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MOAEJIb XEMOTAKCUNCY
B KOMBIHOBAHOMY CEPE/IOBUIIII

1. Beryn

Y ecmammi npononyemuvca modeasv, sxa onucye npoyec remomarcucy baxmepit Yy Kombiro-
8aHOMY cepedosuuli, AKe MICMUMb 00HOYACHO AK ampaxmanm, max i peneaenm. Modeav
SPYHRMYyEMbCA Ha cucmemi JuPeperuitinuL PieHAND, AKI 6parosyoms epexmu 6id 63aemodii
baxmepilti AK 3 AMPAKMAHMOM, MAK T PENEAEHMOM. Y PAMKAT U4b020 nidrody epexm 6id Txemo-
maxcucy nponopyitinul 0o 2padienma KOHyeHmMpayii 610no6idnot penosury (ampaxmanmy “u
peneaenmy). Taxoorc Modesv 8PATOBYE HAABHICML ePerRMmYy HACUMEHHA, KOAL 30IADWEHHA KOH-
UEHMPAYIT aMPaxmarmy 4u peneieHmy amerwye 6idzyx baxmepit Ha HaASGHICMb 2padieHma
6 po3nodini KoHuenmpayii yuxr pewosun. Jaa anaaridy neodnopionocmi po3nodiay baxmepit
8 CUCEMT BUKOPUCTNOBYEMBCA PYHKULA WYMAUSOCTE Temomakcucy. 1 snavenna o6uucaroe-
MbCA HA MENHCAT CUCTMEMU MA, 30 HAABHOCTE eKCmpemymy Yy po3nodiai baxmepit, 6 mouui
MaKoz20 excmpemymy. AHAMI3YEMBCA 3AACHCHICTD 3HAMERHA GYHKUIT YYMAUBOCTVE TEMOMA-
Keucy 610 Konuenmpayii ampaxmanmy ma penesenwmy. Ilokazarno, w0 makxa 3aAEHCHICMY €
CMYMMEBO HEATHITHOM | AKICHO BIOPIZHAEMBCA 610 AHANOIYHUT 3ANEHCHOCTNEL, OMPUMAHUL
PAHTWE OAA CUCMEM, U0 MICTNAMD AUWE AMPGKMGH YU PENENEHM.

Katwvwoei cao6a: MOAEIb, XeMOTAKCUC, OAKTepisi, aTPAKTAHT, PEIEJIEHT, KOHIIEHTDPAIIid,
PO3MOiJI.

In theory, there is no difference | Ma, baKTepil MAIOTH PENENTOPH, 3ATHI PEECTPYBATH
between theory and practice. In | nesni pevyoBuHHU, 10 9kuX GaxTepil € ayTimsuMu. Cka-
practice, there is. Yogi BERRA | *Kimo, jjis Gakrepiit Escherichia coli taxoio pevosu-
HOIO € IyKOp, i GakTepil y mifcyMKy HamararoTbCs
ONUHUTHUCS B 00JIACTI 3 MAKCHMAJIHLHOIO KOHITEHTPAITi-

OcranHiM 4YacoM IIKaBICTb JMOCIIJHUKIB BUKJINKA-
IOTh [IeBHI THIU JRPKI'YTUKOBUX GakTepiil (Ha Kirasr
Escherichia coli abo Salmonella enterica), pyxo-
MICTh SKUX 3a0€311e9yeThCst 00ePTAJIBHUMUI PYXaMU 1X
mxryrukis [1-3]. IIpudomy asropurm pyxy Gakrepiit
3aJIeKUTHh BiJl OCOOJIMBOCTEH CEPEIOBUINA, B SKOMY
BiH BiIOyBA€ThCH, 1 € JOCUTHh HETPUBIAJBHUM. 30Kpe-
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ero ykpy. Taky peuoBuny (sika “npursrye” 6akrepii)
HA3WBAIOTh aTPAKTAHTOM, & BIJIIIOBITHE SIBUIE HA3U-
BaeTbest zemomakcucom [3-6]. Takox icHyoTh pedo-
BUHU, SKUX OAaKTepis HAMAra€TbCs YHUKHYTH. Pedo-
BHUHY, sIKa <«BiQIITOBXy€» OakTepil, HA3UBAIOTL pere-
senToM [3,4,7].

Mo cTocyeTbes Mexani3aMmiB peastizariil XeMOTaKCH-
Cy, TO KJIIOYOBOIO € Ta 0OCTaBHHA, IO OaKTepis, B
CWJIy CBOIX BiHOCHO MaJiMX DO3MIpIB (MOPSIKY [e-
KUIBKOX MIKPOMETDIB), HE 3[aTHA BU3HAUUTH IPali-
€HT PO3MOJIUIY ATPAKTAHTY UM PEMEJICHTY, a OTKe, 1
HAIIPSIMOK, Y SKOMY CJIJl PyXaTHUCh, a0U OMUHUTHCS
B 00siacTi 3 HANWOIIBIIOI0 KOHIIEHTPAINEID aTPAKTAH-
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Ty 97 HAMEHIIOI KOHIEHTPAIEIO pereseHTy. ToMmy
b6akTepil 3aCTOCOBYIOTH TMEBHUI aJrOPUTM, SIKAHK JT0-
3BOJIsIE TM pyXaruchb (y CepeHbOMY) B HOTPIGHOMY
HaIpsIMKy. A came, OakTepisi HE TILJIbKH 3/1aTHA pe-
ectpyBaTH (3a JIOIIOMOIOK CBOIX PeNenTopiB) Kijb-
KICTb aTpakTanTy/peresentTy, a i 3amam’ aToByBaTH,
CKIJIbKM &TPAKTAHTY /PEleJIeHTy OYJIO 3aPEECTPOBAHO
Helo B mporieci pyxy. TexHIiIHO 16 peai3yeThesd de-
pe3 KiNbKICTh penenTopis, sKi IepexoisTh B aKTUBO-
BaHUil CTaH BHACJIIIOK B3AEMOJIl 3 aTPAKTAHTOM /pe-
mejeHToM. llpy 1mbomMy mepebyBaHHS penentopa B
AKTUBOBAHOMY CTaHi € THMYAcCOBUM. Tomy (pakTHd-
Ho OakTepis “mam’sitae” KiTbKICTH 3apeecTpOBAHOTO
aTpaKTaHTy /penejieHTy 3a nepHuit yac. ba 6Ginbiie,
OCKLIIBKH 3araJibHa KiJIbKICTb PEIenTopiB € oomerke-
HOIO, TO Jijist HaKTepiil iCHy€e SIBUIIE HACUYEHHS, KON
B aKTHUBOBAHUI CTaH IEPEXOJsTh BCl UM Maiike BCi
perienitopu i Jiaji KiJbKiCTh aKTUBOBAHUX PEIEITO-
piB He 30LIBITYEThCST HABITH 33 HASBHOCTI aTpaKTaH-
Ty /pernesienty [3,6, 7).

Kinekicts axTmBoBaHHX perentopis (a oTiKe,
KUIBKICTh 3apEECTPOBAHOIO ATPAKTAHTY /PEIeIeHTY )
BIUIMBAE Ha XapakTep pyxy Oakrepiit. Ha 3arasn,
bakTepil PyXamOTbCd PIBHOMIDHO i MPSMOJIIHIHHO.
Ojnak y gKANRCH MOMEHT OakTepis 3yNUHSIETHCT 1
BUIIA/IKOBIM YMHOM 3MIiHIOE HAIPsAMOK pyxy. Lle Ha-
3UBAETLCI Mambaineom. JacTora TamOIIHTY 3aJe-
JKUTH BiJl KiTBKOCTI aKTUBOBAHUX PEIENTOPiB: UNM
Gliabllie PeNenTopiB AKTUBOBAHO, TUM MEHIIOI (i1Ist
ATPAKTAHTY) 4Yd OLIbIIOI0 (JJIs DeleseHTy) € da-
crota TaMbuinry. OCKiTbKH KIIBKICTH aKTHBOBAHUX
PelenTopiB BUSHAYAETHCI KIJIBKICTIO 3aPEECTPOBAHO-
IO aTPaKTAHTY/peresieHTy, TO JacToTa TaMOJIHTY €
MEHIIIO0 /BLIBIIOI0 B TUX 00JACTSX, Je KOHIEHTDA-
Lis arpakTaHTy/peneiaeHTy € Buinowo. [Ipocrime ka-
JKy4au, WMOBIPHICTh 3MIiHN HAIIPAMKY pyXy OaxTepiii
3MEHIILYEThCs 31 301/IbIIEHHSIM /3MEHIIEeHHSIM KiJIbKO-
cTi aTpakTaHTy/penesneHty [3].

s MozesTIoBaHHA Ta aHAJi3y pyXy OakTepiit BU-
KODHCTOBYIOTH pizai mizxomu [8-14]. Oxun 3 dyHza-
MEHTAJbHUX MiTXOMIB I'PYHTYETHCA Ha BUKOPHUCTAHHI
cucTeMu HETHINHUX nudepeHiaIbuuX PiBHIHD JU-
dysiitHoro THIY, IKi OMUCYIOTH PO3MOILT ATPAKTAH-
Ty/penesienTy Ta Gakrepiii y cucremi [8, 9, 12, 15—
21]. TlepeBaroro Taxoro miJxojay € Te, IO BiH JI03BO-
JIsi€ OTPUMYBATH YUCJIOBI PO3B’I3KU Ta TOCTIKYBATH
BIUIMB HA CHCTEMY MEXKOBHUX Ta ITOYATKOBHX YMOB, a
TaKOK BpaxoByBaTu edeKTH Bij 3MIHM iHIUX Mapa-
MeTpiB Mozei. e € BaxK/IMBUM B IIPUKJIAIHOMY I1jI1a-
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Hi, OCKUJIBKU JIO3BOJISIE TIOB’SI3aTU PE3YJILTATH TEOpe-
THUYHOTO JOCJI/KEHHS 3 HASIBHUMU €KCIIEPUMEHTAIb-
HuMH gaHuMu. TakoK B paMKax I[bOIO MiIXOly pea-
JII3YETHCSI BasKJIMBa METOJIOJIONYHA IapaurMa, sKa
JIO3BOJISIE PO3IJIANATH SIBUIIE XEMOTAKCUCY $IK TaKe,
o i3oMopdHe gBumaM audy3sil B cucremax 3i CKia-
JIHOIO CTPYKTYPOIO (uB., HAIpUKJIa, [22—24]) Ta ne-
AKUM 010hi3UTHUM cHUcTeMaM, Ha KINTAJT XiMiTHOTO
cunancy [25-28|. I xowa meit miaxinm, sk i Bel inmi,
Mag IeBHI HeJomiKu (Hanpuk/ial, HaiedeKTUBHIIIIM
BiH € 3a MaJInX T'PAJIE€HTIB KOHIIEHTpAIll aTpakTaH-
Ty /penenienty [3, 29, 30]), y Gararbox BUIAQIKAX BiH
BUIAETHCS IEPCIIEKTHBHUM.

VY 1iit cTaTTi MPOMOHYETHCSI MOJETDb, B pAMKaX SKOL
crcreMa 3 DaKTepisiME MICTHUTH K aTPAKTAHT, Tak i
peTesIenT, Ha SKi MOXKYTh pearyBaTu 6akTepil. TobTo
Take KOMOIHOBaHEe CepeoBHUIlNEe MiCTUTh KOMIIOHEHTH,
SIKi1 MaIOTh IIPOTHUJIEXKHUI BILIMB Ha MTOBEIHKY DaKTe-
piit. Ak Gyzme mokazaHO HaJi, 15 0OCTABUHA BUSIBJIsI-
TUMETbCS Y JTOBOJII IIIKABUX, HEJIHINHAX edeKTax, aKi
He 3BOJSTHCS 10 TPOCTOro “HaKIadaHHsa” edeKTiB Bix
B3a€EMO/Ii1 6aKTepiit 3 AaTPAKTAHTOM Ta PEIEJIEHTOM.

2. Buxingui piBaHgHHSA MozeJTi

Mu po3sriisiiaTuMeMO OTHOBUMIPHY IIPOCTOPOBO OOMe-
KEHy CHCTeMY po3Mipy L, MpocTopoBa KOODIWHATA
0 < z < L. Konnenrpario 0akrepiif, arpakTanTy
Ta PENeJIeHTY [O3HAYMMO BiuosinHo sk b(x), a(x)
ta 7(z). OCKIJIBKE MU DPO3IVIAJATHMEMO CTAI[lOHAD-
HUN BUIIAJOK, TO I[i BEJMYMHU 3aJEKATUMYTH JIU-
1€ BiJi IPOCTOPOBOI KOOP/IMHATH I HE 3aJIe2KATUMYTh
BisL gacy.

VY 3arajgbHOMY BHUIQJKY PO3IOJLI aTPAKTaHTy a(x)
Ta perejieHTy 7(Z) BU3HAYAKTHCS 31 CTAIiOHAPHOrO
piBusaHa mudysii. Jlerko mokasartwm, 1O A OTHO-
BUMIPHOI'O BHIAJKY, KOJIM KOHIIEHTpPAIll aTpakTaH-
Ty /penesienTy (BIKCYyIOThCsI HA MEXKaxX CUCTeMH, Bijl-
TTOBiTHI 3aJ1€2KHOCTI OyIyTh JIHIMHIMA 110 KOOPIUHA-
1i. Illo crocyeTbest KoHIeHTpAIlil OakTepiit, TO st
BU3HAYEHHS IXHBOT'O PO3IOILTY MA€ MicIle aHAJIOTIvHe
piBHSHHSA MUQY3IHHOTNO THUITY, OJHAK V IIHOMY PiBHSH-
Hi CJIi7] BpaxyBaTy HASABHICTH €EeKTY XeMOTaKCUcy. Y
paMKax BHKOPHCTAHOTO MOJIEJIBHOTO Tigxomy (1aus.,
Hanpukia, [8-12, 15-21]) edekr xemorakcucy Bpa-
XOBY€ETBCS U€pe3 BiIMOBIIHUI NOJAHOK y BUPAa3i JIJId
moToKy GakTepiit. OCKIIBKI y HAIIIOMY BHIAJKY PO3-
VI TAE€THCS KOMOIHOBaHe CePeIOBHINE SK 3 aTPAKTAH-
TOM, TaK i 3 pemejieHTOM, TO TaKWUX JIOJAHKIB Oyse
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JaBa. A came, MU BUXOAMMO 3 TOTO, MIO TOTIK GaxTe-
piif BU3HAYAETHCA TAKUM CIiBBigHOMEHHAM [3, 17]:

jb(SU) = —DVb(JJ) +

b(z)Va(z) . bx)Vr(z)
M e e e W

ae D e xoedinientom mudysii, a k., ag, k. Ta 19 €
napamerpamu Moeni. Ilepimit monanok y supasi (1)
ommcye audysiitamit pyx Oaxrepiit. pyruit ta Tpe-
Tift TOMAHKN OMUCYIOTH €PEeKT XeMOTaKCUCY Bix Ha-
SABHOCT1 B CHUCTEMI aTPAKTAHTY Ta PeEIeJeHTY BiJIo-
BizrHo. Mu BpaxyBaJiu Te, IO I1i BHECKH TTPOITOPITiHHI
JIO KOHIIEHTPAIII] AaTPAKTAHTY / PENeJIeHTY, IPOIOPITiii-
HI JI0 KLJIBKOCTI OaKTepiil 1 3MEHIITYIOTbCsT TIPU 301716~
HIEHHI aTPAKTAHTY /PENeJIEHTY BHACIIOK eeKTy Ha-
cudeHHs (JeTasbHile 06roBOPeHHsT KOHKPETHOrO BU-
ISy JO/IaHKA, IO ONHCye eeKT XeMOTAKCHUCY, MO-
JKHA 3HAWTH, HAIPUKIAL, B [3] Ta MOCHIAHHSX, 10
MICTSTBCS TaM).

OcHoBHe piBHSIHHS JIjIsl BUSHAYEHHsI PO3MOIiTY Oa-
KTepiit 3 ypaxyBaHHAM XEMOTAKCHUCY MOYKHA OTPUMa-
THU, FKIIO IPUPIBHATHA 10 HyJIs NOTIK 6akTepiii (nus.,
Hanpukias, [8,15-18]):

b b@)E
de " (ag + a(x))?

b(@) &
(TETE

Ilicns wmeckmagHUX TEPETBOPEHH OTPUMAEMO TaKe
CITiBBiTHOIIIEHHSI:

b(z) = Cexp (117 (m f @ —fa(w))) )

ne C' € crajoio iHTerpyBaHHsI.

CuissifHommerHs (3) BU3HAYAE 3aJIEXKHICTH KOH-
IeHTpaIlil 6akTepiit B cucTeMi BiJ KOHIIEHTpAIlil aTpa-
KTaHTY Ta PEIIeJIeHTY.

3. O6e3po3MipeHHs 3aJIeXKHOCTEH

o6 Bu3HAUMTH OCOOJMBOCTI PO3MOALITY OakTepiit y
crcreMi, HeOOXiTHO YTOTHUTH MEXKOBI YMOBHU SIK IITO-
JI0 PO3LOJLLY aTPaKTAHTY/perejieHTy, Tak 1 BJacHe
GakTepiii. A came, MM BBa)XKaTUMEMO, IO PEXKIM
MiJIBEIEHHST ATPAKTAHTY /PENejieHTy B CHCTEMY pe-
TYJTIOEThC depe3 (biKcallifo KOHIEHTPAIlll aTpaKTaH-
Ty /PEIeIeHTY Ha MeyKaX CUCTeMHU. 3 IPAKTHIHOI TO-
9KN 30pY TaKWil MeXaHi3M € Hal3pydHIimuM i #oro
Haifislerie peasisyBaTu B €KCriepuMeHTi [3].
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Tpunycrumo, mo Ha jiBiit Mexi (upu x = 0) wig-
TPUMYETHCS Hy/JIHOBA KOHIEHTPAIlisT ATPAKTAHTY Ta
penesienty (to6ro a(0) = 0 Ta r(0) = 0). Ha upa-
Biit Mexxi (mpu & = L) 1151 aTpakTaHTy Ta PereeHTy
MiITPUMYEThCsT cTajia KoHIeHTpalis A ta R Bimmo-
BigHo (10610 (L) = A Ta r(L) = R). Toai upocro-
POBHIT PO3MOIIJI KOHIIEHTPAIIl aTpaKTaHTy Ta perle-
JIEHTY BU3HAYATUMETHCS TAK:

()= 2, Q
r(z) = % (5)

Koncranry C 3 piBagnua (3) 3HAXOAUMO 3 YMOBH,

IO KOHIIEHTpAaIlis 6aKkTepiit y cucremi € mMOCTIHHOIO i
. L

nopiBroe B (to6ro [ b(x)dr = B):

C = & (6)

. .
L( ke ke
[ (5 (7 — i) te

Vci BummesragaHi CHiBBiIHOIIEHHS IS TIOJIAJIBIITIOTO
KIJIBKICHOIO aHaJsi3y PO3yMHO 00e3pO3MIpUTH, IIO-
KJaBmm ¢ = Lz, a = Dki;b’ 8= Dk;o Ta, TTO3HAYNBIITI
Ay = % Ta Ry = %. Takozk 3aMicTb 3aJe?KHOCTI b(x)
HepPeXo/UMO 110 Ge3po3MipHoro Bupady m(z) = %@.
Toni s 3asexxuocTi m(z) OTPUMYEMO Take CIIBBIiJI-
HOITICHHS:

B _a
€xp (1+R0z 1+A0z)

(7)

m(z) =

T .
B o
geXP (1+Roz T+ Aoz dz
dakruuno, 3ajexkHicTb (7) BU3HAYAE LPOCTOPOBUIL
posmozin bakTepitt y cucremi. Ileit posmosin 3ase-
JKUTh Bij napamerpis Ag Ta Ry, 9Ki € 3HAYEHHAMUI
IPaJE€HTIB ATPAKTAHTY Ta PEIEeJICHTY BiJIITOBITHO.

4. OcobsauBocTi po3noainy 6akTepiit

Hagitp micast obe3posmipenns cuissiguorents (7)
MiCTHUTDH TIE€BHY KiJIBKICTh (DEHOMEHOJOTITHUX Iapa-
MEeTpiB, TOMY 3arajbHuil HOro aHaji3 € MaJIOI[iKABUM.
Posristnemo cripornenuii, ajie pa3soM 3 TUM BasKJIMBUIT
3 MPAKTUYIHOI TOYKHU 30pPYy BUMAJIOK, KOJIA ATPAKTAHT
Ta PpeIeJIeHT BUKOHYIOTH OJHOTHUIIHY (aje pi3sHOHA-
upaBiiey) Jio. 30Kpema, IpaloBaTUMEMO B HAO/IU-
x)erul a = B ta Ag ~ Ry. Toxi cuiesinunomenns (7)
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MO2KHa 3aIlluCaThu y BI/II‘J'IH,Z[i

exp(f(2))

m(z) = < . (8)
J exp(f(2))dz
0
TyT BukOopuCcTaHO PYHKITIO
Az
f(z) = At ka2 (9)

i mosnaueno A = a(Ag — Rp) ta k = Ag = Ry. Bpa-
XOBYIOUHM DIBHAHHS (8), HEBasKKO 30arHyTH, IO €KC-
TpemyM byHKIl f(z), M0 BU3HAYAETHCS PIBHSIHHSIM
(9), cuiBnagae 3 ekcrpemymom byHKIIT m(z), Mo BU-
3HaJa€eThes piBHAHHAM (8). PyHkifsa f(z) Mae ekc-
TpeMyM y TO4UIll 2z = % (makcumym mpu A > 0 1a
Mminimym npu A < 0). Pazom 3 tum, Jyis aprymenty z
Mae Micre oomexxkennsa 0 < z < 1. Tomy exkcrpemym y
posnomiii 6akTepiit B cucTeMi MaTuMe MiCIle JIUIe 3a
ymoBu k > 1. Orxke, 3a/1€2KHO Bij 3HAYEHD ITapaMe-
TpiB A Ta k, MOXKJ/IUBI TaKi TUIH PO3MOMiIY OaxTepiit
Yy CHUCTEeMi.

¢ IIpu 3nagennax A > 0 ta k < 1 Kounenrpariis 6a-
KTepiit B cuCTeMi MOHOTOHHO 3POCTAE 3i 30L/IbITIEHHIM
z Bim 0 mo 1.

e JIpu 3navennax A > 0 ta k > 1 KoHIEeHTpaIisa
GakTepiii B CHCTEMi 3pOCTa€ 0 MaKCUMAaJbHOI'O 3Ha-
YeHHsI TIPpU 2 = %, MMiCJIsi IOT0 TIOYHNHAE 3MEHIITYBa-
tuch. [Ipn npoMy KomHIeHTparisa bakrepiit mpu z = 1
6isbIia 3a KOHIIEHTpAaIio bakTepiit mpu z = 0.

¢ IIpu 3nagennsax A < 0 ta k < 1 kourenTpariis 6a-
KTepiit B CUCTEMi MOHOTOHHO CIIa A€ 3i 30LIBITIEHHIM
z Bin 0 mo 1.

e IIpu 3nagennax A < 0 ta k > 1 KoHIeHTparis 6a-
KTepiil B cuCTeMi CIIaJla€ [0 MiHIMAJIBHOIO 3HAYEHHSI
pu z = %, ITiCJIst 90T0 oYnHAaE 301binyBaTuch. [1pn
IbOMY KOHIIEHTpaIlis 6akTepiit mpu z = 1 Menma 3a
KOHIleHTpaIlio bakrepiit mpu z = (.

XapakTrepHi po3nomaiim 6akTepiit B cucTeMi mpoiro-
CTPOBaHO Ha puc. 1.

BazksinBo, 1m0 mapamerpu A ta k BUBHAYAIOTHCS de-
pe3 MakCHMaJIbHy KOHI[EHTPAIIO aTPaKTaHTy Ta pe-
TIeJIEHTY Ha TpaBiit Mexi z = 1. MakcumasibHy KOH-
HEHTPAIIIIO ATPAKTAHTY Ta PEIEJIEHTY BiJHOCHO JIEI'KO
KOHTPOJTIOBATH B €KCIIEPUMEHTI, TOMY MU PO3TJIsiIa-
THEMEMO \ Ta k SK KePyIOdi HapaMeTpU CUCTEMU. 3HA-
YeHHs 1UX [MapaMeTPiB sIKICHO BILIMBAIOTH HA PO3IO-
Jin 6axTepiii.
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5. @yHKITiST 9y TINBOCTI X€MOTAKCUCY

g anajizy xXapakTepy BIJIUBY MEXOBHX yMOB Ha
0COBJIMBOCTI PO3UOILTy OakTepiil y cucremi 3pydHO
BUKOPHUCTOBYBATH TAaKy XapPaKTEPUCTUKY, SK HyH-
Kyisa wymausocmi xemomaxcucy [3,15-21]. Ha zarau,
17 (QYHKINA BU3HATAETHCS JJIsi MTEBHOI ITPOCTOPOBOL
obsiacti S SIK BiIXWJIEHHSI CEPeHhOIO 3HAYEHHS KOH-
IeHTpaIii 6akrepiit mo obsacti S Bij cepeHbLOrO 3HA-
JeHHsI KOHIleHTpallil 6akrepiif mo cucremi Sioi, HOP-
MOBaHe Ha CepeHe 3HAYCHHsT KOHIIEHTPAIll OakTepiii
10 CUCTEMi:
F(S) = g Jgblr)do — 5= [ b(r)do _
5 Js, blr)do
_ Stot fs b(r)do _
S Js, b(x)do

(10)

ze [, 5 b(r)do € inrerpanom Bij kKonnenTpanii 6axrepiit
1o obsiacti (1yist sIKOT BUBHAYAETHC (DYHKIIA Ty TIIU-
BO.CTi XeMOT.aKCI/ICy), a |, s,,, b(r)do € inrerpanom 1o
Bciit cucremi.

dAxmo obmacThb, A KOl BU3HAYAETHCS (DYHKITIsT
YyTINBOCTI XEMOTAKCHUCY, JIOKAJi30BaHO B OKOJII TO-
9k® r, a Mmipa obsacri S — 0, Toxi Bupas jjs pyH-
KIil 9yTJIMBOCTI XE€MOTAKCHUCY TPAHC(HOPMYETHCH 10
TAKOI'O CIiBBITHOIIIEHHSI:

Swtb(r)

F(r) = (11)

B .., b(x)do a

m(z)

0.9 4

T T T T 1
0 0.2 0.4 0.6 0.8 1
z

Puc. 1. XapakTepsi po3noainu 6akrepiil y cucremi: cyuijibHa
miHist Bigmosinae 3HaveHnsam A = 1 ta k = 0.9; nmyHKTHUpHA
JiHis Bignosinae 3HavenHsmM A = 1 ta k = 3; mrpuxoBaHa JiiHis
BizmoBifgae 3HaveHHsaM A = —1 ta k = 0,9; WITPUXIIYHKTUPHA
JiHist Bignosinae 3HaveHHsmM A = —1 ra k = 3
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Puc. 2. @ynkuia aymimsocti xemorakcucy F(p) Ha JiBiil Me-
xi cucremu (npu z = 0) aya pi3HUX 3HAYEHb Hapamerpa A:
CyLi/IbHA JIiHisI BiAnoBigae 3HaveHHIO A = 1; mrpuxoBaHa Jii-
His Binnosigae 3nadenHo A = 0,5; MyHKTUPHA JIiHisA Bianosigae

3HadeHHio A = —0,5; IITpUXIyHKTUPHA JIiHisg BiJoBigae 3Ha-
qeHHIO A = —1
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Puc. 3. Oyukuig gymimBocTi xemorakcucy F(p) Ha mpasiii
Mexi cucremu (npu z = 1) JUIs pi3HUX 3HAYEHb HapamMeTrpa
A cyuijsibHa JiiHisg Biamosizae 3HadeHHIO A = 1; mrpuxoBaHa
JniHig Bignosinae 3nadeHHio A = 0,5; myHKTHpHa JIiHig Biamo-
Bigae snadenno A = —0,5; IITPUXIIyHKTHPHA JIiHis BigmoBimae
3Ha4YeHHIO A\ = —1

Bpaxosytoun cuiBinHomenus (8) i Toit odeBumHU
1

dakr, mo [ m(z)dz = 1, orpuMyemo B HaIOMY KOH-

KPETHOMY BUIAJKY TaKe CIIBBiHOIIEHHS st QyH-

KIIil IyTIMBOCTI XeMOTAKCHCY B TOUINl Zz:

exp(f(2))

F(z)=m(z) — -
OfeXp(f(Z)dZ)

1= ~1. (12)

e cmiBBinHOMIEHHST, 3 OIHOTO OOKY, € TPUBiAJIBLHUM.
OjHak TyT CJIi BpaxyBaTH, IO BJIaCHE TPUBIAILHOIO
€ 3aJIeXKHICTh Bim Koopamuatu. Pazom 3 Ttum, dyH-
KI[ig 9yTJIMBOCTI XEMOTAKCHUCY 3aJIEXKUTh BiJ] MeEXKO-
BUX yYMOB i, cepej iHIIOro, Bij mapamerpiB A ta k.
I iz 3ameskHicTD y 3araJpbHOMY BHIAJKY HE € TPHUBI-
aJbHOIO [3,15-21].

Posryisiremo nuranis mpo 3as€KHICTD Bil mapamMe-
TpiB A Ta k PyHKIIT 4yTIIMBOCTI XeMOTAKCUCY HA Me-
2KaX CHCTEMU Ta y THX IPOCTOPOBUX TOYKAX, /1€ KOH-
IeHTpalls 6akTepiii mpuiiMae HaiOIILITOrO Ta Haii-
MEHIIIOr0 3HAYEHb (AKINO Taki icHytoTh). [Ipu mpomy
JIsT 3pydHOCTI Tokmagemo k = 10P i mocmimKkyBaTu-
MeMo 3ajiexkHicTb F'(z) Bix napamerpa p. Ha puc. 2
[IOKa3aHO, sIKi 3HAYEHHsI IpuiiMae (QyHKI[s 9yT/Iu-
BOCTI XEMOTaKCHUCY Ha JIBIf MeXi CHCTEMHU 3aJIe2KHO
Bl 3HavYeHHs napamerpa p (3a JedKuxX DI3HUX 3HA-
4JeHb napamerpa A). Bimnosizma zajexsicrb € Mo-
HOTOHHOIO: 31 30i/BINIEHHSIM 3HAYEHHS TapaMerpa p
g A > 0 3HaYeHHs QYHKII] 9y TINBOCTI XEMOTaKCH-
cy F(p) MOHOTOHHO 3pOCTA€ 3 Bil'éMHUX 3HAYECHD JIO
HYJIBOBOIO, a npu A < 0 3Hadenus YHKIGH TyT/Iu-
BOCTI XEMOTAKCUCY MOHOTOHHO 3MEHIIYETHCH 3 JI0Ia-
THOTO 3HAYEHHs 110 HyIpboBoro. [Ipu oMy mapamerp
A BILTMBA€E Ha “aMILTTYXy’ €KCTPEeMaJbHOTO 3HAYEH-
Hsl (DYHKINT IyTIMBOCTI XEMOTAKCUCY IIPU P — —00,
sSTKa, JIOPIBHIOE, SIK HECKJIAHO TOKAa3aTH,

A

B

(13)

Maiizke axaJsioriuno (3 moupaBKOIO HA 3MiHY 3pocTa-
HHS Ha CIIQJIAHHS 1 HABIAKU IIPW 3MiHI 3HaKa Mapa-
MeTpa \) HOBOAUTH cebe PYHKIHA TyTIIMBOCTI XeMO-
TAKCHCY Ha MpaBiif MexKi Ipu 301/IbIIIeHH] TapaMeTpa
p. A came, ipu 361IbIIIEHH] 3HAYEHHST P JI0 HYJIsI IPA
A > 0 dyHKIIS IyTIUBOCTI XEMOTAKCUCY MOHOTOHHO
3MEHIIYEThCS, a Ipu A < () BOHA MOHOTOHHO 301JIBIITY-
€ThCs, K MMOKa3aHo Ha puc. 3. [Ipu mbomy Ha mpasiii
MeXKi

Aexp(A)
F(p=

— T ey -1

(14)
OpHak npu 3HavYeHHsX p > 0 BiAmoBigHi 3a/eKHOCTI
MaroTh ekcTpeMyM. Cutryartito rocTpye puc. 4.
Takox, 9K 3a3HAYAI0CH, 1P 3HadeHHsX k > 1 (oT-
ke, npu p > 0) y posnoziai Gakrepiit Mae Mmicie exc-
TPEMYM B TOYII 2z = % = 107? (makcumy™m npu A > 0
ra Mimimym npu A < 0). Ha puc. 5 nokazano 3ase-
x)uictb F(p) y Touni z = 107P 3a jopaTHUX 3HAYEHD
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0.04 4

F(p)
0.02

R e e
.m e
Ot LR,

-0.02 41—+

-0.04+—4

Puc. 4. @yukuis gymiusocTi xemorakcucy F(p) Ha mpasiii
Mmexxi cucremu (npu 2z = 1) s pisHEX 3HaYEHB HapaMeTpa A Ta
3Ha4YeHHAX p > 0: cyninbHa JiiHig Binnosizae 3nadeHHo A = 1;
ITPUXOBaHa JIiHis Biamosinae 3HadyeHHio A = 0,5; MyHKTUPHA
jinig Binmosinae 3uavdeHHI0 A = —0,5; MITPUXIYHKTUPHA JIiHis
BiAIIOBiae 3HAYEHHIO A = —1

0.04

F(p)
0.02

-0.02 4
.

-0.041-

Puc. 5. Qyunkuia gyrausocti xemorakcucy F'(p) y Touni Buy-
TpimHboro ekcrpeMymy (npu z = 107P) ms pisHEX 3HAYEHD
mapaMmerpa A Ta 3HadeHHaX p > 0: cyninbHa jixis Bigmosing-
a€ 3HAYEHHIO A = 1; IITPUXOBaHA JIiHis BiJIIOBiJa€ 3HAYEHHIO
A = 0,5; myukTupHa JjiHis Bigmosimae 3madenHio A = —0,5;
MITPUXITYHKTUPHA JIiHis BiJIoBigae 3nadeHHo A = —1

p. Baunmo, 110 1151 3aJ1€2KHICTh € MOHOTOHHOIO (CIIaia-
foua ipu A > 0 Ta 3pocratoua npu A < 0) 3 xapakrep-
HUM ILTIATO Y MEHTPI, Jie 3MiHA 3HAYEHHS TapaMeTpa p
MaJIO BIUIMBAE HA 3MiHY 3HAYEHHsT (DYHKIN] Iy TINBO-
cTi xeMoTakcucy. Taka 3aIeKHICTh IKICHO BiIpi3HsIe-
ThCS BiJl AaHAJIOTIYHUX 3aJI€KHOCTEH KYTIOJIONOIi0HO-
I'0 TUILY, OTPUMAHUX PaHime JJjist (PyHKIT Iy TJIUBOCTI
XEMOTAKCHUCY CHCTEM, IO MICTATDH JIUIIE aTPAKTAHT
qu penesieHt [3, 15-21].

Ha puc. 6 mokazano, sk 3MIiHIOETbCs (DYHKIIIA Ty-
TJIMBOCTI XEMOTAKCUCY TIpW 3MiHI 3HAYEHHs TapaMe-
Tpa p Ha JIBifl MeXi, B TOYIl MaKCUMaJbHOI KOH-
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0.05

-0.05

F(p)
-0.10

-0.15

Puc. 6. Pyukiiis gyrimusocri xemorakcucy F(p) Ha jiBiit mexi
(cynisbHa Jstinis), Ha npasiit Mexxi (myHKTHpHA JiHis) Ta y TO-
4l MaKCHMAaJIbHOI KOHIEHTpamii 6akTepiit (mTpuxoBaHa JiHisd
npu 3HadeHHi A =1 Tap >0

0.15 4

F(®) (04

0.05

-0.05

Puc. 7. @ynkuis aymimsocti xemorakcucy F(p) ma Jisiii me-
ki (cynisbHa Jinisa), Ha npasiii Mexi (MyHKTHpHA JiHisf) Ta y
TOYIi MiHIMaJIBHOI KOHIeHTpalil 6akTepiil (IITpuxoBaHa JIiHist)
npu 3HadeHHi A = —1 tap >0

IeHTpaIril 6akTepiit, Ta Ha mpaBiit MexXi 3a 3HAYEH-
Had A = 1 mpu HeBix eMHUX 3HAYEHHSX MapamMerpa
p (OCKIZIBKM HEBIJI'€MHICTH IBOIO IApaMeTpa € yMOo-
BOIO ICHYBAHHsI eKCTPEMyMY B PO3IOJLI GakTepiit).
AmnaJjioriuui 3a€KHOCTI, aje [ 3HaYeHHsT A = —1,
IIOKa3aHO Ha puUC. 7. 3PO3yMLIO, 3 TOIPABKOI Ha
Te, IO B I[HOMY pa3i WIeThCsAd HE PO MAKCUMYM, a
po MiHiMyM y posmo/iii 6akTepiit. Y 060X BHUIIaIKaxX
XapakTep 3aJeKHOCTeH JOBOJI MPOrHO30BAHUIA: TIpU
301/IbIIIEHH] TTapaMeTpa P HEOJHOPIIHICTD Y PO3MOILII
GakTepili 3MEHIITYETHCsI, B PE3YIbTATI YOr0 3HATEHHS
GbyHKIIT 9y TIIMBOCTI XEMOTAKCHCY HA MEXKaX CHCTEMU
i B TouIi eKcTpeMyMy IpsAMye 10 uHyssd. Lleit BHCHOBOK
miaTBepIKy0Th 1 rpadiku Ha puc. 8 (3HaueHHS DYH-
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/ ]

Puc. 8. Pyukunis gyriausocri xemorakcucy F(p) Ha jiBiit Mexi

(cynisbha sinig) Ta Ha npabiii Mexi (myHKTHpHA JiiHis1) npu
3nayenHi A =1 1ap <0

—

Puc. 9. @yukuis ayriamsocti xemorakcucy F'(p) ma isiit mexi
(cynisnbHa Jsinist) Ta Ha npaBiii Mexi (myHKTHpHA JiiHis) npU
suadenHi A = —1 tap <0

KIIil YyTJIMBOCTI XEMOTAKCHUCY Ha MeXKaX CUCTEMU 34
BLJICYTHOCTI BHYTPINTHBOIO eKCTpeMyMy Iipu A = 1 Ta
BijI'€MHUX 3HAUEHHSIX P) Ta Ha puc. 9 (3HavYeHHs DyH-
KIIil IyTJIHBOCTI XEMOTAKCHUCY Ha MEXKaX CHCTEMH 3a
BiZICyTHOCTI BHYTPIIIHBOTO €KCTpeMyMy Tipu A = —1
Ta BiJ'€MHUX 3HAYEHHIX D).

Toit dakT, 1m0 pu 30iTbINEHH] 3HAYEHHS TAapaMe-
Tpa p HEOJHOPITHICTh B PO3IO/Iisi OaKkTepiil 3MeHITye-
ThCs (3 MOYKJIMBEM €KCTPEMYMOM IIPH JIOJIATHUX 3HA-
YEHHHAX P) Ma€ HACIPABI] HETPUBIAJIbHE HOSCHEHHS.
Ajke 30ibIIEHHS TapaMeTpa p O3HAYAE 301/IbIIEH-
HS KOHIIEHTPAIIil aTPAKTAHTY Ta PETNeJIeHTY Ha IpaBiit
Mexi cuctemu (BHACJAINIOK criBBimHOmEeHHs k = 10P).

874

B cuny piBasup (4) ta (5) ne osHadae 36i7bIIeH-
HS T'pa/Ii€HTa B PO3MO/JIJI aTpaKTaHTy Ta pereseH-
Ty. Bigmosizao 1o cuissigaomenns (1), momanku, 1Mo
ONHUCYIOTH €(PEKT XEMOTAKCHCY, IIPOTOPIIiiiHi 10 rpa-
JIiEHTa KOHIIEHTPAIl aTpaKTaHTy YU peresieHTy. Pa-
30M 3 TUM, OCKIJIBKH TakKi JOJIAHKU MICTATH KOHIIEH-
TPAIIIO aTPAKTAHTY / PEleJIEHTY B 3HAMEHHUKY, 301/1b-
IIIeHHsI 3ara/ibHOI KOHIIEHTPAIll IUX PEYOBUH 3MEH-
mrye edpexT Big xemorakcucy. Tomy dakTndHO, MaEMO
JIBa IPOTHUJIEXKHO HampasjeHux edekru. Kpim Toro,
HagBHICTb B CHCTEMIi K aTPAKTAHTY, TaK i perejeH-
Ty, TAKOXK HIBeJIIO€ IXHIill CyMapHU BIIUB, TPUIOMY
B HeJiHIAHUN crocib.

6. Bucunosku

3amnpornoHoBaHa B CTATTI MOJIEIb IOSICHIOE OCOOJIH-
BOCTI pO3MOMiLy OakTepiii B cucreMi 3 KOMOiHOBa-
HUM CepeIOBHIIEM (3a HasgBHOCTI OJHOYACHO aTpa-
KTaHTy Ta perejenty). Mozenb BpaxoBye edeKkTu xe-
MOTAKCHUCY BiJ HAsBHOCTI aTpaKTaHTy Ta peIeseH-
Ty, sIKi MAIOTh IIPOTUJIEYXKHY HAITPABJIEHICTH, aJjle IIPU
IbOMY IXHSI CyMapHa Jlisi He 3BOJUTHCSA JO IIPOCTO-
ro HaKJaJaHHsa OJHOrO edekry Ha inmui. g xa-
PAKTEPUCTUKN HEOIHOPIMHOCTI pO3MOIiay OaxTepiit
B CHACTE€Mi BHKOPHUCTAHO (DYHKINIO IyTJIMBOCTI XEMO-
TAKCHCY, SKa PO3PAXOBYETHCA Ha MeEXKAaX CHCTEMH
Ta, 32 HAIBHOCTI €KCTPEeMyMy B pO3Iomaiii Oakre-
piif, B TOYIIl TAKOIO0 eKCTpeMyMy. 3MiHa KOHIIEHTPa~
il aTpakTaHTy Ta DeNeJIeHTY Ha IpaBiif Mexi cu-
cremu (TaM, Jie B CUCTEMY IIJBOJATHCA ATPAKTAHT
Ta PEIeJIeHT) HEJIHIHO BIIMBAIOTH HA 3MiHY 3HAa-
qeHHs (PYHKINI IyTauBocTi xemotakcucy. llpm 1po-
My KOHKYDPYIOUUMH € Jekijibka edekris. Ilo-meprre,
301/IbIIIEHHST TPAiEHTa KOHIIEHTPAIlll ATPAKTAHTY YU
peresieHTy 30LIbINye edeKT Bil XeMOTaKCUCY, OIHAK
e K CIpwIuHse 30iIbIIeHHsI 3arajabHOl KiJbKOCTI
aTPAKTAHTY YU DEIeJIEHTY B CHUCTEMI, I[0 BUBOJIUTH
perienitopu  OakTepiit y CTaH HACHYEHHsS 1 IOCTa-
6sr0e edpeKT Bif 30L/IbIIEHHS] I'PAJIIEHTA KOHIIEHTPA~
il BigmosimHOl pedoBunu. [lo-jpyre, HasBHICTHL B
CHACTeMI OTHOYACHO $SIK ATPAKTAHTy, TaK 1 pereseH-
Ty, 9aCTKOBO KOMIIEHCYE CYKYIHU{ BILUIUB IUX Dpe-
J0BUH. K HACTiIO0K, moBedinKa (DYHKINI TyTIMBO-
CTi XeMOTAKCHUCY [IJIsi CUCTEeMU 3 KOMOIHOBaHUM cepe-
JoBUIIEM (3 aTPAKTAHTOM Ta PEIEeJEHTOM) CYTTEBO
BifpisHsAETHCA Bin BiaacTuBocTel DYHKINT Iy TIUBOCTI
XEeMOTAKCUCY JIJI CHCTEMU JIUIIE 3 ATPAKTAHTOM YU
peIeIeHTOM.
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O.M. Vasyliev

MODEL OF CHEMOTAXIS
IN A COMBINED ENVIRONMENT

We propose a model that describes the process of bacteri-
al chemotaxis in a combined environment containing both an
attractant and a repellent. The model is based on a system of
differential equations that considers the effects of interaction
of bacteria with both the attractant and the repellent. Within
this approach framework, the chemotaxis effect turns out to be
proportional to the concentration gradient of the correspondi-
ng substance (attractant or repellent). The model also revolves
the saturation effect, when an increase in the concentration
of the attractant or repellent reduces the bacterial response
to the presence of a gradient in the concentration distributi-
on of those substances. The chemotaxis sensitivity function
has been used to analyze the heterogeneity of bacteria in the
system. Its values are calculated at the system boundaries and,
if there is an extremum in the bacterial distribution, at the
extremum point. The dependence of the chemotaxis sensitivi-
ty function on the attractant and repellent concentrations has
been analyzed. It is shown that this dependence is significantly
nonlinear and differs qualitatively from similar dependences
obtained earlier for systems containing only the attractant or

the repellent.
Keywords: chemotaxis model,

repellent, concentration, distribution.

bacterium, attractant,
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