

Jlaxra3a
Jlunasa

Buramunbt:
Pubocdnasun
Buramunu By,

IToaucaxapuabt:
Jexcrpan

Kcaurosag cmMosa

Kaporusounsi:
bera-xapoTtud
ACTaKkCaHTHH

AMHHOKMCJIOTBI M 1PO-

0B

HM3BOAHBIE OT HYKJICOTH-

Aspergillus oryzae
Aspergillus niger
Trichoderma reesii

Saccharomyces
cerevisiae
Kluyveromyces fragilis
Saccharomycopsis
lipotytica

Eremothecium ashbyi

Pseudomonas
denitrificans

Leuconostoc
mesentroides

Xanthomonas
campestris

Blakeslea trispora
Phaffia rhodozyma

Amdorepuuus B, ka-
HAMMUMHDBI, HEOMH-
1IMHBI, CTPENTOMM-
LIMH, TETPALMUKIMHDI
H Ap.

Tpamuuynny S

Bauurpaumn
Hoaumukcrua B

Crepouaubie MOM-
uxaumn

WMMYHOrI00YIMHBL M

MOHOKJIOHAJIbHbIE aH-
THTEJ A

NurepdepoH

WHCynuH, ropMOH po-
CTa uenoBeKa, CoMa-
TOCTaTHH, uHTepde-

pOH

{
{

acremonium

Streptomyces

Bacillus brevis

Bacillus subtilis
Bacillus polymyxa
Rhizopus nigricans
Arthrobacter simplex
Mycobacterium

Tubpugomst (oayue-
Hbl METOJAMM KJIETOU-
HOIM MH)XEHEPHUH)

JIMHMKM KJIETOK MJe-
KOMHUTAKWMX (noJy-
YeHbl METOAAMH KJIE-
TOYHOM MHXXCHEPHH)

Escherichia col. (pe-
koMmOuHanus JJHK
METOiaMH FeHHON HUH-
KEHEePHM)

OObBIYHO TIIpenanosaraeTcs,

4YTO IMOABJICHUE TaKHUX CTPYKTyp WIMX Ca-

MOOpraHm3anvd B CUCTEME XaOTUYHO ABMXKYIINXCA OPIraHU3MOB YIIPaBJIAIOTCA HE

OMOJIOTMYECKUMU 3aKOHaMH,

a ¢)YHI[aM€HTaIII>HHMI/I d)I/I3I/I‘IeCKI/IMI/I 3aKOHO-

MepHocTaMU [10]. A MMEHHO, MPUYMHOU BO3HUKHOBEHUS YIOPSIOYEHHOCTU B CU-
CTEME MOXET CIIYXUTh KaK €€ YIAIEHHOCTh OT TEPMOANHAMMYECKOTO PABHOBECHS,
TaK M HEJIMHEHHOCTb ee xapakTepucTuk [l11]. KakoBbl MeXaHM3Mbl KOHKPETHOM
peanu3anuu 3TUX (PU3NYECKUX 3aKOHOMEPHOCTE MpU CTPYKTYpOoOOpa3oBaHWMU B
MOMYJSILUSIX TTOABMXHBIX OakTepuii? O630p mpencTapiisieT co00il MOMBITKY OTBETa
Ha 3TOT YAaCTHBIMA, HO UMEIOLIMIA HEMOCPEACTBEHHOE OTHOLIEHNE K MOCTAaBJICHHBIM

BBILIE OOLIUM BOIIPOC.

2. 3aKOHOMEPHOCTH JIBHKEeHHUS OAUHOYHOI OaKTepum.

2.1. HexoTophie

OCOOEHHOCTHU DTOTr0O OABUXEHUHI.

Yxe B xonue XIX B. Kon, Durennman, INdbeddep [32 — 36] mokasanm, 4ro,
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HaXoAsCh B TIUTATEILHOM cpelie, OaKTepUU CIIOCOOHBI M3MEHSTh HallpaBJIcHUE IBU-
KEHUsI, n30erasi HAXOAMTLCS B OMHMX YCIIOBUSIX U CTPEMSICh IEPEMECTUTBLCS B
napyrue. OIHAaKO CUCTeMaTUUeCcKoe U3ydeH1e TOABUKHOCTY 1 TIOBEACHUST OaKTepuit
HayaJIoCh CPAaBHUTEJILHO HEIaBHO, U 3a nocieaHue 20 JeT B 3Toi 00JacTH TOCTHUT-

HYTbI 3BHAYUTCJIbHbLIC YCIICXMU.
OTMMYnTeIbHBIM IMMPNU3HAKOM MHOI'MX 6aKT€pI/II7[ ABJACTCA HATMYUE Y HUX CIIC-

LMAJIbHBIX JBUTATEIbHBIX OpPraHell — XTYTMKOB. IlepuTpuxuanbHbie OaKTepuu,
MMEIOIIE XKTYTUKM, OeCIOopsIoYyHO pa30pocaHHbIE MO Bceli MOBEPXHOCTU Tella
(x HuM otHOcaTcs 6akrepuu E. coli, Salmonella (S.) typhimurium, Bacillus u ap.;
puc. 1), akTUBHO MePEABUTAIOTCS, CMEHSISI IEPUObl POBHOTO HAIPaBJIEHHOTO Ilia-
BaHUs (CBOOOTHOIO Mpodera) Ha MepuoIbl TaK Ha3biBaeMOro TamomHra (tumbling).
B cocrosiHum taMOiMHIa KJIETKM TEPSIIOT OPUMEHTALIMIO U COBEPIIAIOT Pe3KHUE Xao-
TUYECKUE [BWXEHHUS, HAOMMHAIOIIME ApOXaHWe U KyBbIpKaHue. I[lepuoabl
POBHOIO IJIaBaHUsI OOBIMHO COCTaBIsIIOT 1 — 4 ¢, a TambamHra — okosno 0,1 ¢ [8,
14, 37] (puc. 2). [1yist TOro 4to0bI MPOAEMOHCTPUPOBATh TAKOM XapaKTep ABUXEHMUSI,

CBobodnmi
npooez
2
Puc. 1. Bakrepun Salmonella typhimurium B Puc. 2. Cnyuaiinble 6ayXnaHusi, XapakTepHble
nporiecce CBOOOIHOTO pOBHOTO IaBaHust [117] nns 6akrepun Escherichia coli [116]

bepr wu3 TapBapackoro yHMBEpCUTETa  SKCIIEPUMEHTAIBHO — pean30Ball
"larpaHkeBy CHCTEMY KoopAuHat". OH co3man  aBTOMAaTU3UPOBAHHBIN
MUKPOCKOII, CIIOCOOHBIN "OTCIEKMBATh" IBUKEHUE OTICIbHON KJIETKU B TPEX M3-
MepeHusix [7, 8] (puc. 3).

B sTOM MUKpocCKoITe u300pakeHue 6akTeprur (POKyCUPOBAIOCh Ha OKOHYAHUSIX
IIECTU ONTUYECKUX BOJIOKOH, KaXI0€ M3 KOTOPBIX COSAMHSIIIOCh C (POTOYMHOXKM-
teneM. BosokHa MoHTMpoBamvch nomapHo. OmgHa mapa "ciemwia" 3a mpaBoil U
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Onmuveckue BonokHa Z )<ﬂ—-\

Pomodemexmopel
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yeunumenu

Kamywiru
ynpabnarwouux
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HANDAMEHUE -

@% Mukpockon

‘ )gmz@
MazHumHan %/ Karmepa ¢

Kamyura < Tpeodpasabamens LOB mepUAIL
~ 7 KowdeHcop
% oyxuna g ,
S ) Chem
)

Puc. 3. ABromaTu3npoBaHHasa cUCTeMa IJI OTCIACXKWBAHUS IBUKEHUST OTIEIbHOM OakTtepuu |[§]

JIEBOW CTOPOHAMU M300paXEeHMS, Ipyrasi — 3a €ro MepeaHei U 3aHE CTOPOHAMH,
a TPEThsl Mapa BOJOKOH — 3a BEpXHEH M HMXXKHEU yacTsaMu uzoOpaxkeHus (Ham U
noa (poKajJbHOM IIOCKOCThIO). Pa3HOCTh CUTHAJIOB OT KaXKIOM Iapbl YCUIWBAJIACH
1 UCTIOJIB30BAJIACh IJISI KOHTPOJISI TEOMETPUYECKOTO ITOJI0XKEHUS HEOOJIBIIION KaMepbl
C IIaBalOIIMMKU B Hel OakTepusMM; KaMmepa pacrojarajiach BHYTPU
aJIEKTpOMeXaHn4YecKoro mpeoopasonatess. [1pu aBuzkeHUM 6aKTepun, HaXOIS e -
¢ B (hoKyce MUKPOCKOIMA, Kamepa cMellajach B TOM HallpaBJI€HUM, B KOTOPOM
aAMIUIMTYAbl Pa3HOCTHBIX CUTHAJIOB YMEHBILAIUCh, TIPU 3TOM M300paxkeHue Oak-
TEPUM BCE BPEMS OCTABAJIOCH B LICHTPE ITOJISI 3pEHUST MUKpOCcKona. TakuM o0pa3oM,
KOOPAWHATHI KJIETKU B JIA0OpATOPHOM CUCTEME OTCYETA HE U3MEHSIIMCh, a €€ ABU-
>XKeHHe (UKCUPOBAJIOCH IO MepeMeleHUI0 KaMephbl, B KOTOPOIi OHA IIaBaJa.

Oxazanoch, 4TO 4acTOTa TaMOJIMHIA B HEM3MEHHBIX YCIOBUSIX CPEAbl HE U3-
MEHsIeTCSl BO BpeMeHU. HampapieHue ABMXKEHUS TOCie KaXIoro TaMOJMHIa U3-
MeHsIeTCsl cliydailHbIM oOpa3om [8, 14].

Kak yxe yka3piBajaoCh, HallpaBJI€HHOE IBUXXEHNE MHOTUX OaKTepuid obecrie-
yuBaeTcs XryrukamMu (duaareanamu). KryTMKuM, SBJSISICh JBUTaTEIbHBIM am-
rapaToMm OakTepuil, BpalllaloTcs, MeperlieTasiCh B CIiMpaneo0pa3Hblil My4oK 103aau
Tena kaeTku (cM. puc. 1). Ilpu aToM co3pgaercsl TuapoarMHaAMUYECKasl cuia, TOJ-
Kawluas Kjaetky Bmoepen [8, 38].

22. MexaHuUKa JABUXEHHUSI MUKPOOPraHU3IMOB.
PaccmaTpuBas aBuxkyniuecst 0akTepuun, MCCAeA0BaTeIb BIIpaBe 3aMHTEPECOBAThCS
BOITPOCOM: KaKOBBI 3aKOHBI 3TOro ABMXeHUs1? OKa3bIBaeTCsl, YTO OAKTEPUU B CBOEH
"0ObIIEHHOM XKM3HU" MPUAEPXKUBAIOTCS HE HBIOTOHOBCKOI, a apUCTOTEIeBCKOM Me-
XaHUKU. WMHBIMU cjioBaMu, uX ABUXKEHME (MeXIy TaMOJIMHIaMU) TOJHOCTBIO
OIpele/IsIeTCsT CKOPOCThIO B JAaHHBI MOMEHT M HE 3aBUCHUT OT €¢ M3MEHEHWiIl B
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npeauecTByome MOMeHTHl [12]. JlelcTBUTEIbHO, MJII MMKPOOPTraHU3MOB (C
XapaKTepHbIM pa3dmepoM ~ | MKM) 3HaueHus uuciaa PeiiHonbaca (Re) Ha MHoro

TOPSIKOB MEHbIIIe, YeM B MPHMBBIYHOM HaM MuUpe, W cocTaBisiioT okono 107 [13].
Jlerko TmoOKa3zaTh, YTO IPU TaKUX 3HAUYeHUSIX Re myTh, MpOXOAMMBIA MUKpPO-

00BEKTOM I10 MHEpLUH, cocTtapsier ~0,1 .&,a BpeMsI TOPMOXKEHHUS (OT HaYaJIbHOM

ckopocti 20 MKM'C ™', XapaKTepHO# uisl 6akTepuil [14], N0 MOJIHOI OCTAHOBKH)

— okoyio 0,3 Mkc. ToabKO Ha MPOTSKEHUU 3TOro (CTOJAb Majoro!) MmpomexyTKa
BpEMEHM ABMXKYIIASICS TI0 MHEPIIMU OaKTeprs "TIOMHUT" O TOM, KaK OHa JBUTalach

paHblIIe.

MNHTepecHOo, YTO 3aBUCUMOCTb CKOPOCTH ABUXEHMST U KIETKU OT BI3KOCTU IHU-
TATeJILHOM cpenbl sIBNIsIeTCSl He MOHOTOHHOM [40, 41]: ¢ yMeHbIIEHUEM BSI3KOCTU
U cHavana pe3Ko BO3pacTaeT, a IMOTOM ITOCTEIEHHO YMeHbIIaeTcs. YTo 310 o3Ha-
yaet? B pabore [42] ObUIO MOKAa3aHO, YTO

U = (E/ D)2 (dw/d1)!/?, (1)

rae £ — k... aBuratensi, D — CONpOTUBIEHUE cpeabl (IJ1s1 TeJd LIapooOpa3Hoi
dopmbl paguyca Aunpu Re << 1 D = 6u A, rae 4 — IUHaAMMYECKasl BSI3KOCTD),
dw/dt — MOIIHOCTb, pa3BHBaeMasi OPraHM3MOM B MPOLIECCE IBUXKEHUS B BSI3KOM
cpene. CornacHo (1) poct U c yBenuuyeHHEM BSI3KOCTU MOXET OBbITh 0OYCJIOBJIEH
yBeandyeHueM Eu (min) yBeandeHueM dw/de. Ectb ocHOBaHMS nipeanonarath [41],
YTO CKOPOCTh OaKTEpUil B OCHOBHOM 3aBMCUT OT UX K.M.J. (E B ypaBHeHuu (1)).
B cBowo ouepenp BenuuuHa E  3aBUCUT OT TeOMETPUUYECKUX ITapaMeTpoB
MPOCTPAHCTBEHHOM criMpaiu, oOpa3yeMoii (arejijiaMyd IIpy HAIpaBJIeHHOM JIBM-
XeHuu OakTtepuii (cMm. puc. 1) [43, 44]. D10 03HavaeT, 4TO CKOpocTh U moKHa
M3MEHSITBCS 32 CYeT KOH(OPMALIMOHHBIX U3MEHEHUI OaKTepHalbHBIX XTYTUKOB.
DKcnepuMeHThl noarBepauan 31oT (pakT [41]. Kondgopmanus xe XTyTMKOB 3a-
BUCHT OT umcia PeiiHompaca [45, 46]. Takum o0pa3oM, BS3KOCTb Cpelbl
KOHTPOJIMPYET KOH(MOpMaLKIO (hIareUIIpHOM CIMpaJIbHON BOJHBI, a UMEHHO €€
aMILJIUTYAy n ¥ BojHOBOe unciio k. CornacHo [43], BeanunHa E ¢ pOCTOM BSI3KOCTHU
pacTeT, IOCTUraeT MaKCMMyMa pu nk = 1, a 3aTeM ymeHblaercd. B coorBeTcTBUM
c ¢opmynoii (1) cxomHbIM 00pa3oM M3MeHsieTcsl U cKopocTb U. MTak, CKOpOCTb
OakTepuil 3aBUCUT HE TOJbKO OT CBOMCTB Cpeibl, HO M OT mapamerpa FE,
XapaKTepU3YIOIIEeTo TAKXe BHYTPEHHKE ITPOLIECCHI, TPOXOISIINE B KJIETKAX U 00ec-
MEeYMBAIOIINE UX XU3HEAEATEIbHOCTD.

JIBuxeHus 6akrepuit mpu Re << 1 TpebyeT MOCTOSSHHBIX 3aTpaT IHEPTUU s
noAaepKaHusl ABVXKEHUS (Haxe C MOCTOSHHOM CKOPOCTbIO — B IOJHOM COOTBET-
CTBUM C apUCTOTENEBCKOW (u3uKoil). MCTOUHMKOM 3TOi SHEPruM SBISETCS
3JIEKTPOXUMUYECKMI TPaiMeHT MPOTOHOB (A jijy+), TPWIOKEHHBINM MOMEpeK

MeMOpaHbl, OTAEAIONIEH BHYTPEHHIOW cpeay OakTepuii OT OKpYXalolllei cpebl
[15 — 20]. 3anmaceHHass TaKMM 00Opa30M 3HEPrusi PacXoayeTcsl Ha BOJIHOOOpa3HOe
ABUXEHME OaKTepuanbHbIX (jare/ur (KryTMKoB). Duare/ibl, CIUIETasCh B MYYOK,
00pa3yloT IEBOCTOPOHHIOIO CITUPaJIb (CM., HarpuMep, [47]). I1pu BpalieHUun 31010
My4Ka MPOTUB YaCOBOM CTPEJIKU IO HeMY (OT MPOKCUMAJIbHOM K TUCTAIbHOM YacTH)
pacnpocTpaHsiercsd BoiHa. [1pu B3auMoaeiicTBum ee ¢ BI3KOM XKUIKOCTbIO, KaK YXe
YKa3bIBAJIOCh BBIIIE, BO3HMKAIOT CUJIbI, TOJKAIOIIME KJIETKY Brepen [8, 38].
Jpyrast Mmona 6akTepvaJbHOM MOABMXKHOCTU — TaMOJIMHT — BO3HUKAET, KOTaa
MYYOK KTYTMKOB HauMHAET BpallaThcs Mo yacoBoil crpenke [47 — 50]. IIpu atom
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My4yoK pacruietaercs (puc. 4) u

HampapJieHHOe JBUXEHUe Oak-
—~~)) — —> TEPUii TIpeKpallaeTcst; OHO CMEHSI-

eTcsd XaoTUYECKMM M3MEHEHUEM

OpUEHTALMU KJIETKH.

HenepurpuxmuanbHeie opra-

Puc. 4. Vi3MeHeHne HampaBleHUs IBUXCHUS OaKTepUM  Hy3Mbl JUIS  M3MEHEHUS  Ha-
b i e 1o 10 TpAIIR enomiayor apyri
TIPUHLINATIBI [27, 38, 3]

Hampumep, OwunossipHbie 0ak-

tepun Rhodospirillum rubrum wim Spirillum volutans umeroT 1Ba mmyuka (uaresu,
JIOKQJIN30BaHHBIX HA MPOTUBOITOJIOXHBIX MOJtocax. Beaymuii TSk 3arHyT Ha3zan u
BpAILLIACTCS BOKPYT TeJIa KJIETKU; IPYroM TSX SABISAETCSA MPOIOIKEHUEM KIIETKU U
BpalllaeTCs BOKPYT €€ OCU. TSXKM MepUOANYECKU MEHSIOT HallpaBJIEHUE BPAIIEHUS
1 OPUEHTALIMIO OTHOCUTEILHO KJIETKM, BBI3bIBasl peBepCcUIo ee ABMxXKeHus [51, 52].
[lepenHuii TSK BBI3BIBACT MOCTYMATEIbHOE IBMXXEHME, Bpalllasl KJIETKY; SIBISSICH
ciipanbio  [21], KJIeTKa mpu 3TOM "BBMHYMBAETCS' B MUTATEJIbHYIO Cpeay.
['uaponvHamMuyecKre 3aKOHOMEPHOCTH TaKOTO ABUXKEHUSI UCCIEI0BAINCH B paboTax

[42, 44, 53].

23. YcTpoicTBO u OpUWUHIMUI paoborThl
OBUTATENaHd OaxkxTepuim. B coorBercTBMM C JaHHBIMU
3JIEKTPOHHOM MMKPOCKOIIMU XTI'YTUKHU COCTOSIT U3 TPEX OCHOBHBIX YacTeli: 0a3asib-
HOTO T€JIa, PacIoJIOXEHHOIO B TOJIIE KJIETOYHOM CTEHKM, KPIOUKA U CBSI3aHHOM C
HUM HApYy>XHOW CIIMPAIbHOM HUTHU, UTPAIOLLEN POJIb BUHTA IPU IBUKEHUU OAKTEPUIA
(puc. 5) [22 — 24]. bazajgpHOe TeJo B CBOIO OYepelb COCTOMT (CM. puc. 5) U3
YeTbIpeX KOJIel, CTEPXKHSI, MPOXOASIIEro yepe3 Mx LEHTpP, a Takxke LUJIUHApA,
COEIMHSIONIETO JBa IUCTAIbHBIX Kojbla. [lokazaHo, 4TO OTAEAbHBIE KOJIbLIA, 00-
Hapy>XX1BaeMbl€ B M0JI€ 3pEHUS 3JIEKTPOHHOTO MUKPOCKOMA, UMEIOT OCb CAMMETPUM
16-ro mopsiaka. Bo3aMoxXHO, YTO KaxXX10€ KOJIbIO IMTOCTPOSHO M3 16 OeTKOBBIX CYOb-
€IVHMULI.

bazabHOe TeJI0 COeIMHSIETCS C HUThIO XI'yTUKA KPIOYKOM JUIMHOM 0K0J10 90 HM
(cM. puc. 5). Hutb OGakTepualbHOrO XIyTMKA IPeACTaBIseT coOoi OeaKoBOe
crnivpajeBuaHoe oOpa3zoBaHue AjMHON 0o 20 MKM u nuamerpoM 12 — 20 um. Illar
cnupanu — okoyio 2,5 Mmkm [25 — 27]. Ilpeamonaraercsi, YTO OCHOBHYIO POJib B

MoJACPXaHUU CTPYKTYpbl HATU UTPaAIOT rMApodoOHbIE CBsI3U [28, 29].

~

Puc. 5. Cxema opranuzauuu Xrytuka E. coli 1 HEKOTOPBIX Ipyrux
bakrepuii [27]. I — M-koabluo, 2 — S-KOJbllo, 3 — CTEpXEHb,
4 — P-komblo, 5 — umiauHap, 6 — L-Konblo, 7 — KPIOYOK, § —
HUTb XTYTHKA

27mrM

22.50mM
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OnHO 13 BO3MOXHBIX 00BSICHEHUIA MeXaHM3Ma paboThl MOTOpa 0aKTEPUATLHOTO
KTYTUKA 3aKJII0OYaeTcsl B TOM, YTO MOMEHT BpalleHUs TeHEPUPYETCST TTOTOKOM
MIPOTOHOB MKy M-KOJIBLIOM 0a3aIbHOIO Tejla M S-KOJBLOM, IPUKPEIUIEHHBIM K
KECTKOW CTpykType KkietouHoir creHku [30, 31]. InmaroneB u  Ckynaues
MPEANOIOXWIM, UYTO Takas Tepedada IPOTOHOB BO3MOXHA OT aMUHOIPYIIIIHI,
pacrosiokeHHo Ha M-Kojblle, K KapOOKCWJIbHOM TpyIllle aklenropa,

H* Hapy)fmaﬂ HapyxHas
14 HapynHas l Hapgmuag

«—-—-

' H*

' ' Brympennss

| BHympenHsn

v H' HapyxHas

Puc. 6. Cxema paboThl MOTOpa GakTepUaabHOro XryTuka [27]. 1 — mox geiicTBUEM MPOTOHIABIKYLIEH
CWJIBI M3 HApPYXXHOM Cpefibl TPOHUKAET MPOTOH, 3apsSIKAIOININ aMUHOTPYIITY CYObeTMHUIIBI M -KOJTbIIa;
II — B3auMoneicTBHe 3apssKeHHONM aMUHOTPYIIBI ¢ KApOOKCUIBHON TPYIION aKLEeNTopa MPUBOAMT K
BpameHnto M- konbua; III — mpoToH mepemaeTcs akienTopy M IOCTYMaeT BHYTPh KIeTKH; [V —
MeXIy KapOOKCUJIbHOM TPYIIOM aKlenTopa M aMUHOTPYIION, WMeloliell ciabblii OTpULIaTeIbHbIA
3apsijl, BOZHMKAET B3aMMHOE OTTAJIKMBaHUE, YTO PUBOAMT K JajibHelIIeMy BpalieH1o M-kosbla; V —
MecTo cyObenuHuIIbI 2 M-Komblia 3aHuMaeT cyorenuuuia 3. [lpeamonaraercs 15 — 17 mpOTOHHBIX
KaHAJIOB Ha ONHO 0a3aJbHOE TEJIO M COOTBETCTBYIOIEE YMCIO MOJIEKYJ aKIIeITopa

PacIoJIOKEHHOTO B LIMTOILUIa3MaTHUeCKOi MeMOpaHe (puc. 6). PacueTsl mokasbl-
BAIOT, YTO UISI OJTHOTO 000pOTa MOTOpa Heobdxoauma repenada npumepHo 300 mpo-
ToHOB [30].

HMHTepecHO, 4TO MOTOPHI OTASIBHBIX (priarejii paboTaroT HE3aBUCHUMO JPYT OT
npyra [54, 55].

24, U3MeHeHUEe NMOBeAEHUSI OAMUHOYHOTIH
OaKTepuum B OTBET Ha MU3MEHECEHMWE BHEII -
HUX ycloBMUIHK. "Poiba umer, roe riayoxe, a 4eaoBeK — IAe Jyd-
me", — 3TOT MPUHLMI ONTUMU3ALUN IBUXEHUS OOBIYHO COOJIONAETCSI HE TOJIbKO
MHOTOKJIETOUHBIMM OpraHM3MaMH, HO M Oaktepusimu. IloBeneHue OakrTepuii (e-
HOMEHOJIOTMYECKHM TIPOSIBISIETCSI KaK IBVIKEHUE K 0ojiee TPeaIIOYTUTEIbHOMY
OKPYXEHMIO M yOeraHme OoT MeHee NIpeAIouYTUTeTbHOro [99).

Bepr, Komana 1 Mx KoJulery IoKasajiy, 4To B rpagudeHTe aTTpaKTaHTa WIN
penejieHTa yactota TaMOJIMHIa (a caeIoBaTe/IbHO, M IJIMHA POBHOIO IJIaBaHMS)



22 I'P. UBAHULIKWN, A.b. MEJIBUHCKUI, M.A. LILITAHOB [T. 161

m3Mmensiercss. Ecnmmu GakTepum CIIydmiioch IUTBITH TT0 TpaJMEeHTy aTTpakTaHTa (T.e.
B "MpaBWJIbHOM" HampaBJIeHWM), TAMOJUHT YaCTUYHO MOMABISIETCS, CTAHOBUTCS
6onee penkuM. B rpaguenTe pernesuieHTa 3(GEKT MEHSIETCS Ha TPOTUBOIOIOXKHbBIN
[14, 56 — 58]. U3MeHsas yacToTy TaMOJIMHTA, OAaKTepus, CIyJaifHO OJyxKaast, TeM
HE MeEHee IIOCTeIEHHO CMELIAeTCsl B CTOPOHY BO3pacTaHUsl/yObIBaHUSI KOH-
LIEHTpallMM aTTpaKTaHTa/perellIeHTa.

Jlns kumevyHoit nanouku (E. coli) aTTpakTtaHTamu SIBASIIOTCS Kucaopoa, N-
auetui-D-rmoko3amuH, D-ranakrosda, D-rimoko3a, L-acnaprar, L-cepuH 1 Heko-
Topble npyrue coemuHeHust [51, 59 — 63]. A XupHble KHUCJIOTBI, CIUPTHI,
ruapo(oOHbIE aMUHOKHMCIIOTHI, @ TAKXKE MHOTUE IPYTME BEIIECTBA — PETE/UIEHTAMU
[51, 63, 64].

B KayecTBe aTTpaKTaHTOB WJIM PEMNEJICHTOB IJis1 OaKTepuii MOTYT BBICTYIATh
He TOJIbKO XMMHWUYECKHEe COeIUHEHNS, HO U pu3mueckue pakTophl: cBeT [51, 65 —
70, 83], Temmeparypa [51, 71 — 76], snekTpuueckKue M MarHUTHBIe Tojis [51,
77 — 9], rpaButanusa |51, 80 — 82]. Tak, HanpuMep, UHTCHCUBHBIA CUHUIA CBET
VHULIMUPYET HenpepbIBHBIN TaMOIMHT 0akTepuii E. coli. I1peanonaraercs, 4ro 3ToT
a(pdeKT CBI3aH C pa3pylIeHMEM MOJEKY/ (pJJaBMHA, YTO COMPOBOXAAECTCS OKMC-
JIEHWEeM APYIUX, TUIOTETUYECKUX XMMMYECKUX COSIUHEHW, YIpaBISIOIIMX MO-
BedeHneM Oakrtepuii [47, 65 — 67, 83]. Eme omuH npuMep: nepeMeHHBIE
BJICKTPUYECKHME TT0JISI MOTYT YBEJIMYMBATh MOABMKHOCTh OakTepuii E. coli, HO ox-
HOBPEMEHHO — MHTUOMpPOBaTh (mprumepHo Ha 70%) mX CIOCOOHOCTb K XeMOTaKCUCY
[79].

CyuiecTBeHHO, 4TO Bce 3(D@EKThI, CBSI3aHHBIE C BO3IEICTBUEM aTTPaKTaHTOB
WJIU PENEJUIEHTOB, UMEIOT MECTO HE TOJILKO B IIPOCTPAHCTBEHHOM, HO U BO BPEMEH -
HOM TpaJiMeHTe, T.e. NPU M3MEHEHUM KOHIEHTpalUMu BO BpeMmeHM [56, 57]. D10
O3HAYaeT, YTo OakTepuu 00J1adaloT MaMSIThIO.

25. bunodpusuka peuenuuu. B 1969 r. Aniep ycra-
HOBWJI, 4YTO OakTepuMM 4YYBCTBYIOT aTTPAKTAHTHI C TIOMOLIBIO CIELMATbHOTO
WHCTPpYMEHTApUS, Ha3BaHHOTO XEMOPELIENITOPAMU [59]. PeuenTopsl
pacrionaralorcsl B KJIeTOYHOU 00os10uke [84]. OHU mpencTaBisiioT co0oii OeTKOBbIE
MOJIEKYJIbI, CIOCOOHBIE "U3MEPSITh M3MEHEHMUsI KOHIIEHTpAllMd HEKOTOPHIX Be-
HIECTB M IepeaBaTh MOJYYEHHYIO MH(OpMalMio Ha OakTepuaabHbIA MOTOp |[8,
27, 50, 51, 63, 68, 85].

MexaHu3M OakTepHaIbHOM XeMOpPELEILMA TOYHO HE YCTaHOBJIEH. M3BeCTHO,
YTO peLenTop MNPOXOAUT CKBO3b KJIETOYHYI0 MeMOpaHy. HapyxHas yacTb
peuentopa (BeIXOAslIas B MpUMEeMOpaHHYIO Cpedy, MepuIlIa3My) CIocoOHa CBSI-
3bIBaTh MOJIEKYJTy acriaptaTta [86, 87]. IIpu cBA3bIBaHMM, BO3MOXHO, U3MEHSIETCS
KoH@opmaiug peuenropa [88 — 90], B pe3ynbrare 4yero mHGoOpMamus 0 TOM, 4YTO
pelienTop "3aHMIT", MOCTyNaeT BHYTPb KJIETKM, B LIMTOILIA3MY.

BonbIIMHCTBO peLienTOPOB BHICOKOCTEUMMUYHO MO OTHOIICHUIO K OJHOMY-
JBYM XUMUUYECKUM COCIMHEHUSIM, HO U3BECTHHI PELICIITOPhI M MEHEE CIieIMDUUIHbBIE.
M3BecTHO OKOIO 15 penienTopoB, pearupyrolnx Ha aTTpakTaHThbl, 1 okojo 10 —
Ha peneJiuieHTBI [64, 84, 91 — 93]. Kaxkablii T OaKTepuii pearupyeT Ha TPUCYIIUIA

eMy Habop aTTpakTaHTOB M penejuieHToB. Hampumep, Oakrtepuu Salmonella
typhimurium 4yyBCcTBUTENBHBI K deHomy, a E. coli — Her [94]. HabGop HekoTOphIX
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peuenropoB E. coli u S. typhimurium npeacrasiaeH B Tada. Il (mo padore [84]),
IToBeneHue GakTepuii 3aBUCUT OT UYKCJIA CBSI3aHHBIX PELICIITOPOB.

Tao6nuua II. Habop Hexotopeix petentopoB E.coli u S. typhimurium

Hawubonee Hpyrue BewecTsa, KOTOpbie XapakTepHbl JUis: ATTpPAKTaHT
AKTUBHBIN B3aMMOJEHCTBYIOT C TEM XK€ E.Coli S.typhimurium (A) wiu
xeM03dbexTop PELENTOPOM penesuieHt (P)

AJst JAHHOTO

penentopa
Iaroumron + A
N-aueruiarmo- + A

KO3aMHH

D-dpykroza + A
D-ranakrosa D-riroko3a, D-dykosa + + A
D-rmoko3a + A
Acnaprar I'motamar + + A
Cepun IlvcTens, anauud, rIULHH + + A
Auerar Banepar, OyTvpaT, nponuoHaT + + P
JeiuuH WU3zoneitumu, BanmH + + P
$enon + P
Dymapar + A

[TokazaHo [95], yro B rpaaMeHTe aTTpakKTaHTa BpeMs POBHOIO ILJIaBaHUS (B

IIPOMCXKYTKEC MCXKIY NBYMAI TaMGJII/IHraMI/I) OIIpCACIACTCA BbIpaKCHUCM

T(u) = Ty(1 + byu),

@)

I1e 4 — KOCUHYC YIJIa MEXIy HalpaBIeHUSIMU IBUXEHUS U TPaiMeHTa, y — Be-
JW4YKHA, 00OpaTHAs PacCTOSTHUIO BIOJb HANIPaBJI€HUs TpaaueHTa, Ha KOTOPOM KOH-
LIEHTpaLus aTTpakTaHTa yMeHbluaeTcs B 1 /e pa3. KoHcraHnra b (B popmyiie (2))
U3MEpPSIACh FKCIEPUMEHTAIbHO U 0Ka3ajdach paBHOM 12 MM (Ipy KOHLEHTpALUU
cepuHa 1 MM) [95]. U3 BeipaxeHus (2) sICHO, YTO mapaMeTp b OTpaxaeT 4yBCT-

BUTEJILHOCTb XeMOTAKCUCHOTO "MHCTPY-
MeHTapus" OakTepuil K TpaaueHTy aT-
TpaKTaHTAa.

[IpencraBisier MHTEpPEC OTBET Ha
Bonpoc: abcomotHoe (dN/df) uam or-
HocutenbHoe (dInN/df) u3mMeHeHue
quclia CBA3aHHBIX PELENTOPOB YIIpaB-
JIIeT nmoBeJeHeM OakTepuii?

B pabore [95] moka3zaHO, 4TO TOT
WJIM UHOM OTBET HA 3TOT BOIIPOC CYIIIE-
CTBEHHBIM 00pa3oM ompezesiseT Xapak-
TEp 3aBUCHMOCTU UYyBCTBUTEJIBHOCTHU b
(cMm. dpopmyny (2)) 6akrepuii E. coli k
IpafieHTy aTTpakTaHTa CepuUHA. DTOT
(akT oTpaxeH Ha puc. 7. BuagHo, 4To B
onHoM caydae (b 3aBucut ot dInN/dr)
YYBCTBUTEJIbHOCTh MOHOTOHHO YMEHb-
1IAeTCsl C POCTOM TpagueHTa KOH-

8

Lgicepur]

PUC. 7. 3aBUCMMOCTb YYBCTBUTEJIBHOTO K
TPaMeHTy mapameTpa b — u3 ypaBHeHus (2) —
OT KOHLIEHTpallMM aTTpakTaHTa (cepuHa) [95].

TeopeTnueckre  3aBUCUMOCTM (I OBYX
HCCIIEI0OBAHHBIX Mojeeit) IMOKA3aHbI
CIUTOIIHBIMM JIMHUSIMU, OSKCIepUMEHTaNbHAs

3aBUCHMMOCTb — ]_[ITpI/IXOBOﬁ
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LIeHTpaluu, a B apyroM (b 3aBucuT or dN/df) 4yBCTBUTEIBHOCTb b HOCTUTAET
MakKCUMyMa, a 3aTeM YyMeHbIIaeTcs. OKCIepUMEHTAJIbHbIE JaHHbIe (Takxke
MpeACTAaBJIEHHbIE Ha puUC. 7) yKa3blBalOT HA TO, YTO MOBEACHHWE OaKTepuid
onpezaessieTcs: a0COMOTHBIM M3MEHEHUEM YMC/Ia CBSI3aHHBIX PELEITOPOB.
[Tporiecc cBsi3bIBaHMST peLienTOpoB (BCied 3a aBTopaMu padoThl [96]) Oymem
onuchiBaTh yHKIMEH p(f), KOTOpas paBHa 1, Koraa peuenTop CBs3aH, W HYJIO B
octaibHOe Bpemsi. CpemHsia BeIMYMHA P 3aBUCUT OT KOHCTaHTHI IMCCOLMALIUU
K, T.e. OT TaKOro 3HaYE€HUSI KOHUEHTPALUM CBSA3bIBAEMBIX MOJIEKYJ (M3MEPSIEMOTO
B MOJISIX Ha JIUTP), 1ist Kotoporo p = 0,5. Ilycts C, /2 — 9TO Ta Xe KOHILICHTpaLus,

HO U3MepsieMas B yucie Moiekya B cM’. [pu Tekymeir KoHueHtpauuu C

p=C(C+Cp " 3)

MN3MmeHeHue uncia CBA3aHHBIX PELIeNTOPOB OO0YCIOBIMBAET OTBET — M3MEHE-
HMe noBeneHusl Oakrepuit [99]. Takum oOpa3om, OTBET mporopuuoHaieH dp/dt,
rae p onpenensercsa gopmynoit (3), U B pe3yabrare ciaydyaiHo Oayxnaaroiue 0ak-
TepUM MOCTEIICHHO CMEILAIOTCSI B CTOPOHY OOJIbIIEe KOHIEHTpALMU aTTpaKTaHTa.
[TomoOHoOe yrpapieHue Haubojee d(PEGEKTUBHO B TOM CiIyyae, €CAu M3MEpPEeHUS
KoHLEeHTpauuu C OCYyLIECTBIISIOTCS JOCTATOYHO OBbICTPO: MOKA BEJIMYMHA CMELLEHUS
OakTepuu CyIIECTBEHHO MEHbIIE CpeaHel JJIMHBI POBHOrO IjiaBaHust [97]. Bpewms,
HEOOXOOMMOE [IJISI XeMOTAaKCMYECKOro OTBeTa, B JIIOOOM CJiyyae HE MOXET

NpeBbIIIaTh WHTEPBAN T, KOTOPBIA XapakTepusyeT OpOYHOBCKOe OJyXmaHue

kinetku. [lycts T — 370 BpeMs, He0OX0AMMOE KJIeTKe IS "M3MEePeHUS" BETUUNHbBI
p, a C — cpelHsisl KOHLEHTPALMs CBA3BIBAEMOIO KIETOYHBIMU PELENTOPAMU
arTpaktanTa. CpeqHeKBagpaTUYHas OLIMOKA TaKoro mamepeHus [96] Takosa:

AC, . /C = [2nTDCNSa(l - p)/(NS + ma)|71/2, )

rae a — paaumyc cdepbl, BHYTPU KOTOPOW OakTepus "M3MepsieT” KOHLEHTpaLUIo
aTTpakTaHTa, N — YKCIO PELENTOPOB, PACIIONOXEHHLIX Ha Oakrepuu. fAcHo, 4yTO
JBa mocjeaoBaTeabHbIX (3a BpeMsi 27) "usmepeHus” KoHueHTpauuu C Moryt ooyc-
JIOBUTh U3MEHEHUE MOBEAEHUs OaKTEpUU TOJHKO B TOM Clydyae, €ClIM Pa3HOCTb
pe3yabTaToOB "M3MEpPEeHUI" MPEeBBIIAET CPEIHEKBAAPATUUHYIO OLIMOKY, T.C.

T/C-aC/0t > V2AC, /C. (5)

M3 Beipaxennii (4) u (5), XKaK moxkasaHo B pabore [96], ciemyer, 4TO

sl —~ 4-1/3
NS CCi;n 41 dCy, 7!

r> ["“D NS +7a C+C, ,\C di

Co3spnaBasg ¢ noMolblo (PepMEHTOB BpEMEHHOM I'paJueHT aTTpakTaHTa (L-rmo-
tamarta), bpayn u bepr [96] moka3anu, 4TO AJMTEIHLHOCTb POBHOIO IJIaBaHUS B

cpenHeMm ynsamBaerca (or 0,67 ¢ mo 1,34 ¢) npu dp/dt = 1,05-1073¢71 (C=
= 1,61 MM, (1/C) oC/ot = 4,35-1073¢7%, €, ,, = 2,3 MM). Ecim a = 0,8 MK,

D= 9-10"%cm%/C u NS/(NS + ma) = 0,5 [97], To 2T > 0,087 c. BpemeHHoi
WHTEpBaJl, HEOOXOAMMBIN IJIs1 IETEKTUPOBAHUSI BPEMEHHOIO IpaJleHTa, PaBHOIO
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1/10 yka3aHHOTO BbIIIe 3HAYECHUS, JOJIKEH OBITh B COOTBETCTBUU C (hopmyJoii (6)
B 10¥ = 4,64 pa3a Gosblue, 4to cocTaBisieT okoio 0.4 c.

JlankyucT ¢ komeramu [95], aKCIepMMEeHTHPOBABILNE C UCITOJIb30BAHUEM KC-
KYCCTBEHHO 3a7aBaeMOI0 IPOCTPAHCTBEHHOIO IpaauieHTa aTTpakTaHTa L-cepuHa,
MOKa3aJld, 4YTO JJMHA POBHOro IjiaBaHus (okojo 10 MKM) yaBaumBaeTcsl, €Clv
pacCTOsIHME, Ha KOTOPOM IOAJEPXKMBAETCS TPaaueHT, COCTaBIseT oKojo 1,4 cM.

Ipu C,,= 1 MM, (1/C)’8C/ox = 0,7cm™', V= 15 Mrm/c, a = 0,8 MKM,

12
D= 10" c™’/c u NS/(NS +ma) =0,5 [97] 2T = 0,27 c. 'panuent, cocras-
nstommii 1/10 ykazaHHOTO BbIIIE 3HAUEHHUSI, MOXET ObITh JETEKTHMPOBaH 3a
~1,2c.

MecuboB ¢ coaBropaMu OIyOJMKOBaIM padotry [98], roe mpuBeaeHbI
MOpOToBble 3HAaueHUsI aTTpakTaHTOB DL-a-metunacmaprata u D-ramakTossl,
MpOBOLIMpPYIOLIME XeMoTakcudecKuii otBeT 0akTepuil E. coli. Mcnonb3ys JaHHbIE
9TOM paboThI, a TaKXKe HEKOTOPbIe MHTEPIIOJSLMK, MOJaydyeHHble AmiepoM [71],
Bepr u Ilepcemn nauwm, uro i1 DL-a-metmnacmaprata 27 > 0,6 ¢, a pig D-
rajakto3sl 27 > 1,4 ¢ [97].

Bce nmpuBeaeHHbIE BbILIE OLEHKM MOKA3bIBAIOT, YTO BpeMsl, HEOOXOAUMOE OaK-
TepUSAM ISl JeTEKTUPOBAHUS M3MEHEHUSI KOHLIEHTPAIIMU aTTpaKTaHTa, COCTABIISIET
okosio 1 c. Bospmue BpeMeHa "3amperuatorcs’ BIUSHUEM CIy4ailHOTO JBUXEHUS
oakTepuii [96, 97]. XeMoTakcMUecKUil "MHCTpyMEHTapuil" OaKTepuii yUUTHIBACT
3TO OOCTOSITEIBCTBO.

KakoB MexaHM3M KpaTKOBpeMeHHOM namsitu 6aktepuii? MakHa6 n Kouuiang

MPEINOJOXUIN, YTO BHYTPU KJIETKU MMEETCS HeKuil peryasatop (X) XeMOoTakCu-
yeckoro orBera [57, 84|. I'mmoTeTmyeckasi cxema OEUCTBUSI 3TOro (TUIOTETUYE-
CKOro) peryJjsitopa npeactabieHa Ha puc. 8. CommacHo 3Toii cxeme X-peryysiTop
KOHTPOJUPYET YacTOTy TaMOJMHIra. B OTCyTCTBME MPOCTPAaHCTBEHHOIO WJIU
BPEMEHHOIO TpaaueHTa aTTpakTaHTa (pemneiieHTa) BHYTpM OakTepuu TO-
JIEPXXUBACTCS IOCTOSTHHOE CPejiHee 3HaYeHne BenunHbl X = X . Ecm MrHoBeHHO®

3HaueHue BeaMYUHbl X = X o QIYKTYHPYET B COOTBETCTBMM C IMYyaCCOHOBCKUM
pacrpeieIeHMeM BOKPYT HEKOTOPOTO KPUTUYECKOTo 3HaueHus X = X, To 9T

(byKTyanum MOTyT ONpeAeasTh clydaiHble OnyXIaHusl OaKTepuu B OTCYTCTBUE

IpaJlMieHTa aTTPAaKTAHTAa WM perejUleHTa BO BHelHeil cpene. [Ipn X > X

TaMOIMHT Tiofasistercs. Korma X < X TaMOJIMHT CTAHOBUTCSI BO3BMOXHBIM, U B
pe3yibTaTe OakTepus BpeMsl OT BpEMEHU MEHSET HaIlpaBJICHUE IBUXECHUS, OJTyXK-
JaeT CJIydaiiHbIM 00Opa3oM.

B pamkax 3Toif MOJeNU JIErKO OOBSICHSETCS NPUYMHA U3MEHEHUS TTOBEACHUSI
OakTepuii MPU U3MEHEHUH KOHIIEHTPALIMK aTTpaKTaHTa WM perejuieHTa (puc. 9).
A VMMEHHO, yBEeJMYEeHUE KOHLEHTpPALUU aTTPAKTaHTa YBEJIUYMBAET CKOPOCTh V,

CUHTe3a peryJsitopa X, a Takxke — CKOpocTb V, ero pasnoxeHus. OnHako, Kak
MOKa3aHo Ha puc. 9,a, V, pacrer Oonee ObiCcTpo, yeM V,. B pesynbrate ypoBeHb

coaepxaHus BeulecTBa X B KJIETKE BpeMEHHO Bo3pactaeT. CxogHbIM 00pa3oM 00b-
sICHsIeTCS U AelicTBue peneieHTa (puc. 9,0). Bo3BpallieHue KOHLEHTpallMu X K
MCXOJHOMY YPOBHIO TO3BOJISIET OOBSICHUTH 3KCIIEPMMEHTAIBHO HAaOII0ZaBIIYIOCS
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Puc. 8. Cxematuueckoe mnpeacTaBiaeHue AeiicTBUs peryisitopa (X) XeMOTaKCHYECKOro OTBeTa (Mojeb
Maknaba—Komnutanga) [57, 84]. @ — ATTpakTaHT u3MeHsieT KoHdopmamuio ¢epMeHTOB [ U 2,
akTuBupys ux. IIpu s3Tom pepmeHT [ aKTUBUpPYETCS OBICTPO, a 2 — MeMIEHHO. DTU (epMeHTHl (| U
2) KOHTPOJUPYIOT CUHTE3 U pa3jioXKeHue BellecTBa X COOTBeTCTBeHHO. KoHleHTpauusi X Bo3pacTaer
TIPU IBUXXKEHU U TI0 TPAUEHTY, YMEHbIIAETCS MPH JBUXEHU U MPOTUB IrpafieHTa U OCTaeTCsl HEU3MEHHOIA,
KOTZa TPAfMEHT OTCYTCTBYET, 6 — MTrHOBEHHOE 3HaueHHe BeNMUMHBl X = X . U3MEHSETCS CIyYyailHbIM

00pa3oM IO OTHOILIEHUIO K HEKOTOpoii kputudeckoi BenmunHe X,. Korma X. — X < O, reHepupyercsa
tamOnuur. Ilpu X, — X, >0 TamOnuHr nopasnstercs. Benuuuna X, — X, MOXeT M3MEHSATHCS B
pesyiabTate QaykTyauui X

557

X, W 00eux 3TUX BEIUYUH

aIanTaluio MoBeAeHUs O0aKTepuil K MOBBIIICHHOMY COAEPXAaHUIO B MUTATEIbHOM
cpene aTTpakTaHTa uiau pernejieHTa [47, 84, 87, 100 — 108]. Takum obpasom,
COIJIaCHO IMPEACTaBICHHOM Mo, MoBeAeHeM OaKTepril "ynpaBisieT" BeJIM4MHa
(X — X,). @aykryaumu X, wu/mwam X, (cMm. puc. 8) 0OycrOBIMBAIOT

TpaHC(OPMALMIO POBHOIO TUIABAHKS B TaMOJMHI ¥ HA00OPOT.
HerpyaHo BBIYMCIUTD BEPOATHOCTD TOro, uto X, > X (wm X, < X ). IlycTtb

HayaibHasg KoHueHTpauud X paBHa X (X, = X ). IL1oTHOCTH BepoATHOCTU OT-
KJIOHEHUA X OT BeJMYUHBI X OyoeT U3MEHATHCA CO BPEMEHEM I10 CIEAYIOLIEMY

3aKOHY:.
p(D =k§1pkgk(t), ™

rae p, — BEPOATHOCTb TOI'O, 4YTO CﬂyqaﬁHbIC MU3MECHCHUA 1ICJIOro 4Yncjia, Ha4yMHasA

C HyJISI, NpUAAAYT 3TOMY YMCJTy 3HAY€HUE, paBHOE (IS OMpPEeAeIeHHOCTHA) 1, TOYHO
3a k waros, a g(f) — GyHKUMS IJIOTHOCTU BEPOSTHOCTU MPOXOXKIECHUS Kk ILIaros

3a Bpemd f. Ilon mrarom mozapasymeBaeTcd M3MeHeHue X Ha eauHuLy. MoxHO

nokasatb [109, 110], uyto

- .~k
=g Tt ®)
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Puc. 9. Mexanu3m nu3MeHeHMsI OBeACHMS OaKTepHUil B OTBET HA M3MEHEHUE KOHIIEHTpAIlMK aTTpaKTaHTa
unu peneuieHTa (mo Mompenu MakHaba—Kouutanga) [84]. @ — VBenunueHue KOHUEHTpaLVKU
aTTpakTaHTa [Attr] (WM yMeHbllleHHMe KOHLIeHTpauuu perneiuieHTa — Repell) oOycrnosnvBaeT poct
K,, 6onee ObICTpBIi, YeM V,, 4TO MPUBOIUT K BPEMEHHOMY POCTY KOHLEHTpaUuK X U, KaK CJIEICTBHUE,
K YMEHBIIECHUIO YACTOTH TaMOJMHTA. 6 — YMeHbIIeHME KOHICHTpAllMM aTTpakTaHTa (WU pOCT
KOHIIEHTPAllMM perejUleHTa) BBI3bIBAET YMEHbIeHUEe V, Gonee Obictpoe, 4yem V.. BTO MPHMBOIUT K

YMCHBIUICHWIO KOHLCHTPALIUU Xn BPEMCHHOMY YBCINMYCHUIO YaCTOTLI TamOJIMHTa

a

) = (u)ktk—le-—nt (9)

gk(t F(k) ’

rie A = k; — KOHCTaHTa peakluy cuHTe3a Bewecta X (cm. puc. 14), T'(k) —

ramma-@yHkuus. IloactaHoBka BeipaxeHuii (8) u (9) B ypaBHeHMe (7) IPUBOIUT
(mocnie HEKOTOPBIX Mpeo0pa3oBaHuii) K caeaytomein 3apucumoctu [110]:

e~ My (24
ol = 10 (10)

rie I, — moaubuumpoBaHHas GyHkuus beccend I pona. @ynkuusa (10) orimyaercs

OT 3KcnoHeHUManbHOW. Ciyvait, korma X # X

., TAKXXe He NMPUBOAUT K IKCIIO-
HeHUKaTbHOM 3aBUcUMOcTH p(f) [110]. B To e BpeMsi aKcrepuMeHTalbHbIE TaH-
Hble, TIpeacTaBieHHbIe B pabote [110], xopolo joxaTcs Ha 3KCIOHEHTY. B yac-
THOCTH, B 3KCIEpUMEHTe He HaOJI0AA0TCs NJIMHHbIE MHTEpBajbl BpalleHus a-
reJij1 o YacoBOM (paBHO KaK M MPOTHUB YaCOBOI) CTpeJiKe, MpeacKa3blBa€MbIE OMK-

CaHHOW BbIlIe Mojaenabto MakHab6a—Konmmanga. g 6onpmmx ¢ gyHkuus (10)
YMEHbIILIAETCSI C POCTOM fKaK ~3/2 Y He MOXeT GBITH CBeIEHA K SKCIIOHEHIMATBHOI
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[110]. B cBs13u ¢ 3TuM bepr u ero Kosuier npeaaioXuin HOBYIO MOJIE/b PETYJISLIUA
repexoaa OT POBHOIO IJIaBaHUSI K TaMOJMHIY U Haobopot [110]:

k

2
PosrHoe nnaBanne > rtamOauHr. (11
k

3

DTa MofieIb XapaKTepPU3YyeTCs ABYMS COCTOSTHUSIMU, BEPOSITHOCTh MEPEX0aa MEXIY
KOTOPBIMM B €IVWHMILY BPEMEHM OCTaeTCs TOCTOSIHHOM. Kaxpoe M3 COCTOsSIHMIA
(poBHOE TJIaBaHME WJIM TaMOJIMHT) XapaKTepU3yeTCsl SKCIIOHEHIIMATIBHON 3aBUCH-
MOCTBIO OT JJIMHBI MHTEepBaja U CPeIHUMHU BpEMEHAMU XWU3HM, paBHbIMU 1/k, 1

1/ k , coorBerctBeHHO. KOHCTaHTHI &, 11 k, B (11) 3amaioT BepoATHOCTU (B €AUHULLY

BpeMEHH) Tepexoia OT POBHOTO IJIaBaHUS K TAMOJIMHTY 1 OT TAMOJIMHTA K POBHOMY
miaBaHuio. Ha MonekynsspHOM YpoBHE 3TM KOHCTaHThI MOTYT OIMCBIBATh,
HarpuMep, depeayromuecss KoH(pOpMaLMKM Kakoro-to oejika. Kak mokaszauim sKc-
NEPUMEHTBI, XEMOTAKCMUYECKUN CHUTHAJ CMeIaeT k, U k, B IPOTMBOMOJOXHBIX

HarpaBJIeHUsIX, HO k, M3MeHseTCs cuiibHee, YeM &, [110]. B mpuHimmne momens

(11) He McKIIIOYaeT CMHTE3a MPOMEXYTOYHOIO Mpoaykra X (Kak B mMoiaenu Mak-
Haba— Koianaa; cMm. puc. §), HO HalpaBIeHUE BpalleHUs (JIaresi1 mpy 5TOM He
NOJDKHO 3aBHUCETh OT BEJIMUMHBI X , a cledoBaTeabHO, M OT (PIyKTyalMil KOH-

cr)
LIEHTPALIMU PETYJISITOpa XeMOTAKCUYECKOTo OTBeTa X.

Cnenyet OTMETUTD, YTO MoaeJib (11), mo-BUAMMOMY, BepHa He JJ1s1 BCEX TUIIOB
6aKTepI/II7[. Nmerorcsa SKCIICPUMCHTAJIbHBIC JaHHBIC, CBHUIACTCIBbCTBYIOIIINE O TOM,
YTO IBMXKEHHUE TajobakTepurii (B oTiinuKe ot bakTepuii E. coli) MoxkeT onpeneasThes
BeJIMYMHOM X [223], a ciienoBaTesIbHO, OMUCBIBATLCA MoAebl0 MakHaba—Koui-

JlaHa.
Nsmenenue (3a Bpemst ~ 1 ¢ [95]) koHcTaHT k1 k; B dbopmyrne (11) anekaTHo
ONMKChIBaeT ToBeaeHUe Oaktepuit E. coli nmpum WHM3MeHEHMM KOHLIEHTpaluu
aTTPaKTaHTOB WJIM PETe/UIEHTOB BO BHEIIHeH cpene. Mi3MeHeHue 3agaBaeMblX 3T -
MU KOHCTaHTaMU YacTOT Mepexoja OT POBHOIO IIaBaHUS K TaMOJIMHIY M HA000POT
3aBUCUT, KaK YKa3bIBAJIOCh BBIIIE, OT CKOPOCTH M3MEHECHUS YMC/Ia CBA3aHHBIX MO-
JIeKyJlaMu aTTpakTaHTa WIM pere/uIeHTa peLenTopoB, T.e. oT (GpyHKuuu dp/dt.
D10 03HavaeT, YTo OaKTepus JOJDKHA YMETh CPAaBHMBATh BEJIMUMHY p B HACTOSIIIUIA
MOMEHT U B HelaBHEM TIPOILIOM. MHBIMU clloBaMU, XeMOTaKCHUYECKUIA OTBET (T.€.
CUTHAJI, 3aJa0IUMI U3MEHEHHME KOHCTAHT k, M k, 1 0003HayaeMblii najgee OyKBOM

R), nponopuuoHaneH pa3HocTu (p — A):
R = g(p — 4), (12)

IJIe ¢ — KOHCTaHTa MPOMNOPIMOHAIBHOCTH, a A — YpPOBEHb aJalTalli; B CBOIO
ouepenb A U3MEHSIETCS B COOTBETCTBUM C ypaBHeHueM [110, 111]

_p-4
dA/dt = ——, (13)

rae T — KOHCTaHTa ajganrtauuu. BenuuyuHa ypoBHS agantauuud A KOppeaupyeT C
YPOBHEM METWJIMPOBaHUA (T.e. cBa3bIBaHUs CH,-rpynnbsl BHyTpuMeMOpaHHOTO Me-

TWJICBSI3BIBAIOIIETO XeMOTakKcuyeckoro Oenka (Ttak HasbiBaemoro MCP-6enka).
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[Tpoliecc aganTauuy KJIETKU CBSI3aH C MPOLIECCOM POCTa YPOBHSI METUJIMPOBAHMUS,
KOTOPBII B CBOIO OUepeb 3aIyCKAETCsl CBSI3bIBAHMEM MOJIEKYJIbI aTTpaKTaHTa (CM.,
Hanpumep, o63op [102]). ITpu A = p, cornacHo ypaBHenuio (13), dA/d¢ = 0, T.e.
KJIETKa TOJIHOCTBIO amanTupoBaHa. Pemrenue ypaBHenusa (13) pna ! >> T HMEET

BUL

A(D) = -e—:/l } Pt)e' 7dr. (14)
0

W3 (12) u (14) crenyer, YTO
t
R(t) = glp() — = [ p(t) exp [(1'/7) = 11dr'}. (15)
0

[TepBbiit ueH B pUIrypHBIX cKoOKax B BeipaxkeHUU (15), p(f), xapakTepu3yeT Ynucio
CBSI3aHHBIX B JaHHBIE MOMEHT peuentopoB. Bropoit ujneH B ypaBHeHuu (15)
MPENCTaBISIET COOO0 ycpenHeHWe (PyHKIIMHU p IO BCEMY ITPOIILIOMY C BECOBBIM (haK-
TOPOM, KOTOPBI CO BPEMEHEM SKCITOHEHIIMAIbHO YMEHBIIAETCS. DTOT BECOBOM (PaK-
TOp (haKTUYECKM OIMUCHIBAET MaMsTh OakTepuu. CormacHO BeIpaxeHuo (15), uH-
(opmalivsg 0 yKcie CBSI3aHHBIX PELIEITOPOB COXPAHSIETCSI TOJbKO Ha TaKUX Bpe-
MEHHBIX MHTEPBAJIAX, KOTOPbIE HE CUJIBHO MPEBBIIIAIOT KOHCTAHTY aJanTaiuu T.
Hrak, mamsaTh 6aKTepuii CBSI3aHa ¢ afanTalueil KIeToK K OKpyxKalollieil cpene;
B OCHOBE 3TOM ajanTaluu JexXaT NpoLecChl METUJIMPOBAHUS BHYTPUMEMOpPaHHBIX
MCP-6enkoB. IlamsTh naeT BO3MOXHOCTb OAaKTEpUsSM, MCIOJb3YSl PELENTOPHI,
CpaBHMBAThb KOHLIEHTpAalUMM aTTPAKTAaHTOB WJIM pEMNeUIEHTOB B TOYKax,
PaCIOJIOXEHHBIX BIOJIb TPAEKTOPUM IBUXKEHUS OakTepuii. MHGopmMalius, mosydeH-
Hasl B XOJI¢ TAKOTO CPAaBHEHMSI, MCIIOJb3YETCS 151 PEryasliMyd YaCTOThl TAMOJIMHTA.

260 bakxTepuum KaK UHIMUBUAYAaIbHOCTHMH.
B 1947 r. Jlypua u Jlatapeer [112] oOHapyXWiu, 4TO HEBO3MOXHO IOJHOCTHIO
YHAUYTOXUTh MOMYJISLMIO OaKTEpUI BBICOKMMM A03aMU YJIbTPa(UOJETOBOIO WU

peHTreHoBckoro manydeHust. Ot 107 o 107" obiero ymcia KJIETOK MPU 3TOM
BbUKMBAlOT. He MCKIII0OUEHO, YTO Pe3MCTEHTHOCTbh BBIXKMBIIMX KJIETOK CBSI3aHa C
TEM, YTO OHM HAXOIWJINCh B CTAAMU PE3KOTO 3aMelJicHUs pocTta. MeXaHW3M 3TOro
3aMelyieHus 10 cux mop He siceH [113]. flcHo, ogHako, 4TO (PU3MOJIOrMYECKOE
COCTOSTHME BBIKMBIIMX KJIETOK OTJINYAJIOCH OT (DM3MOJIOTMYECKOTO COCTOSTHUST 00JThb-
IIMHCTBA KJIETOK MOMyIsuu. MHBIMM cloBaMM, OaKTepUaJbHbIC MOMYJISIIUN B
ONpeaeJeHHOM CMbIcie rereporeHHbl. CocTaBisiolde MX KJIETKM, OKa3bIBaeTcsl,
HaJeJeHbl UHIMBUIYAIbHBIMU CBOMCTBAMU. DTU CBOMCTBA MPOSIBIISIIOTCS HE TOJBKO
B 1M depeHIIMPOBAHHOM BbIXKMBAaHWUM O0aKTepUii, HO U B pa3IMYHOM MX MOBEACHUU
B OJHOU U TOM Xe mutateabHou cpene [114]. IloBeaeHUe KIETOK MCCIEA0BAIOCH
B pabote [114] ¢ momoliblo MNpUKpPENJeHUsT KIETOYHBIX (iareyl K CTEeKIy
MOCPEICTBOM aHTUTEJI, a 3aTEM PErMCTPUPOBAIOCH HAIIPAaBIECHME BpallleHUs KJIETOK
(C MCITOIb30BaHMEM BHICOMArHUTHOM 3amucK). B oCHOBY KCIIepMMEHTOB ObLT TO-
JIOXKEH TOT (paKT, YTO BpallleHWEe 3aKPEeTIEHHBIX KJIETOK IMPOTUB YaCOBOU CTPEIKU
WIK TI0 4YacoBOH cTpeyke (HaOMogaeMoe BIOJb OCH, IIPOXOIsIIeid uvepes
3aKpEIUICHHYIO (piareily) SKBUBAJIEHTHO COOTBETCTBEHHO TaMOJMHIY WX
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POBHOMY IIJIaBaHMIO CBOOOTHO IJIaBaroLIei
bakrepumn [48]. Okazanoch, YTO OTIEJIb-
Hble  OakTepuu (S. typhimurium)
XapaKTepU3YIOTCSI UMEHHO UM MPUCYIIUMU
BPEMEHHBIMIA MHTEPBAJaMU POBHOTIO ILIa-
BaHUS KaK B OTBET HA a-METHJIACHAPTAT

RSN
!
T

or (BBI3BIBAIOLLMIT TPOIOIKUTEIBHOE BpaLIe-
HHeE TI0 9acOBOIl CTpeJIKe), TaK U B €ro OT-
70 cyrctBue. [T pa3HbIX GaKTepuii 9TH MH-
TepBaJIbl MOTYT pa3InyaThcsl B ABa pasa.
KpoMe TOro, O6BUIO YCTAaHOBJIEHO, YTO
; ; 0' P 20 7 70 ('? BpeMsI BPAILIEHNUSI TI0 YaCOBOIT CTpesKe (3K-

Cpedwss dnumensHacme pobHozo
nnabarus bomcymembue cmurmyna,

Cpednan dnumensHocms pof~  BUBAJEHTHOE BPEMEHM POBHOTO ITaBAHUS
gi’if (/27’/77;1,’5;: :;; M /’Z% LZC% %C/Z; CBOGOIHOI KJIGTKEI) B OTCYTCTBHE Q-METH-
& -Memun acnapma ma),c Jlacmaprara JJMHEHHO KOppeaupyeT C 1JIU-
TEJIbHOCThIO MHTEPBAJIOB POBHOIO IjIaBa-
Puc. 10. JIuneiinas xoppelsiuus UHTEPBAJIOB
BpEMCHM  POBHOIO  IlJIaBaHUA CBO6OHHOVI HUA B OTBCT Ha HAIMIMC Q-MCTHIAC-
KIETKH B OTCYTCTBMe W mpu Hanmuuu ~ 11ApTaTa  (SBJSIOLIETOCS AarrpakTaHTOM)
arrpakranta [114] (puc. 10); nas BpeMeHM BpallleHUs TPOTUB
YacOBOI CTPEJIKA (YTO COOTBETCTBYET TAMOJIMHTY) TaKasi KOPPEJSIINS OTCYTCTBYET
[114]. Co3nmaeTcsa BrieyaT/ieHMe, YTO MHAMBUIYaJbHOCTh B MOBEACHUM OaKTepUii
00ycCJIOBJIEHa B TAHHOM CJ1y4a€ XeMOTAKCHCHBIX OTBETOB MMKPOOPraHM3MOB Ha
aTTpaKTaHThI, HO He Ha pene/uieHThl [S1]. Cnyauk u Komutann [114] oObsicHsSIIOT
VHAVMBUAYaJIbHBIC pa3IMyus  MaJlbiM  YUCJIOM  MOJIEKYJ,  PeryJupyroimnx
HaIlpaBJICHWE BpPAlllCHUS XTyTUKaA. Bapuanuuy 3Toro Majoro ymcia MOJEKYJI, BbI-
3BaHHBIC CIIyYaliHBIMM NMPUYMHAMM B XOJ¢ WHIWBUAYAJIbHOTO Pa3BUTHUS, MOTYT
00yCJIOBIMBATD pa3Inuus MexXay KieTkaMu. B pamkax monmenu (11) aTto o3Havaer,
YTO Kaxaas KJeTKa 00JaJaeT CBOMM MHAMBUIYaJbHBIM HAaOOpOM 3HAYEHUI KOH-
CTaHT k, ¥ k.

OueBuaHO, YTO, YeM OOJIbIIE pa3HOOOpa3ue YJCHOB MOIMYJISLIMU, TEM BBILIE
BEPOSITHOCTh BBIKMBAHUSI B KPalHUX YCIOBMSIX M TeM OOJIbllle aJanTallMOHHBIE
BO3MOKHOCTH OaKTEepPUIA.

27. XeMoTakKcuc U d2Boawuu g Ilo-Bugumomy,
XeMOTaKCHC BO3HUK YK€ Ha OYeHb PaHHUX CTauusax pa3BuTus xu3Hu [101, 115].
N3BecTHBIE 3KCIIEpUMEHTaIbHbIE TaHHbIE YKa3bIBAIOT HA TO, YTO XEMOTAKCUC OaK-
TEpUI U XeMOTAKCHUC CHEMATM3UPOBAHHBIX 3YKAPUOTUYECKHUX KJIETOK (M3 KOTOPBIX
MOCTPOEHBI MHOTOKJIETOUYHBIE OPraHU3Mbl) MMEIOT MHOTO obmiero. He nckimwodeHo,
HaIpuMep, YTO TOPMOHAJIBHBIE CUCTEMBI XXMBOTHBIX M YEJIOBEKA PA3BUIIMCh U3 PaHEe
CYIIIECTBOBABIIMX CUCTEM, OOECIIeUMBAIOIIMX XEMOTaKCUUYEeCKHUe (DYHKIIMU OTHO-
KJaeTouHbiXx opraHusmoB [101]. IloaTtomy ucciemoBaHus XeMOTakcuca (B 4aCTHO-
CTH, €r0 POJIY B MPOLECCAX CTPYKTYpOOOpa30BaHMS) MOTYT MPUOJIU3UTH HAC K MO-
HUMaHMIO OOIIMX 3aKOHOMEPHOCTEH Pa3BUTHUS XUBBIX CHCTEM.
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3. CtpykTypooOpa3oBaHue B MONYJIAIUSIX OAKTEPHId.

3. [lonmyJnsguuoHHEEe B O J H B KaK KOO-
HNepatTWlhBHLBL U XeMOTaAaKCHUUYeCKUINH OTBET
OaxkTtepuit. B cepenuHe u KoHue 60-x romoB Amjiep U €ro COTPYAHUKHU
YCTAaHOBWJIM, YTO OAKTEPUHM, JIOKAJTbHO MHOKYJIMPOBAHHbIE B TUTATEJIbHYIO Cpey,
MOTYT (POPMUPOBATh PACHPOCTPAHSIOIIMECS OMY/ISILIMOHHBIE BOJIHBI (puc. 11) [59,
118 — 121]. beuto Moxka3aHO, YTO 3TW BOJHBI MPEACTABISIOT CO00 MaKpOCKOIMM-
yecKuil (peHoMEeH, MOpOoXKIEeHHbIM MUKpOo3(dpdeKkTamMu, a UMEHHO, U3BMEHEHUEM Yac-

Puc. 11. IMomynsuuoHHass KOHLEHTpUYECKash OakTepuaibHas BoiHa B yamike [lerpu [116]

TOTBI TaMOJIMHIa KaXJ0W M3 OaKTepuid P U3MEHEHUM KOHLEHTpPAlMU KaKOIo-
JmOo aTTpakTaHTa. JIoKajibHOE YMEHbIIEHWE KOHIEHTPALMM aTTpaKTaHTa 00yC-
JIOBJIMBAETCY €ro norpedaeHueM 6akrepusiMu. Takum 00pa3oM, BO3HUKAET Tpaiu-
€HT 5TOM KOHILIEHTpaluuu. B XaoTmyecKom mepeMeleHUu OaKTEpUid MOSIBIISIETCS
COCTaBJISIIONIAs, HAIPABJICHHAs 10 rpaivueHTy. KpoMe Toro, 6aKkTepru IpoaoKaloT
pasMHoXaTbcsl. B pesynbTrate poximaeTrcs MomyJsiliMOHHAs BOJIHA, JIETKO pa3iu-
YyriMasi HEBOOPYKEHHBIM TJ1a30M. DTa BOJIHA (PAaKTUUYECKU BU3YyaTU3UPYET I'PAHUILY
MEXy 00JIACThIO MOHV>KEHHOW KOHIICHTPALMKU aTTpakTaHTa (K MpUMeEpy, BHYTPU
pacIIMPSIONIETrocs KoJbLeBOro opoHTa Ha puc. 11) u Toit 06macThio, TAe KOHIEH-
Tpalus aTTpakTaHTa Bce ellle ocTaeTcs Bbicokoit [59, 116, 118 — 121].
Marematryeckasi MOAE/Ib ABUXKEHHUS TaKOW BOJIHBI IpenjoxeHa Keiepom u
Cerenem B 1971 r. [122, 123]. IlycTb f(c) — cpenHsise yacToTa TaMOJMHIa IIpU
JIBWXXEHUM B 3aJJaHHOM HaIlpaBJeHUM, a ¢ — CPeAHsIsI KOHLEHTpaLUs MOTpeOIsi-
eMoro OakTepMsIMM aTTpaKTaHTa (CcyOcTpaTa), sIBASIOIIAsCSd (PYHKUMEH KOOpAu-
HaTtel x. Onpenenmnm (QyHKIMIO #(X) KaK IUIOTHOCTh KJIETOK B Touke X. IloTtok
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J(x) Gakrepuil B eIMHUIy BpEMEHU B HANpPaBICHUU POCTa KOOpAUHATHI X [122]

X —A ,
Jx)=[ { [c(s + %aA) Inslds - [ f le(s — —;— al) Ins Ids. (16)
X

X~

Mcnoab3ys anmnmpokcuManuo, 4acTo IPUMEHSIEMYIO TP TEOPETUYECKUX UCCIIEIO0-
BaHMSIX OpOYHOBCKOTO ABMKeHUd [124], 3anumiem ypaBHeHue (16) B cienyiomeM
BUJIE:

J(x) = A% [—f(c(x))dn(x) /dx + (a — 1)df/dc- n(x)de/dx],
naun

J(x) = —udn/dx + yndc/dx. (17)
B Boipaxenun (17) xoapdpuuueHT NOABHXHOCTH

1(c) = A2/ At = f(c)A?,

rae At = 1/f(c) — cpenHuil BpEMEHHOM MHTEpPBAJI MEXIY ABYMS IMOCIEAOBATENb-
HBIMU TaMOJIMHTaMM, a XeMOTAKCUUYECKUI KO3(hOUIIMEHT

2(c) = (@ = 1)A%df/dc,

TAK UTO
x(¢) = (a — 1)du/dc.
Tak kak
on/ot = —-VJ,
rne [1251]

J = —uVn +ynVe,
TO (A9 OBMHOMEPHOrO Cayyas)

an d an ac

— = — —(—u — +yn =o). 18

ot axH ox YA 5. (18)
[lepBbiii wieH B MpaBoii yacTu ypaBHeHUs1 (18) mpencraBiiseT coOOi IBUXEHUE
OaKTepuii BOTCYTCTBUE XeMOTAKCHCA, a BTOPOM YWIEH OIUCHIBAET XeMOTAKCUYECKUIA
OTBET OaKTepuIii.

KoHueHTpanus e IUTaTeJbHOTO CyOcTpaTa (SIBJISIOIIETOCS aTTpaKTaHTOM
1st 6akTepuii) usameHsiercsl (cornmacHo Moxaeau Kemnepa—Cerenst [123]) B coort-
BETCTBUU C YPaBHEHUEM

dc 9%c

— = —k(c)n+ D— 19

5 = ~kon + D, (19)
rae k(c) — cKopocTh moTpebeHust cydocTpata KiaeTkoil, D — KoadpduumreHT nud-
¢dy3uu cyoctpara. [IpeamnonaraeTcs, 4To KOHLIEHTpaIUs CyOCTpaTa 1OCTaTOYHO BbI-
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COKa ¥ He TUMUTHUPYET CKOPOCTh €ro MoTpedieHus, T.e. B Moaeau Kemnepa—Cerenst
k= const [123].

Pemienue cuctembl nuddepeHumanbHbix ypaBHeHuii (18), (19) moxeT ObITh
MOJYYeHO B aHAJIMTUUYECKOM BHUJE MPU HEKOTOPHIX JOMOJHUTEIbHBIX TMPEAIOoJI0-
xeHusx. Ilycte

D =0. (20)
Torna, BOCNOIb30BaBUIMCH 3aMEHOM

n(x, 1) = n(€), cx, f)=cl), E=x-a, 21)
nonyqpiM

ac' = kn, (22)

an' = (ync')’ — un''. (23)

B cucreme ypaBHeHuii (22), (23) ntnddepeHurpoBaHre TPOBOIUTCS 110 ITIEPEMEHHOM
x. B pabote [117] cucrema ypaBHeHuit (22), (23) pewanach Mpu CIeAYOIIUX OUe-
BUJIHBIX TPAHUYHBIX YCIOBMSIX:

n->0, n' -0, c-»c_npué-> o, (24)

o0

Wnrerpupys ypasuenue (23), nonyuaem
an = ync' — un' + const. (25)

C yuyeToM rpaHMYHBIX yciaoBuil (24) const = 0. MHTerpupoBaHue ypaBHeHus (25)
JnaeT

n= Qeg(c)/“e“g, (26)
rne g =y, E: (a/p)E. N3 ypasuennit (22) u (26) 1€rKo monAyuuTh, YTO
de/dE = Qka~ 18O /ug=€, @7

Tak Kak ¢ MOHOTOHHO pacTeT, Mbl MOXXeM paccMaTpuBaTh & Kak pyHkuuio c. Torna
u3 BeIpaxeHus (27) ciaemyet

& = In{Qkua™2(f e~8PVigp)1y, (28)

Kak nmokazaHo B pabote [123], peureHue ypaBHeHUS (28) CylecTBYeT Ipu
x(¢) =8¢, (29)

rae 0 = const, aa < —1.

123I/IHTerp1/Ipy51 ypaBHeHMe (22) ¢ ydyeToM BhipaxkeHuil (26) u (29), moaydaem
[123]

c= [Qka%(d - ,u)e"‘s_+ cio"grl/(g"l). (30)
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B dopmyie (30) = 0/u, a = -1, Tonoxus [123], uro

Qka™(3 — p) = L%, (31)
ypaBHeHMe (30) MoxeM mepenucaTh B CIEIYIOLIEM BUJE:

c _ —E\—1/(5-1)

. (I+e7) . (32)
COOTBETCTBYIOILIEE BbIPAXKEHUE IS # BBHITJISIAUT TaK:

n 1 ¢ ~E\—8/(3—1
—_— = e °(1+e ©-=D,

[Tpu E— -> —oo ypaBHeHHUs (32) u (33) OyayT MMeTb KOHEYHbIE PEIICHUS, €CIU

<5_>1, wm 0 > u.

Torna

lime=0, _limn=0. (34)

Es—o0 E»—o

Kpusrbie, onuceiBaeMble ypaBHeHUsIMU (32) u (33), mpeacTaBieHbl Ha puc. 12.

0;5 T e—-7 -1
! —_—
. ; 1 o-2, Hanpabrerue
o-7, ozl x93, dbuxerus
08F o, / 1 7 poHma
Q0 =3 : 1%
S gat a- 7 { a7t ]
i | a0
0 — . , 0 .
% 2 0 2 4 3 1 g 7 3
a & & &

Puc. 12. 3aBrcuMocTb BelmdanH ¢/, (a) u n/Q(6), tie Q= &c,./uk, ot E (8 emivuax u/a; @ —

CKOPOCTD ITOTY/ISIIUOHHON BOMHBI) it 8/ = 4/3(1), 2 (2), 3 (3) u 5 (4) [123]. BugHo, 4ro, yem
cmabee XeMOTaKCUYECKMI OTBET, TeM yXe IOMY/ISIIMOHHAs BOJIHA

Tak Kak 3T pelleHus MoJydyeHbl B peanonoxeHuu (20), MHTEPECHO OLIEHUTD,
HACKOJIBKO 3TO MPEAINOJIOXEHUE COOTBETCTBYET peaibHOCTH. C 3TOil 1IeJblo HaliaeM
OTHOIIEHHE ABYX cJlaraéMbIX B MpaBoil yacTu ypaBHeHUs (19) ¢ yuyeToM 3aMeHBI

21): (Ddzc/ d§2)/ kn. Ilpy usmMeHeHnu £ OT — o A0 % 3TO OTHOIIECHUE M3MEHSIETCS
ot (D/u)8/ (3 — 1) mo D/u [123]. Y3 31010 CrIeayeT, uto ycaosue (20) oTpaxaer
peanbHOCTb, ecau KoadduuueHT nuddy3um D man no cpaBHeHUIo ¢ 4. Haubomee
aKTUBHO IUGMGYHAUPYIOMINA aTTpaKTaHT — 3TO KUCIOPOHA, IS KOToporo D ~

~5-10"2cm2/u [126]. Dra BenMuMHA Majia 1O CPABHEHWIO CO 3HAUCHUEM M =
= 0,25 cMm?/u, nojaydyeHHbIM B padote [120]. ITpu aTOM, OUEBUIHO, MOKHO I10JIb-
30BaThesl pubIKeHneM (20). OIHAKO TI0 IPYTMM OLeHKaM i ~ §-1073 cm2/y
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[127]. B takoM cayyae D/u = 10, u ucnonbzoBanue npubdavxeHus (20) Heom-
paBIaHHO, a cuctemy ypaBHeHuii (19) — (20) mpuxoauTcst peliaTb YMCJIEHHBIMU
METOJaMU.

Mounenb Kennepa—Cerens uMeeT eHOMEHOJIOTUUECKUIA XapakTep. JTo, B ya-
CTHOCTH, OOYCJIOBJINBAET OTCYTCTBME SICHOTO (PU3NYECKOTO TOJKOBAHUSA (PYHKIMIA
uuy (ypaBHeHue (18)), a Takxe pa3pblB MeXIY MOAEIAMHU MOBEAECHU OTAEIbHBIX
OakTepuii U UX COOOILIECTB.

B npuHIMne MoxHO ObLI0 ObI MOMBITATHCSI OMUCATh ABUXKEHUE KJIETOYHOM IO~
MyJISIUY, UCXOIs M3 IETaJbHOIO aHaju3a ABUXKEHUS OTHENBbHBIX KJIETOK. Takoii
ITyTh UCCIECAOBAHUS — OT MUKPOCKOITMYECKMX COOBITUIA K MAaKPOCKOITMYECKAM SIB-
JICHUSIM — TI03BOJIMJI ObI, BO3MOXHO, TIPUIATh peadbHbIi PU3NIECKUIT CMBICT (DyH-
KILIMSM ¥ TTapaMeTpaM, OIMCHIBAIOIINM MOBEIEHNE KIETOYHBIX MOMYIIINid (K Ipy-
Mepy, XeMOTaKCHUUYeCKU OOYCIIOBJIEHHOE NBUXXKeHMEe OakTepuaabHON BoJIHBI). He-
KOTOPBIM 3KCIEPUMEHTAJIbHbI MaTepuasl, HeOOXOAMMBINA IJIs peaju3aluu TakKoi
MporpamMMBbl, yxxe HakomeH. Hanpumep, bepr u bpayn [14] npoBenau ucciaenoBa-
Hue nBuxXeHus 6aktepuit E. coli B OTBET Ha XeMOTaKCUYECKUI CTUMYJI: M3y4aloCh
TaKXe ABUXEHME OTAeNbHbIX JelikouutoB [128 — 131], ameb6 ciuszeBuka [132 —
136, 157], mpimmHbIX ¢pudpodsacroB [137] m mukcoruiasm [138].

Xopouieil annpokcuMalueil TpaeKTOpUi ABUXKEHUS BCEX ITUX KIIETOK SIBJISI-
I0TCSI KYCOUHO IJIaJIKUe KPWBBIE, MpepbiBaeMble Pe3KUMU M3MEHEHUSIMU HaIlpaB-
JieHus IBUXeHUs (Kak Ha puc. 2). OmpenenuM, Kak CBSI3aHbl 3TH MapaMeTphl,
XapaKTepU3ylolKe ciaydyaiiHble 0yKaaHus OJHOI 0aKTepuu, ¢ mapamMeTpaMu, OIl-
peNeAIOUINME IBUXEHIE TIOMYISIMOHHbIX BOJH, 4 u'V = ¥VC B cucteMe ypas-

HeHuit (18) m (19). 4 u V, Moryr ObITb CBSA3aHBLI CO CPEAHUMU DPACCTOAHUSAMY,
MPeoa0JIeBaeMbIMM KJIETKAMU 3a BpeMs f, CACAYIOLIIUMUA COOTHOIIeHUsAMU [124]:

= tim [%«r,% — ) <rt>)], (35
Yy~ lim [% <r,>] . (36)

Ecmu nmpeitd mon  BosmeiicTBMEM BHELIHMX (PAKTOPOB OTCYTCTBYET, TO
(r) =0, u, coracHo (35), (36),

Vy=0, u~lim [% <r§)].

1> o0

3a BpeMs f OakTepusl MPOXOIUT B HAMpaBIeHUU X (HAmpumep, MO TpagueHTy
aTTpaKTaHTa) PacCTOSIHUE

x(s)ds, (37)

S ="

n
X, = Z
C=1t

rac
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[Tycth ¢;($) — yron Mexny MTHOBEHHOI CKOpOCThio Gaktepuu V(s) ¥ BEKTOPOM
x. Torma

V(s) cos ¢,(s) ds). (38)

S tmy N

()= (3

Ecimu mMexny TamMOIMHramMy BeJIMYMHA CKOPOCTM HE M3MEHSIETCS, TO YpaBHEHUE
(38) MoXeT ObITh MEPENUCaHO B CAEAYIOLIEM BUIE:

(x) = (}_: Vi cos @)
wn [141)]
{x) = glf vz cos ¢, P({V}i{r}i{p d{V}d{r}d{g}. (39)

B ypaBHeHuu (39) P — BepOSITHOCTb TOrO, YTO OAaKTEpHUs JABUXKETCS BIOJb [-TO
y4acTKa TPaeKTOPUH CO CKOPOCTBIO V; B TeUeHHE BPEMEHHU T;, IPUYEM [-i YIACTOK

OPUEHTUPOBAH TIOJ YIJIOM @, T10 OTHOLICHHIO K OCH X. DYHKIMIO P MOXHO KOHK-

PETU3UPOBATH C YUETOM CJICAYIOIIMX MPEeAnoJoXeHuid: 1) OaykaaHue KIETOK SIB-
JIIETCSI MAPKOBCKUM IPOLECCOM; 2) CKOPOCTb ABUXEHHUS HE 3aBUCUT OT HaIlpaB-
JieHud; 3) pacrpeaeaeHrue OTPE3KOB MyTH MEXIY ABYMS MOCJIE€I0BATEIbHBIMUA TaM -
OJIMHIaMM SIBJISIETCSI SKCITOHEHIIMAIbHBIM; 4) Mpoliecc Cy4ailHbIX O1yXIaHUH Kile-
TOK HOCUT CTallMOHAPHBIM XxapakTep M J5) 3TOT MPOLECC IPOCTPAHCTBEHHO
nszotrponeH. Torma [141]

(x)==-n f P(V)Vde cos ¢ dg f A(g, V)e MV dr, (40)

rae A — 4acTtoTa TaMOJMHIOB. B COOTBETCTBMM ¢ MMEIOIIMMMCS SKCIIEPUMEHTAITb-
HBIMM JaHHBIMU [95, 97] cpenHee 3HaueHMe A MPOMOPLUOHATBHO CKOPOCTH M3Me-
HEHUS OTHOCHUTEJILHOIO 4YKMCIa CBSI3AHHBIX XEMOATTPAKTAaHTOM PELIENTOPOB
dN/dt (cM. Takxke puc. 7). DTo Jaao oCHOBaHME MPeanoaoxuth [141], uyro

Ind, - adN/dt, ecnu dN/dt > 0,
In A, B IPOTHBHOM Clyuae.

(In ) = (41)

B ypaBuenumn (41) (cm. [98 D

dN K dc
dr (K + c)? dr’ (42)

rie K — KOHCTaHTa OMCCOLMALIMU IJIsI KOMILIEKCAa aTTpaKTaHTa C PELENTOPOM.
Ecmu de/dt= V cos ¢ dc/dx, To u3 ypaBHeHuii (41) u (42) ciaemyer, 4TO

_ /1 L4 eV cos¢, ecmn |p| <m/2,
@1 (43)
Ay L ecu @] =x/2,
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rac

aKc . dln c (44)
Ay(K +c)? dx

&

Torma u3 ypaBHeHuii (39) u (43) MOXHO BBIBECTH clieayiollee BeipaxeHue [141]:
(x) = n(VD), (45)

rac

00

(V3 = [ V2P(V) dV,
0

a e onpeaengercs Gopmyaoi (44).
C yuetrom dopmyn (36) u (43) moxHo mokasatb [141], 4dro

1 =nig! + ofe), (46)

ecau £, & TAKKE CyMMapHOe BpeMs TaMOJIMHTa T, — Manble BeaninHbl. Hakowel,
n3 (36), (44) u (45) npsgMo ciaemyeT, 4To

Kec dinc
(K+c)? dx =

V=S (V) (47)

Ecmu  Bpewmsi 7., He Masio, To 3HaueHue V, BMecto dopmyibl (47) Oymer ompene-

JISIThCS CACAYIOLIUM BbIpaxxeHueM [141]:

_ (V3 Kc dlnec
41+ Ag) (K+ ) dx

(48)

[Tapametp u, onpenensiembiii popmynoit (35), TakKe MOXET OBbITh CBSI3aH C Ila-

paMeTpaMM, XapaKTepU3YIOLIUMU clydaliHble OJyXaaHus KJIeTKU (CM. paboThI
[132, 139— 1421):

2
U35 = P+ ) (49)
®opmynsl (47) — (49) cBgA3bIBAIOT "MaKpOCKOMUYeCcKUe" BEIUYUHBI 4 W

V4= xVc ypaBuenus (18) ¢ "Mukpockomuyeckumu" mapamerpamu V, K, c, Ags
7, [Ipn 3TOM IIpeanonaraeTcs, KOHEYHO, YTO (PEHOMEHOJIOrMYECKME YPABHEHU

(18) m (19) BepHbl. OMHAKO HACKOJIBKO OOOCHOBAHO TAKOE IMPEAMNOJIOXEHUE?
Yro0bI pa300paThCsl B 3TOM, MOXHO MOIBITaThCS BbIBECTH ypaBHEeHUS (18) u
(19) u3 6onee pyHIaMeHTaIbHBIX KUHETUYECKUX YpaBHeHUI. Takas monbiTKa Obl-
Jla peajn3oBaHa 3aBaJibCKUM M ero kojuieramu [143 — 145].
CoracHO ux MoJe/d, XeMOTAaKCUC OMUCHIBAETCS ypaBHeHUEM Buaa [144]

df(r, n, 1)

5+ WnVA(r, n, 1) = —y(V, n, 3c/3t, VOyf(r, n, 1) + (50)
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+ % Jy(V,n, ¢, ac/ot, Ve)B(n, n )(r,n’, f) dn’, (50)
n

IJe f— TUIOTHOCTB pacIipefe/ieHUsI KIETOK, IBUXYIIMXCSI B HAIIpaBJISHUU N B OK-
PECTHOCTU TOYKM I B MOMEHT BPEMEHHU f; y — 4Yacrora TamOnuHra, B(n,n’) —
BEPOSITHOCTb TOTO, 4TO OaKTepusl, ABUTraBIlascs A0 TaMOJIMHra B HaIllpaBJICHUM N,
rocje Hero OymeT IBUTaTbcs B HampapjeHuu n'. Bcenmenm 3a 3aBanbckum [145]
OyJIeM CUMTaTh, YTO B3aMMOJEHCTBHE PELIENITOPOB € CYyOCTPATOM OIMCHIBACTCS ypaB-
HEHUEeM TiepBoro rnopsiaka (42), raoe

dc dc ac

— =+ W —, Sl

dt ot ax D
B ¢popmyne (51) V= const — ckopocTb ABUKEHMSI OAKTEPUU B CPe/ie C MOCTOSTHHBIM
IpaeHTOM KOHILIEHTpaluu XxeMoaddekTopa, mpruueM HanpaBieHUEe rpagueHTa co-
CTaBJISIET C OCBIO X YroJl, KOCMHYC KOTOPOTO paBeH V; dc¢/0t ompenensieTcsi ypaB-
HeHueM (19). Iloacrasngsa onpenenenue (51) dbyukuuu dc/df B ypaBHeHue (42),
MOJIy4aeM:

dN* KNy ac

= (52)

b]

dt (K + ¢)? err

rae N* — aOCoMIOTHOE YUCIO CBA3aHHBIX peLenTopos, a N, — oluiee 4ucio pe-

LIETITOPOB U151 JaHHOTO XeMoaddekropa. [1pu BeiBoae popMyibl (52) yUYUTHIBAIOCH
TO OOCTOSITENBCTBO, YTO B COOTBETCTBUM C UMEIOIIMMUCS SKCIEPUMEHTAIbHBIMU
OaHHBIMU 0c/0t << Vvdc/ox [145]. Ilepexon oT ypaBHeHUs (42) K ypaBHeHUIO (52)
(bakTHUeCcKM O3HAYaeT MepexoJ OT 'BPEeMEHHOH" peleniuu K peuenuuud "Tpo-
CTPAHCTBEHHOM ".

CornacHO 3KcIIepMMEHTalIbHBIM HaHHBIM bpayna m bepra [96], pyHkuus y
u3 ypaBHeHus (50) ompenesseTcs CaeayoluM o0pa3oMm:

Y = yoexp(—adN*/di), (53)
rae ¢ — KO3 MOUIMEHT TIPOMOPIIMOHATBHOCTH, 3aBUCAIIAN OT IITaMMa OaKTepHii

u tina peuenrtopa. C yuerom (52) ¢opmyna (53) MoXeT ObITh IepernucaHa B Clie-
JyIollleM BUIE:

-y =yexp(—Wv), (84)
roe
aN,K .
_ o 4 0c
P kv ox (53)

"Muxkpockonuyeckue" mapaMeTpsbl, Bxoasiue B GopMyay (55), B HpUHILIUIIE MOTYT
OBITH OIPEACIEHBbI SKCIIEPUMEHTAIBHO.

It nocrpoenust pyHkumnu B(n, n ') u3 ypaBHeHusa (50) 3aBanbckuii [1435]
HCIIOJIb30BaJI pe3yabTaThl dKcIriepuMeHTOB bepra m bpayna [14]; oH anmpokcu-
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MUPOBaJI PYHKUUIO § TTOJIMHOMOM TPETbEH CTENEHU:
B(n,n ') = 3x(1+ 4(n,n ") — (n,n Y2 — 4(n,n '), (56)

rIe 4epe3 {n,n ') 0003HAYCHBI KOCHHYC yIJia MEXIy BEKTOpaMi n U n' .
[Tocne moacranoBku pyHkumit (54) u (56) B ypaBHenue (50) B inddy3noHHOM
MPUOJMKEHUM MOXHO TOJAY4YuTh [145]

on Vo .1 on

on Vo, 1l .,0n, =0 57
ot 3ax[w{Vax+‘°0”)] ’ (57)
rae

o=ty Lysy Logsy _L_giy ) (58)

0= "3 TI0 280 15 120 o)

11 Ly2,. 1 o wa, 1 e

(1)1—3—(1"'6"11 +—1§‘6lp +50401p +...)+
+l('t112+—1—1p4+—1«w6+ ) (59)
75 14 504

a n — TUIOTHOCTh OakTepuit. MHTEepecHO, uTo ypaBHeHue (57) ¢ KoadduLmeHTaMu
(58) u (59) ObUIO MOJydyeHO 0€3 KaKMX-JIMOO OrpaHUYEHMI Ha BEJIVYMHbBI T'pajy-
€HTOB KOHLIEHTpalMii cyocTpaTa-xeMoaddekTopa (cormacHo dpopMmyie (55), Takue
rpagueHThl onpenesaoT pyHkuuo W B paBeHcTBax (58) u (59)). B yactHocTH,
ecnu GyHKLUSA dc/0x HacToiabko Mmaja, yto W <<1, B pasnoxeHusx (58) u (59)
MOXHO IpeHeOpeyb YWieHaMHU BBICOKOrO MOpPsSAKa, W Toraa ypaBHeHue (57) MOXeT
OBITH CBEJEHO K ciaeaywolieMy Buay [145]:

on _SVion*: van VW

+ +

—a—t - ’3‘)‘/‘;)‘ ax2 —3— -(:9—); = 0 (60)

3 ox T

YpaBuenne (60) mo dopme coBmagaeT ¢ GeHOMEHOJIOTUUECKUM YpaBHEHUEM
(18), Ho B ornuuue or ypaBHeHus (18) B (60) Bce PyHKUMOHAIBbHBIC MapaMeTPHI
MMEIOT YETKO ompeleaeHHbl pusnueckuit cMmbica. OQHAKO aHaau3 3KCIEpUMEH-
TaJbHBbIX TaHHbIX Anjiepa [118, 119], npoBeneHHbli 3aBanbckuM [145], mokasau,
yro 00bryHO @ = 1. [losromy mepexon or ypaBHeHus (57) x ypaBHeHH0 (60)
MOXET OKa3aTbCsd HENPABOMOYHBIM. DTO O3HAYAET, YTO KOIDMULMEHTHI 4 H ¥,
HCTIoNb3yeMble B ypaBHeHUU (18), HE MOTYT ObITh BhIpaXkKe€HBbI TIOCPEACTBOM MTPOCTHIX
aHanmuTUYecKnX GyHKIMi. OLeHKH, TpoBeAEHHbIE B padoTe [145], moka3aiu, 4To
K03((UIIMEHT ¢, UCTIOB3YEMBbIi 151 OLIEHKU MOIBUKHOCTHU OaKTepuil (HarpuMmep,
o ¢opmyne (49)), Ha caMOM JieJie MOXET CUJIbHO MPEBHIIIATh 3HAYEHUST MOIBUX-
HOCTH, HaOJwgaeMble 3KCIEpUMEHTaAbHO. B03MOXHO, 3T0 00OCTOSTEIBCTBO
OOBSICHSIET CYIIECTBEHHBIE Pa3IMUMS MEXAY OLEHKAMU w4, TOJYYEHHBIMU B pabo-
tax [120, 127] (ciaemyer OTMETUTb, 4YTO IMapaMeTp i BOOOILE C TPYAOM MOAIAETCS
TeopeTHYecKnM oneHKaM [146]). Utak, kuHetnueckoe ypaBHeHue (50), mo-BuU-
IUMOMY, 0oJjiee afeKBaTHO MOJAEJINPYET KOOTMepaTUBHBIN XeMOTAKCUUYECKMIT OTBET
OakTepuii (MpOSIBIASIOMINIACS B BUIE paCIIPOCTpaHEHUS MOMYJISIIIMOHHBIX BOJH), YeM
¢deHomeHoornyeckas gopmyiaa (18).

Pe3ynbraTthl 9KCIepMMEHTANIbHBIX U TEOPETUUECKUX MCCJIENOBAHUM, MpuBe-
JIEHHBIC BBIIIE, HAIJISIAHO MOKAa3bIBAlOT, YTO XeMOTAKCUC MOXET MPUBOIUTH K TIO-
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SIBJICHUIO CUJIbHBIX IPOCTPAHCTBEHHBIX HEOJHOPOAHOCTEH B XMBBIX CHCTeMax
(HampuMep, B KJIETOYHBIX MOMYJISILIMSIX).

MNHTepecHO, 01HAKO, YTO XeMOTAaKCUC KJIETOK HE SIBJISIETCSI HEOOXOAMMBIM YC-
JIOBMEM BO3HUKHOBEHHUSI MOMYJSLIMOHHBIX BOJIH. B OTCYTCTBME XeMOTaKcHca TakKue
BOJIHBI MOTYT BO3HMKATh KaK pe3yJbTaT 3aBUCMMOCTU KO3(PuliMeHTa MOABUXHO-
CTU OaKTepuil OT KOHLEHTpALMKM cyOocTpaTa (HampuMep, B CICAYIOIIEM BUIE:

Ho (c + cp)?

A€ iy W €y — KOHCTAaHTHI [228]) uin B pe3ysbraTe cOaTaHCMPOBaHHBIX POCTA U

rMbem clydaiiHBIM 00pa3oM ABMXKYIIMXCS ocobeir [229, 230].
Jlpyroii MHTepeCHBIA TPUMep KOJICKTUBHOTO TIOBEICHUS 0aKTepuii, 00yCIOB-
JIMBAIOILEro CTPYKTYPMPOBAHUE UX TOMYJSIUMA, 3T0 — SIBJICHUE POCHMUS,

32. Poenue 0axTepuit. OHOOOHapyKeHOY OakTepuil pona
Proteus [147] u nposiBisieTCsl KaK OCOOBI THI ABUXEHUS O0aKTepuil, Ha3bIBaeMbIX
HIBEpMEPaMU, B JECATKM pa3 MPEBBIIIAOLIMX (B COCTOSSHUM POEHMSI) OObIYHbIE OaK-
TEPUU JJIMHONW M B COTHU pa3 — KOJUYECTBOM XIyTHUKoB [149]. IlIBepmephl ocy-
LIECTBISIIOT KOJUIEKTMBHOE paauaibHOE IepeMelleHrne (COOCTBEHHO pOeHME) U
yepe3 ompelnesieHHOe BpeMs, paBHoe nepuoay poeHust (~ 1 — 3 u [150]), marot
HayaJlo HOBOW KOJIOHMUW HOPMAaJbHO ACNSIINXCS KIETOK, XapaKTePU3YIOIIMXCS
OOBIYHOM JUIMHOM M KOJMYECTBOM KTYTMKOB. 3aTeM pOEHHE BO300OHOBIISETCS.
B pesynbTaTe mMOBEpXHOCTh MUTATEIbHOM CPEIbl OKA3bIBAETCS MOKPBITOM KOJIbLIE-
BbIMU TOMNYJASUUAMU, KOHUEHTPUYECKMMHU OTHOCUTEIbHO TOYKUM MHOKYJISLUUU
(puc. 13).

Bb110 BBIIBUHYTO HECKOJBKO I'MIIOTE€3 OTHOCUTEIBHO MEXaHU3MOB POEHMST 0aK-
tepuii. Hanbosee mmpoko Obl1a pacrnpocTpaHeHa "TUIOTe3a OTPUIATEIBLHOTO Xe-
moTakcuca" [151], cormacHo KoTopoit 6akTepuu Proteus B mpoiiecce Xu3Heaes -
TEJIbHOCTU BBIACISIOT TOKCUYHBIE MPOAYKTHI MeTa001M3Ma, MHTMOUpYOIIue Kiie-
TOYHOE JejieHre. DTO U 00YCIOBIMBAET, COMIACHO TUIIOTE3e, HEOOBIYHO OOJIBIIYIO
IIWMHY mBepMepoB. Auddy3us TOKCMYHBIX areHTOB Yyepe3 arapu30BaHHYIO NHUTa-
TeJIbHYIO Cpelly, Ha KOTOPOIl pacTeT KJIeTOYHas MOMyasilKsl, B TAKOM CJydyae MOXET
BBI3BaTh (hOPMUpPOBAHUE I'pagdeHTa MX KOHLeHTpauuu. OTpulaTelbHBI TaKCUC
MHULMUPYET ABUXECHME IIBEPMEPOB MPOTUB TpaaveHTa. LlIBepmepnl IBUXYTCS 10
TeX TOp, MOKa KOHIEHTpAalMsl MPOAYKTOB KJIETOYHOIO MeTaboju3Ma He ymaaeT
HUXE HEKOTOPOTO MOPOroBOro 3HaueHus. JleleHrne U pocT KJIETOK MPU 3TOM BO3-
OOHOBJISIETCS, UYTO BBI3BIBACT, B CBOIO OYepeb, POCT KOHIUEHTPALIMM BBIACISIEMbIX
KJIETKaMU TOKCMYECKHMX areHTOB. B pe3ynbTaTe uepe3 HEKOTOpoe BpeMs SIBJICHUE
pPOEHUS TOBTOPSETCS.

Ot "runote3bl oTpuuaTeabHOro Takcuca" [151] mpuHUMNKAIBLHO HE OTJIMYa-
eTcd "teopus nmojoxuTteabHoro Takcuca" [152]. CormacHo mociemHeit, B o0jJacTu
pocTta 6aKTepHaan0171 monyjgdauunmn yMEHbINACTCA KOHLCHTpalUuA IMTUTATCIbHbLIX BE-
IIECTB, YTO NIPUBOAMT K (POPMUPOBAHUIO TpagMeHTa B5TOMl KOHIEHTPAILVH.
[lIBepMepBl BOZHUKAIOT B pe3yJibTaTe HegocTaTKa MUTaHud. X XeMoTaKCM4YeCKUiA
OTBET Ha yBeJMYEHME KOHLEHTPALMU MUTATeJIbHOro cyOcTpaTa Mpu yaaJeHUU OT
30HBI POCTa BBI3BIBAET HAIPABJIECHHOE IBMXECHMUE, T.€. POEHME OaKTepuil. 3aTem
MPOLIECC TTOBTOPSIETCS.
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Puc. 13. Poenue 6akrepuit Proteus mirabilis, ciyers 2 (a), 3 (6), 4 (8), 8 (¢), 12 () u 16 (e) 4acos
nocie uHoKysuu [150]

Pe3yapTaThl 3KCIIEpUMEHTOB, OJHAKO, HE TTOATBEPAUIN HU OOHOM U3 3TuX [151,
152] runores. Oka3anock, 4YTO poeHUE OAKTEpUl He CBSI3aHO ¢ XeMoTakcucoM [ 153].
B cBs3u ¢ 3TUM 1711 00OBSICHEHUSI POECHUS OaKTepuid ObUT MPEaI0KeH HOBBIA Mexa-
HU3M 3TOTO SBJICHUS: "TeHeTWYeCKUi Tpurrep”, paboTalolinii B aBTOKOIe0aTe/b-
HoM pexume [154]. TlpennoxeHHbI B padoTe [154] MexaH3M poeHUs CBSI3bIBAET
CHUHTE3 OeJiKa (pyrare/uimHa, U3 KOTOPOTO COCTOSIT XKI'YTUKHU, C CHHTE30M HEKOTOPOTO
runoretuyeckoro 6esnka P,, HeoOxoaMMoOro sl 3aBEpLUEHUS MPOLECCOB NEJIEHUS

Oakrepuii. [MnoreTnyeckas cxeMa pabOTHI TPUTTepa CAeAyIoIast: 1eTyYUil TPOAYKT
MeTabonm3Ma O6aktepuii P, cHuMaeT KataboJMTHYIO perpeccuio ¢ cuHTe3a diare-

wmHa Py, um npum nocrenyomieil KOHKypeHLMM 3a o0mmit cyberpar S
(BHYTpUKJIETOUHBIA ~aMMHOKHUCJIOTHBIA IyJn) cuHTe3 P, pe3ko mapnaer.
[TepeximouyeHue Tpurrepa Ha HOpMaJbHbIA cuHTE3 P, (BTOpoe ycTOiuMBOE COCTO-

SIHME) He CBSI3aHO C BHEIIHMMM YCJIOBMUSIMU, a OIpeaeasieTcss COOCTBEHHO
BHYTPUKJIETOUHBIMUA TIpOLECCAMU, T.€. TMEPUOJ POECHUS SIBJISIETCSI COOCTBEHHOM
XapaKTepUCTUKOW TpPUITEpa, YTO HE IPOTUBOPEUYUT MMEIOIIMMCSI  IKC-
MepUMEHTaIbHBIM JTaHHBbIM [154, 155]. JIBMxKeHUE IIBEpMEPOB SIBJISIETCS CJICACT-
BUEM KX CIIOCOOHOCTU IEpeMeIlaThCsl M0 MOBEPXHOCTU TBEPAON Cpelbl, MOKPBITOM
IJIEHKOM XUIKOCTU. XEMOTAKCUC HE MOXET SIBJSITbCSI IPUUYMHOM 3TOrO IBUXEHMUSI
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BBUIly TOTO, YTO MPOAYKT MeTabonusMa P, mpenmonaraercs setydyuM. B paGore

[154] mpemytoxkeHa MmpocTash MaTeMaThUYecKass MOJIE/Ib POCHUS:

daP
1
— =1(Py, Py, S) + V(D(P)VP)), D~ P}(n>1),
P,
37 = f2(Pys Py 5), (61)
oS

E = fS(Pl’ P2, S).

B pamkax momenu (61) mBMKeHHME posl IIBEPMEPOB MOXHO paccMaTpUBaTh Kak
nBuxkeHue daaremnuHa P, ¢ koadpdpuumeHtom auddysuu D(P,). 3aBUCUMOCTb

D~ P’l’ OTpaxkaeT KaK KOJUIEKTUBHBIN XapaKTep pOeHUs, TAK U KOHEYHYIO CKOPOCTb

pacnpocTpaHeHus mBepMmepoB [148]. HabmomaeMylo CTpyKTypy MONYISLUAMA
Proteus (cM. puc. 13) MOXHO TpakTOBaThb B TEPMHUHAX TEOPUM ABTOBOJHOBBIX
npouieccoB [10, 156 — 167] kak pe3ynbTar ABMKEeHUS (PpoHTa arejinHa, aM-
IUIUTYyJAa U CKOPOCTb PacpOCTpaHEHMSI KOTOPOTO MCIIBITHIBAIOT pelaKCallMOHHbIE
KoseOaHus Bo BpeMeHH. K coxaieHuIo, IeTaau3upoBaTh BUA (DYHKUUHA f,f, U

f, B ypaBHeHUsix (61) He mpencTaBiseTcsi BO3MOXHBIM BBUAY HENOCTaTKa 3KC-

NepUMEHTaIbHBIX JaHHBIX. TaKuM 00pa3oM, B YACTHOCTH, HEJIb3s a Priori MCKIIIO-
YUTh BO3MOXHOCTb CBSI3M POE€HUSI C (DYHKIIMOHAJIbHOK B3aMMO3aBMCUMOCTBIO TO-
JIBUXKHOCTA  OakTepuil U UX

Bo3pacTtoMm [168, 169].

o
00 33. Arperaugus«
? MUKCOMMUILETOB.

KoonepatuBHoe mnoBeieHUE MMK-
POOpPraHM3MOB HanboJjiee AeTaJIbHO
M3y4yeHO IS  MUKCOMMIIETOB
Dictyostelium discoideum [132 —
136, 157]. 2KU3HEHHBIN LIUKJI 3TO-
ro CclIM3eBMKa TIpelcTaBjieH Ha
puc. 14. U3 puc. 14 BugHO, 4TO
] Dictyostelium discoideum moxet
O CYILIECTBOBATh KaK B BUJE OTAEJIb-
HbIX ame0 (ctagus 1)), Tak U B BU-
1€ MHOTOKJIETOYHOIO OpraHu3ma
é (ctamust 6)). Cragus 1) compo-
BOXIIAETCS aKTUBHBIMM KJIETOU-

Puc. 14. Cxematuueckoe npeicTaBieHne XU3HEHHOTO  ypiMy feIEHUSIMU U TIPOAOJIKAET-

nukia camseBuka Dictyostelium discoideum [136]. 1 —
cs, TIOKa cpega oOMTaHMsI Oorarta

CBOOOAHOXMUBYIIME ameObl, 2 — arrperauusi, 3 — -
MUTPUPYIOIIUI  CIW3eBUK, 4 — paHHSIST  KYJIbMH- nuuieii. KomnekrusHas ¢opma cy-
Hauus, 5 — pasBuTas KyIbMUHAUM#, 6 —  [[[eCTBOBAHMWSAaMeO HACTYIAeT IIpU

(opMupoBaHue IIJIOMOBOTO  Tefa, HAMOJHEHHOTO

HUCTOLLCHUUN TIUTAHUA. le/l 9TOM
criopamu, 7 — CIOpBI
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OT[IeJIbHbIE KJIETKM CTAHOBSTCS LIEHTpaMM arperauuu, codupas ¢ OKpyXalollei

Tepputopuu (rwromanpio ~ 1 cM’) mpuMepHo 10° KJIETOK Ha KaxXIblil TAKO# LEHTP
[133, 170]. Arperamusi BO3HUKAEeT B pe3yjbTaTe XEeMOTaKCHcCa OTAEJIbHbIX amed
Ha aTTPAKTAHT, MEPUOANYECKHU BBIICISIEMbBIN LIEHTPAMU arperanyMu, a UMEHHO Ha
LMKJINYECKYIO afeHOo3MHMOHo(ochopHYyto Kucaoty (HAM®). Ecau pa3HOCTb KOH-
neHTpaunii TAM® Ha amamMeTpaabHO IIPOTUBOIOJOXHBIX CTOPOHAX KJETKU

TpeBBIIIAeT HEKOTOpoe Moporooe 3HadeHue (~ 1077 M), KieTka HauMHaeT cMe-
IAThCS B HaIpaBJICHUM Bo3pacTaHus KoHLeHTpauuu [133]. PacrnipeneneHue
HAM® B cpeae ycTaHaBIMBAeTCs IO BO3ACHCTBUEM CJICIYIOIIMX MPOLECCOB: 1)
CMHTe3a B KJieTKax; 2) auddy3uu no oobeMy; 3) pacnaga (roj AeicTBUEM cIie-
uuanbHoro ¢depmenTa) [133, 157].

Matematuueckast MoJeJb, ONTUCHIBAIOIIAS IPOLIECC arperallii MUKCOMMUIICTOB,
Obl1a npeioxeHa B pabore [134]. Dra mMoaenb BO MHOIOM CXOAHA C ONMMCAaHHOM
Boilie Mozenbio Kemnepa—Cerenst [122, 123, 125]. OHa npeacrTaBisieT coOOii Cu-
cTeMy ABYX AuddepeHlnaabHbIX YPaBHEHUM:

%% = V(D,Va - D.Vp),
(62)

% = V(D,Vp) + fo, @) ~ k(p, @),

rae a = a(r, 1) u p = p(r, {) — KOHIEHTpalUu1 aMed U MojieKyl HAM®P cooTBeT-
CTBeHHO, D, u Dp — ux kKoadduumeHTh AUPPY3un, a Kod3(hEPUIUEHT D,

XapaKTepU3yeT CUIIy XeMOTaKCUYECKOTO OTBETa OTHAEJIbHBIX KJIETOK; f— CKOPOCTb
cunte3a TAM®, k — ckopocth ero pacmanga. PazymHbIil BeIOOp GyHKUMI fu k
MpeJCTaBIsAeT co00i OTHeabHYI0 MpobieMy [134] u, ecTecTBEHHO, MOJXKEH y4u-
TBIBaTh UMEIOIINECS SKCIIepUMEHTaIbHbIe NaHHble [133, 135, 136]. AHanu3 Moaenu
(62) mokaszaJ, 4TO SIBJIEHHME XEMOTAKCHCa MO3BOJISIET JOCTATOYHO MOJHO OIKMCATh
TPOLIECC arperaluy OTAeAbHBIX aMe0 (rmoapodHee cMm. B pabotax [134, 157]).

34. DopMupoBaHMUeE MOMYJISIUOHHOTIH
BOJHB KaK pe3yabTaT MAarHMUTOTAaKCHUCaAa
OaxkTepwuin. BHavane ceMuaecsaTbhIX TOJOB MOJOIOM ucciienoBaTeb bisii-
KMOp CJy4yailHO OOHapyXWj, 4TO HEKOTOpble OaKTepuud MOTYT ABUIAThCS BIOJb
CWIOBBIX JIMHUI MarHuTHoro nonst [77, 171 — 173]. Oxa3ajioch, 4YTO MarHUTO-
TakCUC (T.e. YYBCTBUTEJIBHOCTb K MarHUTHOMY IOJIO), XapaKTePHBIN OJIS 3TUX
OpPraHM3MOB, OOYCJIOBJEH ILIEMOYKAMU BHYTPUKIETOUHBIX 4YacTUI MarHeTUTa
(Fe,0,) [77, 171 — 178]; Takue 4YacTULBl Ha3bIBAIOTCA MarHETOCOMaMMU

(puc. 15). Llemo4yky 3TUX YaCTULL TPOSIBJISIIOT CBOMCTBA MATHUTHOTO AUTIOJS U BEAYT
ce0s B T€OMAarHUTHOM II0JIe MOJOOHO CTpesike Kommaca. B pesynbTrare KieTKH
OPUEHTUPYIOTCS BIOJIb CWJIOBBIX JMHUIA, IPUYEM 3TO XapaKTEPHO HE TOJbKO s
XKUBBIX, HO W I MEpTBbIX KiaeToK [173]. OpueHTaluMu KJIETOK MPEIsITCTBYET
OpPOYHOBCKOE€ JBMXKEHHE MOJIEKYJ MUTATEIbHOW Cpeabl, B KOTOPO OOUTAIOT Oak-
Tepun. CTerneHb OPUEHTALIMU KJIETOK XapaKTepU3yeTCs CPEIHUM 3HAa4Y€HUEM KO-
cuHyca yriaa (6) mexny HampaBleHMEM MarHUTHOTo MomeHTa (M) KIeTKM U
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Puc. 15. ®oton3obpaxkeHne MarHUTOTaKCHYeCKol OakTepun [172]. Bumna 1ermouka MarHeTOCOM

HarpaBJIeHHeM BHEIIHEro MarHuTHoro mojas (B):

J cos Bexp(~E_/kT) dV
(cos 6) = TomErmar - L(«), (63)

e £ = —MBcosf, k — koHcTaHTa bosblimana, T — teMriieparypa cpenbl, 1o

00bEMY KOTOPOW TPOBOAMTCS MHTErpupoBaHue, L{a) — (yHkuus JlaHXeBeHa:

L{a) = cth(a) — {I1/a),a = MB/kT. TIpua = 10 {(cos 6) — 1, T.e. KJIETKH TOJKHBI
OBITh ITOYTH MOJTHOCTHIO OPUEHTUPOBAHBI BIOJIb MATHUTHOTO NoJis1. M3MepeHus mo-
Kazanu, uro a ~ 16 [173, 179 — 181]. Takum o0Opa3oM, B OTIMYKE, HATIPUMED,

or Oaktepuit E. coli MarHMTOTaKCMYecKue OaKTEpUM ABMXYTCS YPE3BbIYANHO
yriopsinoueHue [171 — 173]. Okazanoch, 4TO Takasi ynopssio4eHHOCTb MOKET MHU -
LIMMPOBaTh BO3HUKHOBECHUE MOMY/ISLIMOHHBIX BOJIH.

ITpouecc nx GopMupoBaHUS U MOCIEAYIOLIETO paCIIPOCTPaHEHKS BIIEPBbIE O -
canBpabotax [182, 183]. Ha puc. 16 moka3aHsl ABe Takie BOJTHBI. OHU BO3HUKAIOT
B pe3yJibTaTe KBa3UCTAaTMUECKOrO I'MAPOAMHAMMUYECKOTO B3aMMOACHCTBUS MEXIY
COCEIHMMM, MapajieIbHO OpUeHTUPOBaHHBIMU OakTepusimu. Cuia, AeicTByOIIAs
Ha OakTtepuio [184],

F =F, +F*, (64)

rae
F‘0 = -675,ual?, : (635)

‘ 2
F* = 6mualv ™ + (‘)’; (Vp®)1. (66)
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Puc. 16. ®otorpacdus momynsaUOHHBIX BOJIH, CHOPMUPOBAHHBIX MATHUTOTAKCUYECKUMHU OaKTEPUSIMU
[184]. BonHbI 1BUTATNCH BIOIb CHJIOBBIX JIMHUI MarHUTHOTO 1oist. HampaBieHue IBIKEeHUS ITOKAa3aHO
CTPEJIKOM

B dopmyne (64) F, — 310 00bIYHAsI CTOKCOBCKAsI CUJIa COMPOTUBIEHUS CO CTOPOHbI

KUIKOCTHU, XapaKTePU3YIOILIEHCS TMHAMUYECKON BI3KOCTBIO g, MPUJIOXEHHAI K
TeJy, IBMXKYIIeMycs co ckopocTbio U (cM. paBeHCTBO (65), rie a — xapaKTepHbIi
pa3mep TeJsa); IpM 3TOM Mpeanosaraercs, 4ro yncio PeitHonbaca Re << 1, uro,
KaK ObLIO MOKA3aHO BBIILE, XapaKTePHO Ui ABMXeHUs Oakrepuii; F* — 310 10-
MOJHUTEbHASA TUAPOAMHAMMYECKAsI CUJa, JEMCTBYIOIIAs Ha OAHY OAaKTEpHUIO CO
CTOPOHBI APYroi, OJM3KO PacloJoXEeHHOM (pacCTOsSTHUE MEXIYy KJIeTKaMU He A0JI-
SKHO TIpeBhIIaTh BetnunHy ~ 10a). B ypaBHeHUM (66) v * 1 p* — COOTBETCTBEHHO
HEBO3MYIICHHbBIC ITOJISI CKOPOCTEil M JaBJIEHUI XUIKOCTU BAaJeKe OT B3aMMOJIEH-
CTBYIOILIMX KJeToK. Kak mokazaHo B pabore [184], cuma F* Moxer ObITH
omnpeneaeHa CAeayloIUM 00pa3oM:

2 .
F* = ;(\-%Jr,uaU% —?— [3 COSZ(l’l\, )’c\) - 1] , (67)
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Ve
rie X — eIMHMYHBIA BEKTOD, u = U/|U],
(u x) — YIoJ MEXIY BEKTOpaMu un x r —
paccrositHue ot Kietku, [* = (1/2) (L + 1), L —
pacCTOSIHUE OT MEpPEeAHEro Kpash 10 OKOHYAHMS
OBUXKYLIEW  Oakreputo  ¢marewnsl, [, —

paccTosiHAe MEXIy ABYMSI KpaliHUMU TOYKaMM
crMpajeBUIHON yacTu 31oil diaresabl. Ha puc.
17 moxa3aHo BBIYMCIIEHHOE 110 (hopmyJie (67) mo-
Je HampasiaeHuit cwisl  F', reHepupyemoii
KJIETKOI, PacHOJIOXKEHHOM B LICHTPE PUCYHKA.
BunHo, 4TO cua TMAPOAMHAMUYECKOTO B3aUMO-
Puc. 17. Tlone nampabienuii cuns  [LEHCTBUS OOYCIOBIMBACT B3AUMHOE IIPUTSKEHUE
F', reHepupyeMoil KJIETKOii, pacro- Imapajyie;IbHO OpPUECHTHUPOBAHHBIX KIIETOK, ILIBI-
JIOXEHHOI1 B LIEHTPe pUCYHKa [184] BYLMX OOK 0 60K. Bce ocTanbHble GaKTepun OT-

TaJKMUBAIOTCI APYr OT Apyra. Takoil xapakrtep
B3aMMOJEUCTBUSI OaKTepuii MHULMUPYET (POPMUPOBAHKE IMOIMYJISIMOHHBIX BOJIH,
MOJOOHBIX TEM, YTO M300paxkeHbl Ha puc. 16.

35. I pocTpaHCTBEHHBE€ CTPYKTYDHI, 00yCI0B-
JUBAae€MEBIe€ OMOKOHBeKLUENH. Yxec 1848 r. u3BecTHO, UTO
MHOTHE TIJIaBaloIIe MUKPOOPraHU3Mbl MOTYT (hOPMUPOBATh HA MOBEPXHOCTU IH-
TaTEJIbHOM Cpebl MPOCTPAHCTBEHHbBIE CTPYKTYPbI, HAOMKUHAaWIIMe g4eliku beHapa

Puc. 18. IlpocTpaHCTBeHHBIE CTPYKTYpHI, BO3HWKAIOIINE B pe3yibTaTe OMOKOHBEKIIMH B KYIbType
MHUKPOOPTraHMU3MOB (B JaHHOM ciydyae — uH(y3opuii Tetrahymena pyriformis) [81]. a — Bun cBepxy.
6 — Bupg cOoky

[185 — 190] (puc. 18,a). beuto mpeanoXeHo, YTO 3TU CTPYKTYpPbl BO3HUKAIOT B
pe3yJbTaTe TEeIUIOBOM HEyCTOMYMBOCTU. OQHAKO SKCIEPUMEHTHI HE MOATBEpAMIN
oty runorte3y [189]. HanbGonee BEpOSATHBIM MEXaHU3MOM MX BO3HUKHOBEHMUS SIB-
JisieTcsl HeyctoMunBocTh Panes—Teitnopa [193], T.e. HEYyCTOMYMBOCTh BEPXHUX
CI0€B MUTATEJIbHOM cpeapl II0 Mepe ee 3aloJIJHEHUS  BCIUIbIBAIOIIMMU
Mukpoopranuzmamu |[81]. IlpuunHoii BCIUIBIBaHUSI (OTpUILIATEILBHOTO reoTaKcuca)
SIBJISIETCSI, MO-BUAMMOMY, MOJOXHUTEJIbHbIA TaKCUC MHUKPOOOB Ha aTMOC(hEpHbIi
KUCJIOPOJ, WM, UHBIMU cloBaMu, okcuTakcuc [191]. B pesynbTate HeycToOum-
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BOCTH 00pa3yrTCsl MTOTOKM MUKPOOPraHMW3MOB, HampaBjieHHbIe BHU3 (puc. 18.,0);
BO3HMKaeT OMOKOHBEKIINSI.

JleliCTBUTEIbHO, BEpPXHMI CJIOM MUTATEbHOW Cpeabl, OOOraleHHbIA
MMKPOOpPraHM3MaMMi, MOXHO paccMaTpuBaTh KaK XXUIKOCTb, IJIOTHOCTh KOTOPOii
MPEBBIIIAET TUIOTHOCTh HMXKeaexamux cioeB [80]. BBuay HecxknmaeMOCTH XUJI-
koctn [80]

op » % _
at+ ax+"’az‘°' (68)

B ypaBHeHuM (68) MbI OrpaHUYMBaeMcs IBYMEPHBIM PaCCMOTPEHHMEM, NTPUYEM P —
IJIOTHOCTh XUIKOCTH, U — CKOPOCTb MUKPOOPraHW3MOB B HAIIPABJICHUU X, 4 W —
B HaIlpaBJIEeHUHU Z. bymem mpearoaraTb, YTO CWIA TSKECTU JNEHCTBYET BAOJb OCU
Z. YpaBHeHne (68) IOIMOIHUM ypaBHEHMEM HEPa3pbIBHOCTHU

P+ 2 (pu) + = (ow) = 0. (69

Torma u3 ypaBHeHuit (68) u (69) ciaemyer, 4To

du , dw
P —5;—0 | (70)

BBenem cinenyrooniye o003HauYeHUS:
pt=p+p,
pr=p+p,

e p H p — COOTBETCTBCHHO NABJICHUE U IUIOTHOCTH XKUIOKOCTU B OTCYTCTBUEC ou-
OKOHBEKIIMU, a p' U p' — Mayble Bo3MmyuleHus. Ilpu atom
dp

4 - T (71)

JInHeapu3oBaHHbIC YpaBHEHUS IBUXXCHUS B HAPaBJICHUSIX X U 7 UMEIOT CJIEAYIO-
it Bua [80]:

ou_ _op'
et ax’ (72)
ow _ Q_p_’ o
Poar="2ax & (73)
YpaBHenue (68) B TMHeapu30BaHHOM BHUJIE
ap’ %)
L 4wl oy, (74)

[Ipenmosarag, 4Yro 3aBUCUMOCTH p', p', wu W w OT X WU [ UMEIOT BHUL
exp(nt + ikx), nonyyaeM u3 ypaBHeHuit (74), (70), (72) u (73) cCOOTBETCTBEHHO

: do _
np' +w4==0, (75)

tku+w, =0, (76)
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npu + ikp' =0, (77)
npw+p ' +gp' =0. (78)

B ypasuenuax (75) — (78) w, = dw/dz, p,' = dp'/dz. U3 ypaBHenmit (76) u

(77) cnenyer,
npw,

k%’

_p’-__-:

a u3 ypaBHeHuii (75) u (78)
g

! ——
—p, =npw= " pw.
Uckntovasa p’ U3 nociaenHUX ABYX YpaBHEHUIA, IMojydyaeM

w_ + Pw_ — wk(l - %g) =0, (79)

rne B = p_/p, B = const (310 BepHO, ecinm, Hatpumep, p(z) = pgye ﬂz). Pewenne

ypaBHeHus (79) umeer Bug [80]
W= eikx+nr( Ae™Z + B emzz)
roe

my = 1/2-{=B + [ B> + 4k*(1 — g B/nH 13, (80)

my=1/2-{~f — [ B2+ 4% — gB/nD) 1'%}, (81)
Ecmmnpuz=0w=20, 10

w = AelkxTni(gmz g7y,
MozxHo noka3ath [80], yTo Ha BepXHeli rpaHulie XXUAKOCTU (pu 7 = d) pa3ymMHOe
TPAaHUYHOE YCJIOBHE UMEET BUJL

w=0.
Torma

expl(m, — my)dl=1,
m

(m, — m,)d = 2ilr, (82)

rae /[ — nenoe yucino. M3 ypapaenuit (80) — (82) ciemyer, 4To

2 PHd’ 83
b TR Q/8BE ¥ B (82)
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rne [ = 1, 2, 3, .. WUckmouaem u3 paccmotpenust [ =0, tak kak npu [ =0

w = 0 11 Bcex 3HAYeHUM Z.
C yuetoM Bsi3KOoCcTH popMyJia (83) 3amMeHsIeTCsl CASAYIONIMM ypaBHEHUEM (ITpuU

gBk2d?
k2d? + (1/4)8%d? + n?

n? + Wwkn —

e v — KMHeMaTuyeckas BS3KOCTb. DTo ypaBHeHue npu k' = kd, B' =pd, n' =
= n/(Bg)2, v = v/ d?(Bg)!/? npuobpetaer cremyommit BUL:

k'2
2 4.9 errz " = 0. 84
e K2+ (1/4)p'% + n? &9

Jlna 3HaueHwit mapamerpos: d= lcMm, B=5,9-10"'cm™', g = 10°cm/c’, v=
= 0,01 cm’/c n'(k") umeer makcuMyMm 1ipu k' = 4 [80]. Takoe 3HaueHUE k' CO-
OTBETCTBYET JUIMHE BOJHBI A = 1,6 cM. XapaKTepHbIii pa3Mep siueeK, BOZHUKAIOIINX
B ITOBEPXHOCTHOM CJIOE, TTPY OMOKOHBEKILIMKM OJIM30K K 3TOoMYy 3HaueHuio 4 [81].

36. ITpocTpaHCTBEeEHHBE CTPYKTYypPbl, BO3HMKAIO -
mue B pe3yabTaTe TUpPOTAaKCcCHUCa MUKPOOPTraHMUSI-
MoB. Hapsay c okcutakcucoMm [191] oTpuuaTenbHbIi TeOTaKCUC, T.€. MPEaNoy-
TUTEJbHOE IBUKEHME MUKPOOPTaHM3MOB IPOTUB HATIPABJIECHUS CUJIbI TSKECTH, MO-
KET BBI3bIBATHCS U APYTMMM NpuurHaMu. OIHA U3 HUX CBSI3aHA C HECOBMAJAECHUEM
LIEHTpPa MacC ¢ FeOMETPUYECKUM LIEHTPOM MMKPOOPTraHM3MOB (TaKMX, HAIIpUMED,
kak kieTku Chlamydomonas uiau Dunaliella [82, 195, 196]). Takoe HecoBnaneHue
MOXET 00YCJIOBJIMBATHCS HECUMMETPUYHONM JIOKAIM3aLMe KJIETOYHBIX OpTaHelLI.
YcnoBHOe nzodpaxkeHue cpeponiaibHOM KIJIETKM TIpelicTaBjIeHo Ha puc. 19,a. Pa-
JUYC TaKOW KJIETKM OOBIYHO COCTaBISIET 3 — 5 MKM, a CKOPOCTb JBUXKEHUS

U, < 200 MKM " ¢ ~' [196]. CmewieHuMe LIEHTpa MacC 110 OTHOLIEHUIO K LEHTPY cepbl

3anaHo BekTtopoM L (cM. puc. 19,a). O6YCJIOBJIGHHI>II/I 9TUM CMEIIEHHEM MOMEHT
BpaileHus: paBeH LXg = ¢mgL sin 6, rne g = —gz, «p = QX? ? 6 M Z— eIUHINYHBIE
BekTOphl. Kak n3BectHo [197], Te/i0, TOIPY:KEHHOE B MOTOK XKUIKOCTH, UCIILITHIBACT
JEVCTBUE TUAPOAMHAMMUYECKOTO BPALIAIOIIEr0 MOMEHTA, BOBHUKAIOIIETO B PE3YJib-
TaTe rpaaueHTa CKOPOCTU KUIKOCTU u(l"\). ['moponmHaMKUYeCKUTUTpaBUTALIMOHHBII

MOMEHTBI BpPAILEHUSI CYMMUPYIOTCS; UX CyMMa
T = SJt/m?’(—é-(VXU) - w) + mLXxg,

A€ @ — YraoBasi CKOPOCTb BpallleHUsl cepbl, VXU — BHXPb, 4 4 — BIA3KOCTb;

BJIMSHUE IBVKEHUS Jarejiyl cuuTaeTcs IpeHeOpexuMo MaibiM [196]. Korma
o

u = u(r)z (cm. puc. 19,a), ycnosue T = 0 naer

sin 6 = /vy (VX u),» (85)
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Puc. 19. a — WneanusupoBaHHasi cepuueckas KjieTka B ABUXKYIIEHCS OTHOCUTENIbHO Hee XKUIKOW
cpene [196]. U(r) — orHocuTeNbHAs CKOPOCTb XKUAKOCTU. Drare/uibl (f) ABUTalOT KIETKY B

HampaBieHun AA co ckopocTbio v. Cuaa TSXKECTH MPOAYLUMpPYeT BpallalOIIUii MOMEHT, UHMCIEHHO
pasHbiit mgL sin 6; CM — uentp Macc. 6 — PoKycrpoBKa CBOOOIHO IUIABAIOIINX MUKPOOPraHM3MOB
Chlamydomonas nivalis, 00ycioBieHHas rupoTakcrcoM [196]. B nieBoM LumHape, re MOTOK KUIAKOCTU
ObL1 HampaBlieH BHM3, KJIETKM aKKyMYJIMPOBAJIMCH BOJM3M OCH LWJIMHAPA;, B MPaBOM LIMIMHApE, TIe
MOTOK XUAKOCTH ObUT HAIpaBjleH BBEPX, KJIETKU YXOAMJIM Ha Mepudepuio

Iie TUpOTakcHYyecKuit Macwrab f = 4n,ua3vc/ mgL. Tlpu a= 4 Mxwm, v,

=200 Mkm-¢c ' uL=003a pB=.0,05cm.
Ecii BepTUKAJIbHO CBEPXY BHM3 HAMPABICHHBIN MOTOK XUIKOCTH OTpaHUYEH

HWIMHIpPOM paauyca R, To

u(r) = —uy(1 - r2/R?)z,

u [103TOMY
u.sin 6 = 2uyrf3/ R2,

B naGopartopHoii cucTeMe OTCYETa CKOPOCTh KJIETKU

¢ = —(usin O)r + [vcos 6 — uy(1 — r2/R?) Jz. (86)

N3 dopmysl (86) ciemyeT mpexie BCero, 4ro Jaxe B OTCYTCTBHE IOTOKA
XKUAKocTH (¢, = 0) KiIeTku (1omoOHbIe TOM, CXeMaTUYECKOe N300paKeHe KOTOPOi

MpeacTaBieHo Ha puc. 19,a) opueHTUpPYIOTCs GjiarejjaMyd BBepX; MPU 3TOM OHU
BCILIBIBAIOT (CTWJIb MX IIJJaBaHUSI HalmoMMHaeT Opacc). HampaBiieHHOe IBUXEHUE
MUKPOOPIaHU3MOB MPOTUB CUJIBI TSKECTH (OTPULIATENIbHBIN IT'€0TaKCUC) HE CBSI3aHO
B JaHHOM cJlydae ¢ paboToil Kakoro-nbo cneluaibHO MPUCIIOCOOJIEHHOTO JIS1 3TOr0
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KJIETOYHOT'O MHCTPYMEHTapUsl (KOTOPbIIA HEOOXOAMM, HalpuMep, IS XeMOTaKCHUca,
nposipisgemoro Oakrepusimu E. coli. KieTku mpocto NpomoyKaioT IUIBITh B TOM
HamnpaBJieHUM, B KaKOM OHM OPMEHTMPOBaHbI BCJIEACTBUE COOCTBEHHOM acCMMMET-
pUN.

B pesynbraTe Takoro HampaBJIeHHOTO IBVKEHUS KIETKM HaKarluIMBalOTCSI B
BEpXHEM CJIoe TUTaTeJbHOM cpenbl. Korma Mx KOHLIEHTpalMsl MPEeBbIIIAET HEKO-
TOpOE MOPOroBOe 3HaUeHUE, Mo MexaHu3mMy Panesa—Teliiopa Bo3HMKaeT OMOKOH-
Bekud. [Ipy 3TOM MOSBISIOTCS MPOCTPAHCTBEHHbIE CTPYKTYPHI, MOAOOHBIE TEM,
yTO M300paxkeHbl Ha puc. 18 [82]. Takum oOpa3om, sTYEUCTbIE CTPYKTYPhbI, XapakK-
TEepU3YIOIIKME pacipeaeaecHe MUKPOOPTaHU3MOB B BEPXHEM CJI0€ MTUTATEIbHON Ccpe-
IIbI, HEOOS3aTEeJIbHO O0YCJIOBIMBAIOTCS XEMOTAKCHCOM.

B ycnoBusx 6MOKOHBEKLIMM BO3HMKAIOT MOTOKM HE TOJbKO MMKPOOPTaHHW3MOB,
HO Y XXMIKOCTH, SIBJISIIOLICICS UX TUTATeIbHOM cpenoii. [1ycTh xapaKTepHBIii pagnyc
Takoro nmoroka paseH R. Torma B cootBercTBMM ¢ opmyiaamu (85) u (86) KieTku
OyZyT IJIBITH BBEPX, HABCTpPeuy HAIpaBIEHHOMY BHU3 IIOTOKY M OJHOBPEMEHHO
CTSTMBAThCS K €r0 LIEHTPaJbHOM ocu. Ecim moToK HampaBjieH CHM3Y BBEpX, 3HaKU
Uy ¥ VXU MEHSIOTCS Ha MPOTUBONOJIOXHbIE. Clle1oBaTe/IbHO, KaK BUAHO U3 (Hop-

MyJIbl (85), MPOMCXOAUT TAaKXKe PEBEPCUsI 3HAaKa BEJIWYMHBI Sin 6. DTO O3HAyYaer,
YTO B HANpPaBJE€HHOM BBEPX IMOTOKE KJETKU JOJKHBI YXOJIWUTh OT OCM U aKKYMY-
JIMPOBAThC Ha Mepudepru NoToKa. DKCMNEPUMEHT MOJHOCTbIO MOATBEPAU 3TU Bbl-
Boabl (cM. puc. 19.,0).

['mpotakcuc — 3T0 HampaBI€HHOE ABMXXEHME KJIETOK, BbI3IBAEMOE KOMIIEH-
cauueil MOMEHTOB BpallleHMs, OOYC/IOBJEHHBIX BHEIIHUMU cuiamMu. Takoe aBuxe-
HME, KaK MOKa3aHo Ha puc. 19,0, MOXET MOpPOXAATb MPOCTPAHCTBEHHO HEOMHO-
POIHOE pacIpeie/ieHUe MUKPOOPraHU3MOB.

PaccmotpuM Gosiee BHUMATENIbHO CUTYaALIMIO, KOTIA IMOTOK XUAKOCTU HAIlpaB-
JIeH cBepXxy BHM3 (Ha puc. 19,0 3ta cuTyauusl peaju3oBaHa B JIEBOM LAJIMHIpPE).
[Ipy 3TOM BCIUIBIBAIOIIME (OTHOCHUTEIBHO XXMIKOCTM) KJETKM CTSITMBAIOTCS K OCH
HWIMHIpA. 32 CYET BO3pACTaHMSI KOHLIEHTPALMM KJIETOK BOJIM3M OCM LIMJIMHIApA
CKOPOCTb ITOTOKA B HEMOCPEACTBEHHOM OJIM30CTH OT OCH YBeJIM4MBaeTcsa. Tak Kak
npu 3ToM pacteT W BennuuHa (VXu) g TO B COOTBETCTBUM C dbopmynoit (85)

sin & rakxxe Bo3pacraer. M3 puc. 19,4 SICHO, YTO 3TO0 MPUBOAUT K YCKOPEHUIO aK-
KYMYJISLIMU KJIETOK BOKPYT OCU MOToKa (Ha puc. 19,a yroa 6 oTCUMTHIBAETCS MPOTHUB
4yacoBOl cTpesiku). Takoe ycKopeHHe OOyCIOBIMBAET JaJbHEHIINIA POCT CKOPOCTH
notoka u T.4. [lpu 3TOM paamyc MoToKa yMeHbILAaeTCsl, a TPAaHMUIBI €r0 CTAaHOBSITCS
oonee peskuMu. IlomoOHas, BbI3BaHHAsl TMPOTAKCUMCOM CaMO(OKYCHMPOBKa KJIETOK
BOIOpPOCIIEH Ha3bIBaeTCs "3€JeHOM IbIpoil" (10 OYEeBUIHONM aHAJIOTUM C "4epHBIMU
apipamu") [82].

Mrak, BcruibiBalollMe KJIETKM MOTYT (B pe3yibTaTeé BO3HMKAIOIIMX HEYCTOM-
yuBocTeld  Tuma Panmes—Teiinopa) (opMupoBaTh MOTOKM KUAKOCTM M KJIETOK,
HalpaBjJeHHble BHM3. Bo3HMKaeT KOHBeKIMs KJIeToK. HampaBieHHble BHM3 TIO-
TOKM TpeBpallaioTcs B "3eJieHble AbIPHI". DT 3(h(deKThl 00YCIOBINBAIOTCS TUPO-
TAKCUCOM.

B 3akioueHue 3TOro pasmena ykaxeMm paboOThl, rae (ppeHOMEH THMpoTakcuca
paccMatpuBajcsa 6ojee mompodoHo: [198 — 201].
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37. IIpocTpaHCTBEHHBIE CTPYKTYypPbl, BO3HUKAIO-
mue B pe3yJdbTaTe B3aWMMOAEUCTBUIA cOAMXKA-
IDIMUXCSI MOMNYJISITMUOHHBIX BOJH, (GOPMUPYEMBX
XeMOTaKCHMYeCKUMMU OaxTtepusamu. Boeue (cM. pazmen 2,1)
ObLIO MOKa3aHO, YTO MOABMXKHbIE OakTepuu (Hampumep, E. coli, mocessHHble Ha
MOJIY>KUAKYIO TMTaTebHYIO Cpely, MOTYT (hOpMUPOBaTh (DPOHTHI, XapaKTepu3y-
IOIIMECS MOBBIIICHHOM TJIOTHOCTBIO MUKpoopranu3moB [59, 116, 118— 121]. Mur-
panusi 3TuX (OPOHTOB MOXKET pacCMaTpPUBaAThC KaK PaclpOCTpaHEHUE aBTOBOJIHBI
Y OTTMCHIBATHCS TUTTMYHBIMYM aBTOBOJTHOBBIMM YPaBHEHMSIMM TUTIA "peaKiins—Iud-
dy3ua”" [122, 123, 125, 127, 139 - 141, 145, 154, 202].

OnHOBpeMEHHbII TOCeB OAKTepUil B HECKOJIBKO TOYEK OnHOM uamku Ilerpu
00YCJIOB/IMBAET B3aMMOJEIHCTBUE COMMXKAIOIIMXCS (DPOHTOB (Ha3bIBAEMBIX TaKXKe
KOJIBLIAMM XEMOTAKCHCa).

Kosnblia XxeMoTakcrca MOTYT CTalKMBaThcsl. Takoe CTOJIKHOBEHME MOKa3aHO
Ha puc. 20. MHorga momyJsiiMOHHbIE BOJHBI MOTYT MPOXOAUTH APYT CKBO3b Apyra

Puc. 20. CronkHoBeHMe Kosell xeMoTakcuca [119]. U3
KaXIOil TOYKM MHOKY/ISLUHU IOCIeNOBAaTe/IbHO OfHA 3a
JpYToil BBIXOAAT TPU TOMYISLMOHHBIE BOJHBL. [lepas
BOJTHA COCTOMT W3 OaKkTepwii, IeMOHCTPUPYIOIINX
MTOJIOXUTENBHBIN TaKCUC K CEpUHY (M IMOTPEOISIOUX
€ro), BTOpas BOJIHA — K aclaprary, a TpeThbd — K
TPEOHUHY

[203]. T1pu sTOM, Kak ObuIO Moka3aHo B 1990 r. Illax06a3siHOM, MPOMCXOAUT Tie-
pPEKIIIOYEHUE OaKTeprii ¢ MOTPeOIEHUST OMHOrO cyocTpara (0 MOMEHTa CTOJIKHO-
BEHHUS) Ha MOTpeOIeHUE APYTroro, YeM 1M 00YCIOBIMBAETCS B3aUMOIIPOHMKHOBEHHUE
BOJIH JIPYT CKBO3b JIpyTa.

OnHako KoJiblia XeMOTaKcKca AaJeKO He BCerna CTaJKMBalTCsI. B HEKOTOphIX
CJy4asix OHU MpU CONVKEHUM TOPMO3SITCS WU OCTAaHABJIMBAIOTCS, HE BCTYIas B He-
MOCPEACTBEHHBIN KOHTAKT ApYT ¢ aApyroM [9, 204 — 206]. Ha puc. 21 npomeMoH-
CTPUPOBAHBI ITOC/IEI0BATE/IbHBIE CTAAMUX 3TOrO Ipoliecca. BUmHO, 4To KoJiblia, cOnu-
Kasich, neopMUpyloTCs (KpYMBU3HA (DPOHTA TIPU 3TOM JIOKAJBHO YMEHbBIIAETCS).
3aTeM KoJblia XeMOTaKCHCa TOPMO3SITCSI U OCTaHABJIMBAIOTCS (0€3 CTOJIKHOBEHUS).
PopmupyeTcsl MPOCTPAHCTBEHHAs! CTPYKTypa M3 YeThIpeX OaKTepHUalbHBIX IOITY-
JSILUAA, pa3aeeHHBIX KPeCTOOOpa3HOi JeMapKallMOHHOM 30HOi. Takast CTpyKTypa
COXpaHsIeTCsl JJUTEIbHOE BpeMsl (Oosee AeCSITU 4acoB IMOCJIE CTOJKHOBEHMS).

Okazanoch, 4TO TUI CTPYKTYPbl — CTOJKHOBMTEIbHBIM (Kak Ha puc. 20, Ha-
MpUMEpP) WIK OECCTOJKHOBUTENbHBINA (CM. puc. 21) — omnpenesnsieTcss CKOpOCTIMU
paciupeHus Kouel xeMotakcuca [9]. CTOJKHOBEHMS BOJIH HE MPOMCXOIUT, KOraa
UX CPEAHSISI CKOPOCTb HE IpEBbIIIAeT 3HAYEHUST ~ 4 MM/U.
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Puc. 21. Bo3HuKHOBeHHE OECCTOJIKHOBUTENIBLHON CTPYKTYPHI MpU COMMKEHUU KoJjell xeMoTakcuca [9].
a — Pacmmpsioniecss (0T TOYeK MHOKYISALMHK) ABa KOJbllAa XeMOTakcuca, 0, 6 — TopMmoxeHue,
JgeopManust  Koijel, oOpa3oBaHME KpPecTooOpa3HOM CTPYKTypbl NpM COJMXKEHMH; OTAEJIbHbIE
OaxTepraabHbIe MOMYIALMUA Pa3ieNeHbl MIOCKUMHU TeMapKallMOHHBIMM 30HaMU, ¢ — BTophle KoJjblia
XeMOTaKClica He MOTYT IIPEOmoNeTh AeMapKallMOHHBIE 30HBI, 0 — PacTymue (Bcaem 3a KoJIbIIaMu
XEMOTaKCHca) OaKTepHaJbHbIe Ta30HBI TAaKXKe HE IMPEOJONIEBAIOT JeMapKallMOHHBIC 30HBI, KOTOPhIC
(bopMMPYIOT HETIOABMXKHYIO CTPYKTYPY; BUIHO, UTO XapaKTEPHbIE CTAl[IOHAPHbIE KOJblia (HEe KOJbIa
XeMOTaKcHca), obpa3yeMble OaKTepHaIbHBIM Ta30HOM, "PBYTCS" Ha 3TOM CTPYKTYpe

BbUTO BBIABMHYTO TPEAINOJIOXKEHNUE, YTO BOZHMKHOBEHUE OCCCTONKHOBUTEIh-
HBIX CTPYKTYP CBSI3aHO C A€(ULIMTOM MUTATEJbHOro cyocTpaTa (OJHOBPEMEHHO
SIBJISTIOLLIMMCSI aTTPaKTaHTOM) Tiepe] MeIJICHHO IBUKYIIMMUCS TOIMYJISILIMOHHBIMU
BosiHaMU [9]. B y3kux geMapKalMOHHBIX 30HaX, pa3AesIolunX OTAeIAbHbIE MOITY-
Jguumn (cM. puc. 21), Takoil n1e@ULIUT MOXET, MO-BUAMMOMY, UTpaTh KJIIOUEBYIO
posib B OpMUPOBAHUM OECCTONKHOBUTEIBHBIX CTPYKTYp. IIpoBeaeHHOE HaMU Ma-
TEMaTUYECKOe MOJIEIMPOBAHUE MPOLIECCOB B3aUMOAEHCTBUSI COMMKAIOUIMXCS T10-
MYJISIUMOHHBIX BOJIH MPOAEMOHCTPUPOBAIO OOOCHOBAHHOCTb TAKOTO ITPEIITONIOXKE-
HUSL.

B kayecTBe MaTeMaTM4eCKOWM MOIEIM MCIOJIb30Bajach MOIU(MUIIMPOBAHHAS
cucteMa ypaBHeHul Jlanmayca— unnepa [207]:

ob a%b 3 ., 0f(s)

a1 = RO+ Dy g = Vax 050 &7
3 _ _iob+ . 28 88
ot - (S) s ax2’ ( )

rae B oranume ot ucxogHor [207] momenu A (kak B pabore [208]) He sgBiusercs
KOHCTAHTOM; MblI Moyaraiu, 4to A(s) = aR(s), a = const (a < 1); b — KOHIIEHT-
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pauusi 0akTepuii, s — IUIOTHOCTb CyOCTpara,

R(s) = Rys(s + sk)"l, R, = const, s, = const,
(89)

f(s) = s(s + s~ L.

HayvanbHbie yCjI0oBuUA 3agaBajIvMCh CIICAYIOIIUM 06]38.30MI

5 0 boanOst.sn(L—-e)SxSL,
X, = =

(x, ) 0 npu ocTaNpHBIX 3HAYEHHAX KOOPAHHATH X,

rae L — paccrossHue MeXay "3agHUMM', He oOpallleHHBIMU APYT K APYry I'paHu-
LIaMu o0JIacTell HauaJabHOM KOHILEHTpaUUM OaKTepuil (¢ — XapaKTEepHBIN pa3Mep
9TUX obnacreil),

s(x, 1= 0) = s,.

[1epBbIii ueH B mpaBoii yacTh ypaBHeHU (87) onuchIBaeT pa3MHOXEHME 0aKTepUid,
MPUYEM CKOPOCTb Pa3MHOXEHUS R 3aBUCUT OT IUIOTHOCTHM IUTATEJILHOTO CyOCTpaTa
S B JAHHOM TOUYKE Cpelibl; HaJMUKe TOT0 YieHa CyIleCTBEHHBIM 00pa30oM OTJIMYaeT
MaTematuueckyto Moaenb (87), (88) or momenu Kennepa—Cerens (18), (19). Bro-
poii YjeH B MpaBoii 4YacTW ypaBHeHUs (87) OMMCHIBAET ciayvyailHble OJyXAaHUS
OakTepuit (Dy — koapdueHT 1uddy3un; npearnogaraeTcsi, YTo D, — KOHCTaH-

Ta) , a TPETUI WIEH — TPAIUEHT ITOTOKA OaKTepuii, 00YCIOBIEHHOTO XeMOTaKCHCOM.
B otimuue ot momenu Kennepa—Cerens [122] B mogenu Jlanuayca— wiiepa
[207] 3TOT MOTOK 3aBUCUT HE OT TpaaMeHTa cyocTpaTa ds/dx, a OT df/ox, rae
dynkuusa  f(s), 3agaBaemasi paBeHCTBOM (89), — 3T0 Tak Ha3biBaeMas (PyHKIMS
YYBCTBUTEJIbHOCTH OAaKTEPUI K JaHHOMY CyOCTpaTy (SIBJSIOLIEMYCS OTHOBPEMEHHO
aTTpakTaHTOM). Takoe mpeacTaBi€HME JIydllle COOTBETCTBYET MMEIOLIUMCS KC-
MepUMeHTaIbHBIM TaHHBIM [98]. BTopoe ypaBHeHue aHanM3UpyeMoil MaTeMaTu-
yeckoii Moaenu (ypaBHeHMe (88)) onmuchiBaeT U3MEHEHME KOHILIEHTpALMU aTTpak-
TaHTa (cybctpara); 3aech Dy — KoadduumeHT nuddysum cyocrpata. B ypaBHe-

Husx (87), (88) s mpocTOThl PaCCMOTPEH OTHOMEPHBIN CIydaid.

[IpoBeneHHbIE HAMY KOMIIBIOTEPHbIE 9KCIIEPUMEHTHI ITOKAa3aI1, B YACTHOCTH,
YTO OECCTOJKHOBUTEbHBIE CTPYKTYPHI MO3HUKAIOT B TEX CIy4asix, KOraa napameTp
V' B ypaBHeHuu (87) He ouyeHb BeqMK (V< 1), uiM, MHBIMKU CIIOBaMM, KOIJa Xe-
MOTaKCUYECKH 00YCI0BIEHHbBIE HEOMHOPOAHOCTU KOHIIEHTpalMy 0aKTepuii (T.e. Mo-
MYyJSILMOHHBIE BOJHBI) PAacHpOCTPAHSIOTCS HE CIMUIIKOM OBICTPO. DTOT pe3ysbTat
KauyeCTBEHHO COTJIAaCyeTcsl C JaHHBIMM, IMOJYYEHHBIMU B padote [9).

Ha puc. 22 noka3zaHbl nocjieaoBaTe/bHble CTaauu (hOPMUPOBAHUS OECCTOJIK-

HOBUTEJIBHOM CTPYKTYPhI, PAaBHO KaK M COMYTCTBYIOIIME pacipeaesieHHs cyocTpara.
BugHo, 4TO Ha 3aBeplIamlIeil cTaauM KOHLEHTpALMs CyOCTpaTa B IIEIU MEXIY
OCTAaHOBUBIIMMMUCS MONYJSLIMOHHBIMU BOJJTHAMHU TafaeT 10 Hys. Takum oGpa3oM,
0ECCTOJIKHOBUTEIbHAS CTPYKTYPa MOXET 00pa30BLIBAaTLCS B pe3yJbTaTe BhICAaHMSI
cyOcTpaTa B MMPOCTPAHCTBE MEXKIY ABYMSI COMKAIOIIUMUCS TTOMYJISILIMOHHBIMUY BOJI-
HaMHu (€C/IM CKOPOCTb MX COJIMKEHMSI HE CIMIIKOM BeJIMKa).

DTOT BBHIBOJ, MOATBEPXKIEH U B HATYPHBIX 9KCIIEPUMEHTAX, TIe KOJbla XeMO-
TaKCHCa pacIpoCTPaHsUIUCh, COMXKasICh, B CUHTETUYECKOM MUTaTeIbHOM cpeae. Ta-
Kas cpena cojiepkalia TOJIbKO OMH cyOcTpaT (aTTpakTaHT), HarpuMep D-Tiioko3y.
PesyabraThl 3TUX 3KCHEPUMEHTOB MOKa3aHbl Ha puc. 23. AcHO BUAHO, YTO KOH-
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Puc. 22. TlocnenoBarenbHble ctanuu (OpMUPOBAHUSI OECCTOJIKHOBUTENbHOM CTPYKTYphl. Ha kaxmoit
13 IIECTH TIOKAa3aHHBIX CTAIWi BEPXHMI rpayK — 3TO 3aBUCUMOCTD S(X), a HIDKHMI — b(x)

LeHTpauust D-Tmoko3bl B Jie-
MapKalMOHHOM 30He, o0pa3ye-
MO NBYMSI COIMKAIOIIMMMUCS
OakTepraIbHBIMU  KOJIbLIAMM,
PE3KO0 IafaeT Mo CPaBHEHUIO C
HauyaJbHO. A HMEHHO, ecC/IU
HayajJbHasl KOHLIEHTpALMs aT-
TpaKTaHTa cocTapjsiia (B pas-
HBIX 3KcrepuMeHTax) ot 0,67
no 1,46 MkM/mi1, TO B eMap-
KallMOHHOM 30H€ OHA IMafaja a0
3HaueHuit 0 — 0,16 MKxM /M.
HutepecHo, uyTo nemapka-
LIMOHHBIC 30HBI COXPAHSIOTCH B
TEUEeHUE JECSITKOB YacOB U HE
MCYE3al0T B pe3ysIbTaTe COOCT-
BeHHO nuddy3umn OakTepuit
[9]. D10 NeTKO OOBSICHSIETCS 3a-
BUCHUMOCTBIO MOABUXKHOCTU
OakTepuii OT KOHLEHTpalunu
cyoctpara. K mpumepy, B pado-
te [231] mpennonarajaoch, 4TO
KO3(PULIMEHT NOABUKHOCTHU

#olac)” npu ¢ < 1/a,

Cc) =
#(e) Mg npu ¢ > 1/a,

G786~ T,46MKM/Mn

s

O-045 1

O-G216 txcMman

Puc. 23. YMmeHblleHHME KOHUEHTpalMud D-TIIOKO3bl B
IIUTATEJILHOM cperne npu (hopmupoBaHUU
0eCCTOIKHOBUTEILHOM TONMYJISLIMOHHOM CTPYKTYPHI.
Ilokazanel MecTa  B3ATHSI Mpo0d  JISI  U3MEPEHMS
KOHILIEHTpaluy D-T10K03bl; BOaly OT COMMKAIOLIUXCS BOJH
(KOHTpOJIb), B  HEMOCPEACTBEHHOW ONMM30CTA  Tepen
Haberarouiei BOJHOM U B IeMapKaLMOHHOM 30He
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IIe a U n — HEOTPUIATEJIbHbIE KOHCTAHTHL. BHWIHO, YTO NpU YMEHBIIEHUU C
#(€) MOXET CYIIIECTBEHHO YMEHBIIUTHCS. [leMapKallMOHHbIE 30HbI IIPH 3TOM, OYe-
BUIIHO, CTaOWIM3MpYIOTCs. BO3MOXHO, HEKOTOPYIO POJib B MX CTAOMJIM3aLIMKM WT-
paloT MPOAYKTH MeTaboM3Ma, MHIMOMPYIOIIUE TTOIBIKHOCTh OakTepuii [9).

3.8. [IpocTpaHCTBEHHbIE CTPYKTYpPbl, CBSI3aHHbIE C HEYCTOMYM-
BOCTbIO NMPABUJIbHONA reoMeTpUUYECKOU (POpMBI KOJEL XeMOTaKCH-
ca. MblI BUaen, 4To OaKTepUaIbHbIE MTOMYISLUIMOHHbIE BOJIHBI OOBIMHO (€CJIM OHU
HE B3aMOJCHCTBYIOT) MMEIOT MPAaBUJIbHYIO TeOMEeTpUYECKylo (hopMy, Hampumep
KOJbLIeoOpa3Hyto (Kak Ha puc. 11). OgHako ycTOMYMBOCTB 3TOi (DOPMBI B TIpOLIECCE
pacpoCcTpaHeHUsT MOMY/ISILIMOHHOM BOJIHBI COXPAHSIETCS HE BCErIa.

B HeKkoTOophIX ciaydasix, Kak ObLJIO TI0Ka3aHO B HallMX 3KcrnepuMeHTax [209],
MpaBuibHag (popMa KOJbla XeMOTAKCHCA HAPYILIAETCS MO JOCTMXKEHUU UM HEKO-
TOporo kpuruyeckoro paguyca (R.). [Ipu atoM dopmupyrorcs BBIOPOCH B BUZE

CETMEHTOB, OTAEJCHHbIE IEAsSIMU OT MCXOAHON OakTepualbHON MOMYJISLIUU
(puc. 24). Yucno 3tux BIOPOCOB OOBIYHO BapbMpyeT OT Tpex 10 natu. Yacrto atn
CETMEHThI B CBOIO o4epeb op-
MHUPOBAIM BTOPUYHBIC BLIOPO-
cbl. BenmumnHa R 3aBUCUT OT

pH nurarenbHOM cpenpl. A
WMEHHO, R MOHOTOHHO

yMeHbIIaeTcs (IPUMEPHO B IBa
paza) npu yBesmdeHuu pH ot
4 1o 8.

Mexanu3m  opMHpoBa-
HUS CTPYKTYP, TTOTOOHBIX TOM,
YTO IpeAcTaBieHa Ha puc. 24,
MOKa He siceH. MOoXHO Tpe/ro-
JIOXUTb, YTO HApYILIEHUE Teo-

Puc. 24. TlpoctpaHcTBeHHass OakTepuaibHas chyKTypa, MeTpUUecKoii (opMbl  KoJell
chopMupoBaHHas B pe3ylbTare  HEYCTOWYMBOCTU

. . XEMOTaKCHUCa O6YCHOBJ'H/IBaeT—
MPaBWILHOM reoMeTpUYecKoil (POPMBI KOJIbLIA XeMOTAKCHCA,
o6pasyemoro 6axrepusimu E. coli C4 HaKOILUICHMEM PCIIC/UICHTA

WY PETICIVICHTOB, SIBJISTIOIINX-
CS MPOMYKTOM KM3HEIEeATeIbHOCTY OakTepuii. BEIOpOCH MOTYT (DOPMMPOBATHCS 11O
JOCTVKEHUM KOHILIGHTpAIlMU peTie/iJIeHTa HEKOTOPOI TOPOrOBOM BEIMYMHBIL, TIPU
3TOM paJMyC KOJIell XeMOTaKcuca J0CTUraeT 3HadyeHuit R,. PopMHpoBaHUE Bbl-

OpOCOB B TAKOM CJIydae CBSI3aHO C YXOJ0M OaKTepyil MPOTUB IrpaarieHTa peresuieHTa
OT 00J1aCTM MaKCUMaJIbHOM €ro KOHLEHTPALMK, COBNAAAIOLIEH, OYEBUIHO, C KOJIb-
LIOM X€MOTaKCHca, XapaKTepU3YIOILIMMCSI HOBBIILIEHHOM IJTOTHOCTHIO OakTepuii. [1o-
SIBJIEHUE BBIOPOCOB oIpeaessieTcsl (B paMKax 3TOi TMIToTe3bl) (PIyKTyalUusIMU Ipa-
nveHTa penesuieHTa. IlupuHa 1menei, onpenensomnx CerMeHTO00pa3HbIe BhIOPO-
Cbl OT MCXOAHOM TOMYJISIUMKU (CM. puC. 24), MOXET 3aBUCETh OT MaKCUMAaJIbHOIO
3HA4YEeHUsI TPaareHTa perne/yIeHTa, IPU KOTOPOM McYe3aeT HaIlpaBICHHOE IBIXKE-
HMe OaKTepuii MIPOTUB 3TOTO IPaaueHTA.
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3.9.[IpocTpaHCTBEHHbIE CTPYKTYpPbl, BOBHUKHOBEHUE KOTOPHIX
CBSI3aHO CO B3auMoleicTBueM OakTepuit u BupycoB. Ha3zpaHue "Bu-
pyc" (sam. virus — s1) MPUMEHSIM CHayaja aJjisg 0003HAYeHMs] pa3IMUHbIX Ma-
JIOU3YYEHHBIX 00JIE3HETBOPHBIX areHTOB. [lo3aHee OHO 3aKpenuaoch 3a TPYIMNO
BO30yaMTeIei, OTKPBITHIX B 1892 I. IBAaHOBCKUM, KOTOPBIE OKa3aJIMCh CIIOCOOHBIMU
MPOXOIUTh Yepe3 OakrepuanabHble GuIbTpbl [21]. Bupychl OoTanMyaroTcs OT MUK-
POOPraHM3MOB CJICAYIOIIMMH OCOOCHHOCTSIMU: 1) OHU cofiepKaT HyKJIEMHOBYIO KHC-
JoTy TobKO ogHoro thuna — wiu JHK, win PHK; 2) nns ux penpoaykuuu He-
00X0MMa TOJIbKO HYKJIEMHOBAsI KMCJIOTA; 3) OHM HE CIIOCOOHBI pa3MHOXATbCSI BHE
>KMBOH KJ1eTKM (cM., Hampumep, [21, 210]). Bupychl, Takum 00pa3om, He SIBISIOTCS
CaMOCTOSITEIbHBIMU OpTaHU3MaMU, a UCIIOJIb3YIOT JJISI CBOETO Pa3MHOXEHMSI XKMBBIE
KJIETKU: UX PEMPOAYKIINS IPOUCXOIUT B KIIETKe-x03siMHe. KiieTouHble MexaHU3MbI
HY>XHBI KaK JUISl pEIUTMKALIMM HYKJIEMHOBOM KMCJIOTHI, TaK U JUISI CUHTE3a OEIKOBOM
00010ukKM BUpyca. Pa3BuTue BHpyca NMpUMBOIUT K TMOEIN KJIETKHU-X03s11MHa. BHe
KJIETKH BUPYC CYILIECTBYET B BUIEC BUPYCHOI YaCTHULIbl (BUPUOHA), KOTOPAs COCTOUT
13 HYKJIEMHOBOM KUCJIOTHI M OEJIKOBOM 000J0YKM — KarlCuja.

Bupychl, nopaxaroniye 6akrepuu, Ha3biBaloTcsl 6akTeprodaramu. bakrepno-
(baru BBISIBJISIIOTCSI IO 00pa30BaHMIO TaK HAa3bIBAEMbIX "CTEPUJIbHBIX MSATEH", WIN
"Onsiek”, B CILUIOIIHOM OakTepuaabHOM razoHe (puc. 25). KneTouHslii 1M3KC CO-
MIPOBOXIAETCST BHIICJICHUEM B MHMTATEIbHYIO Cpedy BHOBb C(DOPMMPOBAHHBIX BU-
PHOHOB.

N3 puc. 25 scHo, 4T0 MOPGOIOrHs OJIIIEK MOXET OMPEAEIIThLCI BUAOM (para.
B yacTHOCTH, HEKOTOpPBIE GakTeprnodaru MpOAYLMPYIOT OJISIIKI, OKPYKEHHbBIE TajIo
(Hammpumep, dar T3; puc. 25). Bo3aMoXHbI MexaHK3M 00pa30BaHusI rajio ObLT Ipe-
JIoKeH B padote [212]. B aToii pabote ObLIO MOKA3aHO, YTO JU3UPYEMbIe KIETKHU
MOT'YT BBIIEISATh HEKOTOPBIN (hePMEHT, KOTOPBIM MPEeNnsITCTBYET JajlbHEHIIeMy Jv-
3ucy. B obnactu, rne KoHLEHTpalus 3Toro (bepMeHTa 10CTaTOYHO BeJIMKa, JU3UC
3amenisieTcsd U obpasyercs rano. JlanbHeilnee BbiaeneHue pepMeHTa IpU 3TOM
eIlle YMEHbILACTCsS. DTO BBI3BIBACT MOSIBJICHUE €Il OMHOM, KOJbIEOOPa3HOU 30HBI
JIM3Kca, OKpyXarollei rajo (Kak npu aeiicteuu ¢ara T3 Ha puc. 25); BO3HUKAIOT
MUILLIeHeoOpa3Hble OJsIIKKU. MHOrma OHM MMEIOT JOBOJIBHO CJIOXKHYI0, MHOT'OKOJIb-
LIEBYIO CTPYKTYpY.

AHanu3 3Toi MOJAENIM IMOKa3aj, OJHAKO, YTO OHA HYXIAETCS B JOMOJHEHUHU
[214]. A nMeHHO 00pa3oBaHUEe MUIIIEHEOOPA3HBIX OJISIIEK CTEPUIBHOCTU JTOJIKHO
BKJII0YATh MEPEHOC afacopOMpOBaHHBIX ()aroB MOTOKOM JIU3UPYEeMBIX (B Ipolecce
NepeHoca) KJIETOK, BO3HUKAIOIIMM B pe3yJIbTaTe OTPULATEIbHOTO XeMOTaKCHCca
STUX KJIETOK Ha BEILIECTBA, BBIIEIsSIEMbIe B IMMTATEIBHYIO CPEAY B 30HE aKTUBHOTO
musnuca.  CoOOTBETCTBYIOIIAs MaTeMaTUYecKass MOJAeIb Oblla MpeaioXeHa OTHUM

13 aBTOpoB  3TOro 003opa (LIpiraHoBbiM). OHa MIpeACTaBIsIeT COO0M CUCTEMY YpaB-
HEHUM

3b/ 3t = u(s)b ~ b + D,V?b + VQ(R)V(BVQ(h)), (90)
op/dt = Nypb — kbp + D V?p, ' 91)

op,/ 3t = kbp — np, + VQ(W)V(p,VO(h)), (92)



58 I.P. UBAHULIKU, A.B. MEJIBUHCKHWI, M.A. LILITAHOB [T. 161

oh/dt = anb + D, V?h, (93)

ds/dt = —f(s)b. (94)
B ypaBHeHmsix (90) — (94) b — KoHueHTpalusi OaKTepuid, p — IJIOTHOCTb BH-
PMOHOB, p, — CpeIHss IUIOTHOCTb Oakrepuodaros, ancopOMpoBaBLIMXCS Ha Oak-

TepUsIX, A 1 § — KOHLIEHTpalusl (pepMEeHTa-MHIMOUTOpPA JIN31CAa U KOHLICHTpaLUs
cyOcTpaTa COOTBETCTBEHHO. Y paBHeHUe (90) onmchIiBaeT MI3MEHEHME KOHLICHTpalu1

Puc. 25. basgmiku, o6pa3oBaHHbIE IECTIO Pa3TUYHBIMU BUOaMU (aroB B CIUTOLTHOM ra3oHe OaKTepuii
E. coli [211]

OakTepuii CO BPEMEHEM 3a CYET CJICAYIOLIMX IpoLecCoB: 1) pa3sMHOXeHUs (4 —
yIebHast CKOPOCTh POCTa YKcia Gakrepuii); 2) nmsuca ((m), — yaeabHasi CKO-

POCTb JIM3UCA, TI€ MHOXECTBEHHOCTb m = p, /b MIMEET BUI, NPEACTABIECHHbIA Ha
puc. 26); 3) muddy3un (Db — Koo duimenT auddys3nn) 1 4) oTpruLIaTEIBHOTO
Takcuca 6akTepuil Ha 30Hy nusuca, npu stoM Q(n) = h/(h + hy), rne h, — KoH-

cTtaHTa, a V— const onpenenser CUIy XeMOTaKCMCHOIO OTBETa OakTepuil. YpaB-
HeHue (91) onuchIBaeT U3MEHEHUE KOHUEHTpalii BAPMOHOB CO BpEMEHEM 3a CUET
CJIeIyIOIIMX MPOLIECCOB: 1) BbIXOAa BUPUOHOB M3 TMOHYIIMX KIETOK (N — cpemHui
BbIXOJ BUPMOHOB IIPpU JIM3UCE OOHOM OaKTepuM); 2) CBSA3bIBAHMS (PAroB KJIeTKaMU
(k — xoHcTaHTa cBsI3bIBaHUSI) U 3) auddy3un BUPUOHOB (Dp — Ko duimeHT
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ux aud@ysun). YpaBHeHue (92) onuchiBaeT 7 A
M3MEHEeHMe KOHIIEHTpaluuu (aros, CBsI3aH-
HBIX ellle HeJTM3UPOBAHHBIMU KJleTKamu. [1pu p————mm—————

9TOM TIPEATIOATaeTCsl, YTO KIJIETKM, YXOId-
niye (3a cYeT OTPUIIATETbHOTO XeMOTaKCHCa)
M3 30HBI JIN3MCA, HECYT Ha cebe CBsI3aHHbIE
¢ HUMU OakTepuodaru — HUCTOYHUK UX Oy- —>
ayuieit rubear. DTOT MPOLECC OMMChIBAETCS "
TPETbUM CJIaraeMbIM B TIPpaBOil YacTH ypaB-

Puc. 26. ®yukuus n(m) B MareMaru-
HCHUA (92). yeckoil momenu llpiraHoBa (ypaBHEHUS

VpasHenue (93) cBA3BIBAET U3MEHEHUE ©0) — O4)
KOHLIEHTpalUMu (epMeHTa — MHTMOMTOpPA JIM3Uca ¢ KOHLIEHTpaUMe JU3UPyEMbIX
KJIETOK (¢ — KOHCTaHTa) U ¢ nuddysuei sroro ¢pepmeHta (D, — k03hGULIMEHT

aiddysun). Hakoneu, ypaBHeHue (94) omMchbIBaeT M3MEHEHME KOHLIEHTpaLWuU
cyOcTpaTta 3a cyeT ero motpebieHust 6aktepusmu (B — yaenbHass CKOPOCTh IIO-
TpeOJIeHUsI; OHA 3aBUCUT OT KOHIIEHTpALMK CyOCTpaTa TaKuM Ke 00pa3oM, Kak 1
dbyHkuua A(b) B MonuduumposanHoi Mogenu Jlanmunyca—IlIninepa; cM. ypaBHe-
Hus (87), (88)). Mopenb LlpiraHoBa MO3BOJISIET aHAIU3UPOBATH TpoLecc GOopMU-
pOBaHMs MUILIeHEOOPa3HBIX OJIsIIIeK cTepuabHOCTH [213].

Ha puc. 27,a npencrtaBieH npuMep KOMIBIOTEPHOIO 3KCIIEPUMEHTA, IPOBe-
JIEHHOT0 Ha ocHoBe 3Toit Mojenu. Ha puc. 27,6 moka3zaHa 3BOJIOLMS MUILIEHEO0-
pa3HbIX OJISIILIEK, 3apErMCTPUPOBAHHAsI B XOI€ HATypHOrO 3KCHepuMeHTa (MH(pU-
uvpoBaHMs1 6akTepuanbHOro razoHa E. coli parom T7). BugHO, 4T0 KOMIIbIOTEPHBIN
3KCIEPUMEHT XOPOILIO BOCIPOU3BOAUT OCHOBHBIE OCOOEHHOCTHM Mpolecca (HOpMU-
pPOBaHMS TaKUX OJISIIEK.

PaccmoTpum emie oguH BapuaHT oOpa3oBaHMsSI MPOCTPAHCTBEHHBIX CTPYKTYP
nopu B3auMonencTBum ¢daroB ¢ O6aktepusiMu. M3BecTHO, 4yToO (haroBast MHGEKLIMS
MHOT/IA COMPOBOXAAETCS HETTOJIHBIM IU3UCOM. DTO MOXKET OBITh CBSI3aHO C HAJTUUMEM
B MOMYJISIHMM KJIETOK, pe3UCTeHTHHIX K ¢ary [210, 215]. Ho naxe B OTCYyTCTBUE
TaKMUX KJIETOK CYIIECTBYIOT YCJIOBUSI, IIPU KOTOPBIX IMPOCTPAHCTBEHHO pacrpene-
JIEHHas MonyJsiiys 0aKTepyii MOXKET BbKMThb, HECMOTPSI HA BUPYCHYI0 MH(PEKIINIO
[216, 217]. Ha puc. 28 nemoHCTpupyeTcs pe3yabTar Bo3zaeiicTBud ¢dara T7 Ha
MIPOCTPAHCTBEHHBIE CTPYKTYpPhl, (POpMUpPYeMble NBYMS pPa3iMYHBIMU IITaMMaMU
oakrtepuit: J621 u K-12. Ha puc. 28,a moxkasaHbl TOYKM HaHeceHUs ¢GHaroBoil MH-
exumu. Pe3ynbraThl MHOULMPOBAHUS NpeACTaBlAeHbI Ha puc. 28,0,6. BugHo, 4TO
IO TIPOIIECTBUM IISITH YacoB MOITYJISIIKS mTamMa J621 mpaktudecku morudaer. B
TO Xe BpeMms nonyuasauus K-12 octaeTcsl Moyt He 3aTPOHYTOM JIM3UCOM: IeCTBUE
(para orpaHn4MBaeTCs TOJILKO 001aCThI0 BOJM3U TOUKM HayaJlbHOM MH(MEKLUU, HE
pacnpocCTpaHsIsICh HU aJIeKO BAOJIb (PPOHTA XeMOTaKcuca, HU B I1yOb paciuupsi-
olIeiicsa 6akrepuagibHONM monyasauuu (cp. puc. 28,6 u 8). B pe3ynbraTe Nomyasiuus
mTtamma K-12 B 11eJIoM BBIXKMBAET, OKa3bIBasiCh YCTOMUYMBOM K MH(EKIINN OaKTe-
puodarom. KakoB MexaHM3M 3TOrO BbIXKHWBaHUS?

M3BecTHO, 4TO (DaroBblii IM3KMC BO3MOXKEH TOJIbKO B paCTYLIUX 0aKTEpHaTbHbBIX
nonyasuusax [218]. Kak Obu1o mokazaHo B pabdore [217], nauTenbHOCTh (pa3bl
pocta mTamMMa J621 cylecTBEHHO NpeBhIIIaeT IUINTEIbHOCTD 3ToM a3bl 11 K-12:
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3 7=0 T =700 T =200
a NS \/
g
T=3,UU T =4,00 T =500

T=6,00 T =700 T =800
a

Puc. 27. a — YwucnenHnoe mopnenpoBaHue (OPMHPOBAHMS MMIIEHEOOpa3HBIX CTPYKTYp Ha 0Oasuce
ypaBHeHuii (90) — (94). 6 — DBomoums OJsiIeK cTepuIbHOCTH (00beKThI — Oakrtepun E. coli u
Oakteprocdar T7). IToka3aHbl NPOCTPAHCTBEHHBIE CTPYKTYPhI, a TaKXKe W3MEHEHME HX ONTUYEEKOM
IUIOTHOCTM B JBYX B3aMMHO IEPIEHINKY/ISPHBIX HAIPaBICHUIX
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Puc. 28. Pesysbrar BosneiictBust 6akreprodara T7 Ha MPOCTPAHCTBEHHBIE CTPYKTYPBI, (POpMUPYEMbIe
mrammamu J621 u K-12 [217]. a — KaptuHa B MOMeHT MHGUIMpoBaHusd; I — 4 — TOYKM HaHECEHUSI
uHbpekmu. 6 — KaptunHa cnycts 2,5 yaca mocie MH(pULMpoBaHus. ¢ — KapTuHa criycts 5 yacoB
rocjie UH(UIIMPOBAHUSI

cnycts 200 MUH TIocie Hayaja u3MepeHuit poct nonyiasuuu K-12 pe3ko 3amen-
JIIeTCs, B TO BpeMs KaK MOoNyJsauus mramma J621 mpomoinkaeT HapallyBaTh CBOIO
IJIOTHOCTh. [loaTOMy IpM 3apakeHuu OakrepuaaibHOU KyabTypbl K-12 Gakrepu-
oaroM Ha IMO3IHUX CTaausIX (pa3bl €e PocTa KyJbTypa YCIEBAaeT BBIATA M3 3TOMU
da3mbl npexae, yeM ar HauMHaeT Ha Hee JeicTBoBaTh. JIM3MC MpU 3TOM OTCYT-
ctByeT. B TO ke BpeMsa KynbTypa J621 pacteT M moaBepxkeHa JIM3UCY Ha BCEM
MPOTSDKEHUM IKCIIEPUMMEHTa, T.e. MPU OJHOBPEMEHHOM MH(UIIMPOBAHUM Pa3HBIX
OakTepuaJIbHbIX TOIYJISLUIA 00Jiee YCTOMYMBOM K JIM3UCY OKA3bIBAETCS Ta, Y KO-
TOPOM JUIMTEJILHOCTD (pa3bl pOCTa MEHBIIIE,

[TockonbKy B monysisiuyu mraMmma K-12 uMeeT MecTo JTI0KaIbHBI JIM3UC TOJIb-
KO Ha (ppoHTe BOJIM3M TOYKM HaHeCeHMs] MH(PEKILIMHU, CJIeA0BaTeIbHO, HEIOCPEICT-
BEHHO 32 (DPOHTOM 3Ta MOMYJISLUUSI HAXOAUTCH BHE (pa3bl pocta. MHBIMM cioBamu,
qmTenbHOoCTh (1) a3kl pocta U cpedHsss CKopocTh (V) paciuupeHMsl KOJbla Xe-
MOTaKCHCa TAKOBBI, UTO JIM3UCY TTOABEPKEHO TOIBKO Y3K0€ KOJIbIIO, IMPUMBIKAIOIIee
K (ppoHTy. B mpuBeneHHoM ciyvyae V'~ 1,5Mm/4u, T ~ 3 4; clienoBarejibHO, IIMPUHA
3TOoro Kojblia (Al) 1okKHa COCTaBISTh OKOJIO 4,5 MM, YTO COIJIACyeTCsl C DKCIe-
PUMEHTAIBbHBIMU TaHHBIMU (cM puc. 28) [217]. OasJ621 V'~ 5 MMm/4 (cM. TakxKe
[9]), T~ 5 4 u, cienoBateabHO, Al~ 25 MM, 4TO ITOYTH COBIIAJAET C PAAUyCOM
KOJIbLIEBOTO (PpOHTA XeMOTakcuca (CM. puc. 28).

3aBUCUMOCTb BBIKMBAHUSI MHOTOKJIETOYHOIM CUCTEMbI OT (Pa3bl XXM3HU HE SIB-
JisieTcs creunUyeckoi yepToit B3auMOOTHoOLIeHUi (aroB ¢ 6akrepusimu. MHTe-
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PECHO, UTO UJesl BO3MOXKHBIX MOCIEACTBUI MH(UIIMPOBaHUS yesioBeKa (a303aBu-
CHMMBIM BUPYCOM ObLIa BbICKa3aHa B (paHTacTuYeckoM poMmaHe Mepnsg [219]: aBTop
MPEINoNOXU, YTO BO3OYIUTEIb OOJIE3HU MOXET YOUBAaTh MYKUYMH B PEMPOIYK-
TUBHOM Tepuoze ux xku3Hu. CyliecTBeHHO, OTHAKO, YTO (0a303aBUCUMBbIIA XapaKTep
BO3/EMCTBUS Mapa3uTa Ha XO3siMHA MMEET MECTO M JIJISl peajibHbIX cuTyalmii. Ha-
MpUMep, paHHSS CTaaMsl pa3BUTHUS HACEKOMBIX 00J1aJaeT MeHee pa3BUTOM 3allUT-
HOM peakuuei MpoTvuB 3HAonapa3uToB [220] (apyrue mpuMepbl MOXHO HAWTH B
MoHorpaduu [221]).

3.10. IIpocTpaHCTBEHHBIE CTPYKTYypbl, BO3HUKAOIUIUE
B pe3ylbTaTe B3aMMOAEHNCTBUSA CONMMXKAMWIMUXCSI MOMY TS -
IUOHHBIX OakKTepHuMaJdbHBIX BOJH M 3aBUCIIIUE OT IoJia
6akTtepuit. Eme B cepenuHe 40-x rogoB 3TOro CTOJETUSI yAAJIOCh ITOKa3aTh,
YTO y OaKTepuil MOXeT MPOUCXOAUTh CBOEro poaa crnapuBaHue. [lpu aTomM mpouc-
XOIUT TEPEHOC TeHEeTUYECKOro MaTepuaja OT JoHopa ("MyXcCKoro" mTamma) K
peuunueHTy (‘KeHckoMy' mtamMmy). IlonoBble pa3nuuus 0akTepuii 00yCJIOBIM-
BaloTCs TaK Ha3biBaeMbIM (paktopoM F (ot anen, fertility — mionoButocTs). Kiet-
KM, He comepxaime ¢dakropa F (kinetkn F7), MoryT QGyHKUMOHMPOBATH TOJIBKO
Kak peuunueHTtsl. KieTku-goHopsl monyywind HasBaHue Hfr (cMm., Hampumep,
[21]).

breino mokazano [222], uyro kak Hfr-, tak u F~-intaMMmbl O0akTepuii
S. typhimurium Moryt popMHupoBaTh KoJblla xeMoTakcuca. Oxkazaaoch, 4YTO Mpo-
CTPaHCTBEHHbIE CTPYKTYpPHI, 00ycioBiIeHHble cOommkxeHrneM Hfr- 1 F™«konbueBbix
(ppOHTOB, UMEIOT MHTEPECHYIO 0COOeHHOCTb. Kak BuaHO u3 puc. 29, Hfr-6akrepun
(opMupoBaIM B 30HE KOHTAKTa ABYX IOMYJISLIMA AyrooOpa3HylO BOJIHY, MPOHHU-
KaIoIyl0 Ha HEKOTOPOEe pacCTOsiHME B IIyOb momynsiuu F~-kierok. Ilpemmnona-
raeTcs, 4YTO B OCHOBE MeXaHM3Ma BO3HUKHOBEHMUS TaKOM MPOCTPAHCTBEHHOM CTPYK-
TYpPbl MOXET JIeXKaThb ITOJIOKUTEIbHBIN XeMoTakcuce Hfr-Gakrepuii Ha HEKOTOPHIi
TUITOTETUYECKUIA METabOMNT, BbimeasieMblil Kietkamu F~ [222].

Puc. 29. IlpoctpaHcTBeHHbIE CTPYKTYpbI, BO3HMKAIOIIME B pe3yjbTaTe BO3AECHCTBUST COMMXKAIOIIMXCS
KOJIEIl XeMOTaKCHCa W 3aBUCSIINE OT mojia Oakrepuii [222]. I — Touka moceBa F -mTamma Gakrepuii
S. typhimurium, 2 — touka noceBa Hfr-mramma
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3. BnmgaHue Ha M poOCTpPaHCTBEHHY I0
CTPYKTYpPY BO3pacTHOMWU reTeporemH -
HOCTM moOonNyJgsdguui. BHeEKOTOpbIX Caydassx Bo3pacTHas rerepo-
TeHHOCTb MOMYJISILIMIA OKa3bIBaeT OMpeAessioliee BO3ACICTBME Ha UX CyabObl. B
5TOM MBI YOeIUINCh, B YACTHOCTH, MCCIEAYs] BBDKMBAHNE PACIIUPSIOIINXCS TTOITY-
T OaKTepuit pU TIOKAJTBHON BUPYCHOM MH(peKIMK (cM. pa3zaen 3.9): okas3anoch,
YTO BBIKMBAHUE OIMPEIEIISIETCSI CTENEHbIO ITPOCTPAHCTBEHHOM IeTepOreHHOCTH KJle-
TOYHBIX KOJJIEKTUBOB OTHOCUTEIBHO (pa3bl pocta [217]. Bo3aMoxXHBI U Apyrue 3¢-
(bexThl, CBSI3aHHBIE C BO3PACTHOI I'eTepOreHHOCTbIO, HAIPUMED IMOSIBJICHUE ITyJIb-
caluil MPOCTPaHCTBEHHOIO pacIpeae eHus YUCICHHOCTH AeISIINXCS OpraHU3MOB.
YToOKI MoKa3aTh 3TO, JOCTATOYHO JO0ABUThH B ypaBHEHUE JUHAMUKN BO3PACTHOTO
cocTaBa nonyJsiuuu Auggy3moHHBINA wieH [224]:

2 I — —a(ryn + div(D grad(n)), (95)
rae ¢ — BpeMs, T — Bo3pact, n(t, T, X, y) — BO3pacTHasg IUIOTHOCTb MONYJIALIAY,
X, Y — IIPOCTPAHCTBEHHBIE [TEPEMEHHbBIE, a(T)— KO3 dULIMEHT cMepTHOCTU, D —
Ko3hPuLueHT auddy3un opraHu3MoB. YpaBHeHUe (95) MOJKHO yIOBIETBOPSTH
CJIEIYIOIIUM YCIOBUSIM:

n(t, 0, x, y) = Jb(r)n(t, 7, x, y)dr,
0

n(0, 7, x, y) = (1, X, ¥),

rae b(t) — Kod(PphULMEHT POXKIAEMOCTH, a ¢(T, X, ¥) — HaYaJIbHOE PaCIIpeleIeHUN
TOITYJISILMU TI0 BO3pacTaM B IPOCTPAHCTBE.

PaccmoTpym niporiece pa3BUTHS TTOMYJISILAM, €CJIM UCXOIHO OHA ObLIa TOYEYHOM
U CUHXPOHHOI:

P(T, %, y) = No(x, )o(r — 1), (96)

rne N, — HayajbHasi YMCIEHHOCTb momynsuuu, 6 — dynkuus dupaka. [pu

D = const (cMm. ypaBHeHHe (95)) MPOCTPAaHCTBEHHO HEOJHOPOAHBIE CTPYKTYPhI HE
BO3HUMKAIOT [224]. st TOro 4yToObl OHM BO3HUKJIM, HEOOXOAMMO HAaJIOXMTh JI0-
TTOJTHUTEJIbHBIC YCIIOBUS (KOTOPHIE CIEAYIOT M3 OMOJIOTMYECKOTO CMBICIA 3a1auM ).
K nmpumMepy, MOXHO MpeAroaoXuTh, YTO MOABMXKHOCTb 0CO0E 3aBUCUT HE TOJBKO
OT X UMCJIEHHOCTH, HO U OT Bo3pacTa. [list 6akrepuii E. coli mogoOHy0 3aBUCUMOCTh
yIaJIOCh IIPOAEMOHCTPUPOBATh SKCIEPpUMEHTAILHO [225, 226]. B pabote [224]
npeanojaraaoch, 4to KoadduuueHt aud@y3uu D Bo3pacTacT ¢ pOCTOM UYMCJICH-
HOCTU OPraHU3MOB, a UX MOIBUXKHOCTb COXPAHSIETCSI TOJbKO B HEKOTOPOM MHTEp-
BaJie BO3pacToB, T.€. Ha omnpeneiaeHHou (ase pa3Butus. [Ipu yKazaHHBIX TIpearno-
JIOXKEHUSX BOBHMKHOBEHHME MPOCTPAHCTBEHHO HEOTHOPOIHBIX PACIIPEAEICHUN B MO-
MyJISILUKA CTAaHOBUTCS BO3MOXHbIM. Ha puc. 30 mpuBeneH mpumep pa3BUTHUS UC-
XOIHO CMHXPOHHOM TOYEUHOI (T.e. YIOBIIEeTBOpPSIONIeH ycioBuio (96)) momysinm
B mpocTpaHcTBe. [Ipu 3TOM Mpearosarajioch, YTo

D= H(N - NYH({" — 1), 97
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rac

N = [n(z, x, y)dr,
0

H — crynenyaras ¢pyHkuus XeBucaiiga, a N* u t* — KpUTHYEeCKoe YMCI0 0cooei
1 KPUTUYECKUI BO3pPAcT COOTBETCTBEHHO. MHTEpECHO, YTO 3BOJIOLMS MPOCTPaH-
CTBEHHOI'O pacrpeeieHus], moka3aHHas Ha puc. 30, HeIrI0Xo BOCIIPOM3BOIMT IIPO-
CTPAHCTBEHHYIO0 HEOTHOPOMHOCTh B 3aceJI€HWU U POCTe TOPOAOB, IJE IJIOTHOCTb
HaceJIeHUS Ha €IMHMILY TUIOIIAAM TEPPUTOPUH KOJIeOIeTCs OT LIgHTpa K nepudepun
[224].
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Puc. 30. BBomouusi B MpOCTPaHCTBE CHHXPOHHOM TOYEUHOM TMOMYyNSUUM B Cjaydyae 3aBUCUMOCTHU
ko3¢ duLreHTa auc@y3un oT YUCAEHHOCTU U BO3pacTa OPraHu3MoB [224]

s 6akrepuit E. coli 3aBcMMOCTb NoaBUXKHOCTY (KoadduimeHTa quddy3un)
OT BO3pacTa OTJIMYAETCs OT TOM, YTO 3aJaBajiach (BOOOILE TOBOPsI, MPOU3BOJIbLHO)
paBeHCTBOM (97). A UMeHHO, OaKTepHU COXPAHSIIOT ITOIBYKHOCTD Ha TIPOTSDKEHUN
BCEI XM3HM, OJHAKO MAKCUMYM TOIBMKHOCTU KaXXIO0#l KJICTKU MPUXOIUTCS MPU-
OJIN3UTENIHPHO Ha CepeHY ee KMU3HU [225, 226]. XeMOTaKCHYECKHMiA OTBET KaxKI0i
OTIENbHOI OaKTepuu TakKXKe HEe COXpaHsIeTCsl TMOCTOSTHHBIM [226]. BMmecte ¢ Tem
CKOPOCTb pacIlIMpeHUs] OaKTepUalbHBIX KOJIEL XeMOTaKCuca, ObICTPO YCTAHOBMB-
IIMCh, 3aTeM OCTaeTcd HeusMeHHoil [169, 227]. Takum o0pa3oM, M3MEHYMBOCTh
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BO BpEMCHU TaKCHCa U ITOABIM2KHOCTU OTACIBbHBIX KIIETOK PE3KO KOHTPACTUPYET C
MOCTOAHCTBOM CKOPOCTH ABM2KCHUA KICTOYHBLIX KOJUICKTMBOB — ITOIIYJIALIMOHHBIX
BOJIH.

4. 3akmouenue. Kazanoch Obl, AeTasbHOE OMO(MU3MUECKOE UCCAEI0BAHUE T10-
BEJICHUSI UHAUBUAYaIbHBIX MUKPOOPraHU3MOB U MX IMOMYJISUUIA MpeACTaBIsIeT Yu-
CTO HAYYHBI MHTEPEC U TPYAHO ITUM pe3yJbTaTaM HAWUTU MpaKTUIECKME MPUJIO-
xeHus. OOHAaKO 3TO He Tak.

Kak yxe ormeuanoch B Hauajie ctatbu (CM. Tabu. 1), MHOrMe BUIbI yIOOpEHUIA,
BUTaMMWHOB, KOPMOBBIX O€JIKOB, aHTUOMOTUKOB SIBJISIIOTCS MPOAYKTaAaMU MUKPOOP-
raHu3MoB. I1poayKToM OMOTEXHOJOTUM MOXET ObITh M TTPOM3BOACTBO TEXHUUECKUX
YCTPOMCTB U LIEJBIX cUcTeM. MCIoab30BaHMI0 MUKPOOPTaHU3MOB Hapsay ¢ OMOMO-
JIEKYJISIpHBIMU KoMIuieKcamu (Oenkamu, ¢bepMeHTaMM U T.1.), BO3MOXHO, OyaeT
IPUHAMLIEXATh B OyaylIeM 0c00ast posib B CO3NAHUM OMOJOTMYECKUX U3MEPUTENb-
HBIX YCTPOWCTB.

Ecmn PaHbIIC B OCHOBHOM CTaBWJIAChb 3aJada BOCIIPOU3BCACHHA B TCXHHKE
MPUHIUNOB AEHCTBUS XKUBBIX CUCTEM, TO CETOHS YK€ CO3IaI0TCS TMOPUIHBIE CU-
CTeMbI, BKJIIOYAIOLIME KAaK 2JIEMEHThI, BBHIIOJHEHHbIE B METa/lle, TaK U OMO3JIe-
MeHThl. Hagamace pa3pa60TKa OMOJIOTUYECKMX CUCTEM TEXHUYECKOTO IIPUITOXKCHUA
[5, 232].

W3 usnoxeHHOro BHIIIE OYCBUIHO, YTO MUKPOOpPraHm3mM — 3TO CBO€O6paBHLIﬁ
JIOTUYEeCKUI Moayab — "Ououum”, pasMepoM MeHblle 10 MKM, 0OBbEAMHSIONINI B
OIHOM "KOpITyce" CEHCOp, JOTMYECKOEe W UCTIOJHUTENbHOE (ITOMCKOBOE) YCTPOMCTBO.
bnaromapsi co3naHui0 HeMpephIBHBIX METOIOB KYJIbTUBUPOBAHUS MUKPOOPTaHU3MbI
JeILEeBbl, X PeCypChl MPAaKTUUECKU He orpaHuuYeHbl. O4eBUIHO, YTO, IOHMMAasl UH-
TVBMIYAJIbHYIO U KOJUIEKTUBHYIO XXM3Hb MUKPOOPTaHM3MOB, MOXHO IOIBITAThCSI
pa3BUTb 0COOYIO TEXHOJIOTHIO TTPOMU3BOJACTBA U3 HUX JIOTMYECKUX BHIYMCIUTEIbHBIX
MMKPOYCTPOMCTB, OCHOBAaHHYIO Ha IMapaMeTPUUYECKUX (XMMUYECKUX WU (Pu3nde-
CKUX) BO3IEUCTBUSIX, KOTOpPbIe OYAYT CTUMYJIMPOBATh M HAMPABJIATh MIPOLECC Ca-
MOOpraHn3aliui MUKpOOPraHmM3MoOB B MHKpOYCTpOfICTBO.

JlocTaTOuHO 0YEBUAHO (XOTSI 3TO Hejlerko (hopMaabHO 000CHOBATh), YTO BO3-
HUKAWOIIKE B MUKPOOHBIX MOIMYJISILIMAX CTPYKTYPHI SIBJISIFOTCSI OTKPBITHIMM CHUCTE-
MaMU, HaXOIsILIMMUCS BAAJIU OT TEPMOAMHAMUYECKOTro paBHOBecHsl. O4eBUIHO TaK-
e, YTO TaKKe CUCTeMbl MOTYT MOAJEPXUBATh CBOIO YIOPSIIOYEHHOCTh TOJIBKO TOT-
Ja, Korga MpoLecChl, YIPaBIISIONIME UX MOBEAECHHUEM, CYIIECTBEHHO HEJIMHEHHBI
(cm., [10, 11]). HeiictBuTeabHO, HampuMep, 4acToTa TaMOJMHra, Kak IOKa3aHO
B paborax [97, 145], HelIMHENHO 3aBUCUT OT rpaiMeHTa aTTpakTaHTa. DTO, MO-
BUAMMOMY, ¥ O0YCJIOBJIMBAET HEJIMHEMHbII XapaKTep ypaBHEHUI, MOJCTUPYIOLINX
pacrnpocTpaHeHue OaKTepuaabHbIX BOJH XeMoTakcuca (cM. ypaBHeHus (18), (57),
(87)). MaremaTuyeckre MOJEIM TMPOTAKCHCa TaKXe CYLIECTBEHHO HEJIMHEHHBI
[198]. Ha ocHOBe MMKpOOMOJOTMYECKUX MOIYJIel MOXHO IMOMBITaThCsl pa3pada-
ThIBATh aHAJIOTOBbBIC BOJTHOBLIC YCTpOﬁCTBa, Cl'[OCO6HbI€ MOICINPOBATDH HeJIMHENHBbIE
MPOLIECCHl B Pa3BUBAIOLIMXCSI CHCTEMaX.

Mbl Bujie/ 1, 4TO B pe3y/abTaTe HEIMHEMHOTO BO3AEMCTBUSI HA MUKPOOPTraHM3Mbl
OKpyXarouiei cpeabl Wi (pu3ndecKux (pakTopoB BO3ZHUKAIOT MOJBUXKHBIE WU He-
MOJABVXKHBIEC IIPOCTPAHCTBEHHbIE CTPYKTYPhI: MOMYISILIMOHHBIE BOJIHBI (CM. puc. 11,
16), pou mBepMepoB (cM. puc. 13), sueiiku Panes—Teiinopa (cMm. puc. 18), "3e-
JieHble AbIpbl" (cM. puc. 19) u T.. B cBolo 04epenb 3T CTPYKTYPHO OpTraHUM30BaHHbIE
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MOIYJISILIMM OPraHU3MOB M3MEHSIOT OKPYXAIOIIYIO Cpeay TaKMM 00pa3oM, 4TOOBI
MOJIEPXKATh CBOE CYIIECTBOBaHME. Tak, KOJIbLIa XEMOTAKCHCA BbI3bIBAIOT MOSBJIE-
HME IrpalMeHTa KOHLIEHTPALMX aTTpaKTaHTa, KOTOPBIH SIBISIETCSI HEOOXOAUMBIM YC-
JIOBUEM CYLIECTBOBAHMS TaKuX Kojel (cM. pazmen 3.1). Ipyroii mpumep: coau-
KalollKecsl Kojblla XeMOTakcKuca (OpMUPYIOT AeMapKallMOHHYIO 30HY (CM. puC.
21). O1coc nuTaTeabHOro cyocTpara U3 Hee (CM. puc. 23) M BO3MOXHasl 3aBUCUMOCTb
MOJBVKHOCTU OaKTEpHii OT KOHLIEHTpALIMK CyOCTpaTa CriocoOCTBYeT CTaOMIM3alun
9TOM 30HBI (cM. pasaen 3.7).

Takum o0pazoM, reHe3uc (POPMUPYEMbIX MUKPOOPraHU3MaMU TOIMYJISILIMOH-
HBIX BOJH U CTPYKTYp — 3TO pe3yJbTaT 0OYCJIOBJICHHOIO B3aMMOACUCTBUEM Op-
TaHM3MOB U Cpelbl IepexoJa OT CIyY4aiiHOIO, XaOTUYHOTO JBUKEHUS OTIEIbHBIX
KJIETOK K JE€TePMUHMPOBAHHOMY JIBUKEHUIO KJIETOYHBIX KOJJIEKTUBOB.

[TonoOHBIN Mepexon — OT CayvyaiHbIX (QIYKTyalluil K YIOPSIAOYEHHBIM BOJI-
HOBBIM JIBMXXKCHUSM U IIPOCTPAHCTBEHHBIM CTPYKTYpaM — XapaKTePeH He TOIbKO
IUTSL XKMBBIX CHCTEM, HO M IIJIST HEKOTOPBIX
CPaBHUTCJIBbHO MPOCTBIX (DI/ISI/IKO-XI/IMI/I‘JC—
CKHMX TIpOIIeCCOB (KJIACCUYECKUI IIpUMEp
— BO3HUKHOBEHHE SYEHCTOTrO ILJIaMEHU
[39]; puc. 31). UccaenoBaHue aHajorui
MEXIY HEXXUBBIMU U XKUBBIMU CUCTEMaMU
MOXET MpPEACTaBUTb HeMaJblii MHTEpec
IJTSL YICCIIEAOBATEIS.

Kak yxe ormeyanoch, MHUKpoOOpra-
HU3MBI CITIOCOOHBI ITPe0O0pa30BbIBATh IHEP-
TUI0 CAaMBIX PA3JUYHBIX BUIOB. XUMUYE-
CKYIO, CBETOBYIO, MEXaHMYECKYl0, Mar-
HUTHYI0. OHM 00ECIIeYMBaIOT PETUCTpa-
LIAIO IIIMPOKOTO CIIEKTPa BEILIECTB U B PSIzie
CIy4yaeB XapaKTEepU3YIOTCSI BBICOKOI 4yB-
CTBUTEJIBHOCTBIO (KOHLEHTpALIKsI OOHapy-

Puc. 31. Syencraa crpykrypa ruamenu |[192]

XuBaeMbIx Bemects ~ 10 °M [96]). C
MX MOMOILIbIO, BO3MOXHO, YIACTCSI pErUCTPUPOBATh MUKPOIIPUMECH MOHOB U CJIOX-
HBIX MOJIEKYJI B BOJIE 1 B MHOTOKOMITOHEHTHBIX XXUAKOCTAX. M3meputenbHas cu-
cTeMa TUIa "OaKTepusl Ha ONTHMYECKOM IOBOIKE" MOXET OCHOBBLIBATHCSI Ha yXe
onucaHHoil cucrteMe bepra (cM. puc. 3).
buotexHuka, co3naBaemast Ha 6a3e opraHMYEeCKMX MaTepuaJoB, B TOM UKMCIIE
MHUKPOOPraHW3MOB, AeJIaeT TepBbIe IIard, HO He OymeT HUYEeTO YIUBUTEIBHOTO,
eclii B OJvKaiilieM OyaylleM OHa IOJYYUT paclpoCTpaHeHUE Hapsay C Tpaaulv-
OHHBIMM TEXHUYECKMMU MUKpoycTpoiicTBaMu. OgHa U3 1iejieil 3Toro od3opa: mnpu-
BJIeUb BHUMaHUE — OCOOCHHO MOJIOABIX MCCIEI0BaTeIeil — K 3Toi 001aCTU HayKH,
Jiexauiei Ha rpaHule QU3MKU, OMoPU3NKNA, OMOXMMUN Y TEXHUKH.
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