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BbicTpble 1 MeaneHHble NPOLECCHI
MOIyT YepeaoBaTbCS




bbicTpoe n megneHHoe ycBOoeHue yrneBsogoB
C/IOXKHbIE

BbICTPO ycBanBaloTCs. MeaneHHO yCBauE
JHeprua 6bICTPO pacxogyercs. Aonro cHaéxarwr 3
4 %

blloe norpebnenue npuBoagnT
K OXXKMUPEHUIO U GonesHaM.

EbICprIe N MeaJieHHble NpouecCbl MOIYyT AT NMaparJielibHoO
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Mepapxma @OTOCUHTETUYECKUX MPOLLECCOB
XapaKkTepHoe BpeMs

1. MornoweHwue
cBeTa

2. PasgeneHue 3apapos
B peakUMOHHOM LIEHTpe

X

3. ONEKTPOHHbLIN
TpaHCcnopT

4. dukcauus yrnepoaa
(umkn KanbBuHa)

comas: T,<T,<T,

5. TpaHcropT MWUHYTbI-
BELLECTB
B pacTeHUN ——— " YacCbl

e

6. PocT pacteHus

T







Mlepapxusa BpemMeH B Mmoaenn

T, &T,<T,

dx
T = _ * Kak MOXXHO y4ecCTb
X dt P(x,y,2) nepapxuto BPEMEH B
dy Moaenn?
T _
— = X,V,Z
Y Ccllt Q( Y ) * Kak MOXHO ynpoCTUTb
Z MoAernb, y4nTbiBas
I', —=F(,y,z) nepapxuio BpemeH?
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Mlepapxusa BpemMeH B Mmoaenn

T, &T,<T,

 Bbigennm npouecchl

= Q(x,y,2) MHTEepecyoLLLero Hac
) )
amnanasoHa BpemeH



Mlepapxusa BpemMeH B Mmoaenn

T, &T,<T,

T dx ) X
x E = P(x,y,z) x—"0ObicTpas" nepemeHHas
dy « Kak noctynutb C
T L = Q(x Y, Z) "MeaneHHoun"
nepemMeHHomn?
dz

Tz E — F(x; Y, Z) z — "MearneHHasa" nepemMeHHas



Mlepapxusa BpemMeH B Mmoaenn

T,<T,<T,

I, —= dx *
X gt P(X;Y;Z) E:P(x’y’z)
Y dy
" E—Q(x,y,z) E=Q(x,y,z*)
TZ % — F(X; Y, Z) Z" - nocgzﬂp:;aeisenmqwa,



Mlepapxusa BpemMeH B Mmoaenn

I, < Ty
dx
Tx E = P(x, Y, Z*) x — "ObICTpaa" nepeMmeHHas
T dy ] .. ..
y o= Q(x,y,z") y— "veanexHasa" nepemeHHas

» Kak noctynuthb C

Z* ~ nocrosiHHas «bbICTpON"
BENM4YMHa, napameTp nepemMeHHon?



MeToa KkBasncTauMoHapPHbIX KOHLEHTpaLUun
(bogeHwTenHa — CemeHoBa)

Makc boaeHwTenH Hukonan Hukonaesny

(1871-1947) CemeHoB
(1896-1986)



MeTtoa KBasmcTaumMoHapHbIX KOHUEHTpaLUn
(booeHwTenHa — CemeHoBa)

B npoueccax ¢ y4acTmem akTMBHbIX MPOMEXKYTOUHbIX YacTuLl
Pa3HOCTb CKOPOCTEN 06pasoBaHnsa v U pacxoda vy, 3TUX YacTuL,

Malla Nno cpaBHEHUIO C ITUMUN CKOPOCTAMMN.
dR,
dt

PeXXnm Ha3blBaeTc4 KeasucmalyuoHapPHbIM, a OTBEYHAKLLIUE EMY
KOHUEeHTPaUuNnN aKTUBHbIX NMPOMEXYTOYHbIX BELLIECTB —
KeasucmauUuOHaPHbIMU KOHUEHMpauusamMu.

:v(i)—vzl; 1/0:1/;9 i=12,...,1

He npaBoMepHO AONn9 HayYanbHbIX CTaguM npouecca, kKorga CKOPOCTb
obpa3oBaHus BosibLLEe CKOPOCTU pacxogoBaHus (neprnoaa MHAYKLUMN)



bopuc Munxamnoesuny Kyctoones

[lopmpem ripogheccopos
[1. J1. Kanuubl u H. H. CeméHosa.
1921 r. XoncT, macno. 71 x 71 cm

H. H. CeméHOB — HODENeBCKNI
naypeat no xmmum (1956)

1. J1. Kannya — HobeneBckumn
naypear no gpusuke (1978)



Pegykuma mogenu

N Anrebpan4yeckoe ypaBHEHMNE
P(x' Y,z ) =0 ansi «dbICTPON» NepemMeHHOM

dy . «~ AnddepeHunanbHoe ypaBHEHNE
1. Q (X, V)4 ) O BbIOpaAHHOM NepeMeHHOM

dt

3
Z ~ NOCTOSAHHAas Camasa «mearneHHass» nepemMeHHas
BeNiMYMHa, NapamMeTp npeBpaTunacb B napameTp



TEOPEMA TMXOHOBA

Onga CTPOrov peaykumm CUCTEMBb
yYpaBHEHUI

ax [TyCTb

= x’

dt gb( }’) x — ObICTpas

d nepemMeHHas
y _ G(x y) y — MeaneHHas

dt nepemeHHas

TuxoHoB A.H. Cucrembl anddepeHumanbHbIX YpaBHEHUN,

cofepXxalluue manbsle napameTpbl Npu NPOn3BOOHbIX.
Mam. ¢c6. 32 (3), 1952

TuxoHOB AHOpPEN
Hukonaesuny
(1906-1993)



[lpeocbpa3oBaHne ypaBHEHUS
ans ObICTPON NEpeEMEHHON

dx

CKOpOCTb N3MEHEHNA X 3HAYUTEJIbHO

E — ¢(x’ y) I'IpeBOCXO,EI,VIT CKOpOCTb NM3IMeHeHN4 y,
I'IOGTOMy npaBym YyacCTb I'IepBOFO

d ypaBHeHI/IFI MOXHO 3allinCaTb B BUE.

A, (x,y)

dt ’

dx
. gb(ny) — AF(X,:V)

dt
A>1



[lpeocbpa3oBaHne ypaBHEHUS
ans ObICTPON NEpeEMEHHON

Beeoem obo3Ha4yeHue:

E = eK1

1
A



[lonHasa cuctema ¢ manbiM NapamMeTpom

dx da3oBbIN MOPTPET
fqr ~ Fey) YA G =0

G(x,y) = 0 — n30KnuHa
rOPM30OHTAarbHbIX KacaTernbHbIX

F(x,y) =0 — n30oKknuHa
—
BEepTUKaNbHbIX KacaTerbHbIX




[lonHasa cuctema ¢ manbiM NapamMeTpom

da3oBble  TpaekTopunm B
noooun TOYKE doasoBou
MNIOCKOCTN 3a WCKIIOYEHUEM
& — OKPECTHOCTU KpuBOW
F(x,y) =0 WMelT HaKMOH,
onpegenaemMbi ypaBHEHUEM:

d G (x,
W g 650
dx F(x,y)

YA

da3oBbIN NOPTPET

G(x,y)=0

=V



BblpoXaeHHaa cuctema

dx Ecnn cobniogatotes ycrosus
5% = F(x,y) TeopeMbl TUXoHOBa, TO nNpu & — 0
MOXHO 3aMEHUTb
dy anddepeHumnanbLHoe ypaBHeEHNE
— = G(X, Y) aonsa «dbICTPOU» NepemMeHHoOn x Ha
arnrebpaunyeckoe.



[lonHas BblipoXXaeHHas

cuctema cuctema
dx
T —F F(x,y) =0
dy dy
0 (x,y) o G(x,y)



Ycrniosue F(x,y) = 0 obo3Ha4vaeT, 4To ObicTpasi nepeMeHHas
X HaXxoOUTCSA B Kea3ucmauyuoHapHOM COCMOSsIHUU.

«KBa3n» o0003HavyaeT, YTO CTaLMoOHaPHOE COCTOAHUE He
OKOHYaTenbHoe, a 3aBUCUT OT .

bbicTpas nepemMmeHHaqa x ABNAeTcs PyHKUMUEN MeOneHHOW
nepemMeHHoN y.

B KaXxablh MOMEHT BPeEMEHU CTalMOHapPHOE 3HaYEeHNE x
MeHSeTCcqa B 3aBUCUMOCTM OT MTHOBEHHOIO 3Ha4YeHUs y.

bbicTpaa nepemeHHasa «nog4YnMHeHa» MearieHHOW



Teopema TuxoHoBa

[ycTb cuctemy N ypaBHEHMIN MOXHO pa3buTb Ha ABE NOACUCTEMbI —
ONst «ObICTPbIX» U «MEAJIEHHbIX» NePEMEHHbIX

[lpncoeanHeHHasa cuctema

dx,
= F —
g s (X1, Xy ooy Xy Xy 1, oo, Xy), P =1,..,7
BbipoXgeHHas cuctema
dx,
—=F (x1,%5, ..., Xp, Xyp41,..,Xn), q=1+1,...,N



YcnoBusa Teopembl TuxoHoBa

a) pelueHune nosfmiHou u npmcoegmHeEHHON CUCTEMBI
e[VHCTBEHHO, a NpaBble YaCcTN HEMNPEpPbIBHbI

6) peleHne x; = ¢1(X1, XoLrry: ,xN), ey, Xy = ¢r(x1, N TEEE ,XN)
npeacTaBnsieT cobon U3onmMpoBaHHbIM KOPEHb arnredbpanyeckon
cucTeMbl F, (X1, Xp, ..o, Xpy Xpgq, .., Xy) = 0,p = 1,...,7

(B OKPECTHOCTW 3TOr0 KOPHSA HET OPYIrnX KOPHEN)



YcnoBusa Teopembl TuxoHoBa

B) peLLeHune x4, x,,...,x, — YCTONYMBaAsA U3onmpoBaHHas ocobas

TOYKa NpucoeanHEHHON CUCTEMDBI
dx
ed—tp = Fy (X4, X2, ..., Xp, Xp41,.-,XN), P = 1,...,7 NpK BCEX

3HAYEHUAX Xy 41, Xy, ..., Xy («MEASIEHHBIX NEPEMEHHbIX»)

r) HayanbHble ycnosusa x,Y, x,°, ..., x,.° nonagatT B obnacTtb
BNMUAHNS YCTONYMBOU OCODON TOYKU NMPUCOEQNHEHHON CUCTEMDI



Teopema TuxoHoBa

PelwleHne rosiHoU CUCTEMblI CTPEMUTCH K PELUEHUD BbIPOXOEHHOU
cucTemMbl Npu ¢ — 0, ecnu BbINOMHAKTCA YCINOBUS TEOPEMBI

[lpncoeanHeHHasa cuctema

dx,
8% = Fy (X1, X0, o, Xy Xpg1,--,Xy), P=1,...,7
BbipoXgeHHas cuctema
dx,



[Mpnmep 1

Peakuunsa c yyactnem oepMeHTa

depMeHT MpoAayKTbI
peakumm




YpaBHeHne Munxaanuca-MeHTeH

CKOpOCTb peaKkumu

Méud Leonora Menten Leonor Michaelis
(1879-1960) (1846-1949)



depMeHT-cyOCcTpaTHas peakuus

Kk k
E+S+1 N E+P

—1

CybcTtpaT S obpasyet ¢ pepmeHTOM E dbepMeHT-cybCcTpaTHbIN
komnnekc ES (peakuns obpatnmasi); komnnekc ES pacnagaetcs
Ha doepMeHT E n npoaykt P (peakumsa HeobpaTtumas).

k., k_{, ki, — KOHCTAHTblI CKOPOCTEWN peaKLUW.




depMeHT-cybCcTpaTHAsa peakuus

k1
B kies+koic E+S & ES ZE+P
dt k.,
de _ _p k. +k
E——135 (k_4 2)C

dc S = [S] — KoHUeHTpauus cybcTpara,
— =kyes — (k_{ + ky)cC e = [E] — koHUeHTpaumsa depMeHTa,
dp c = [ES] — kOHUeHTpauna doepMeHT-
— =k, cybCcTpaTHOro Komnrekca,

dt p = [P] — KOHLEHTpaLMsa NpoaykKTa.




depmMmeHT-cybCcTpaTHaa peakuus

ds Ky1 ki,
— = —kjes + k_4c e+s 2 c >e+yp
-
e
o ObLee KonmM4yecTBo
= —kies + (k_y + k3)c dhepmeHTa B cBOGOJHOM 1
dt
dc CBSI3aHHOM COCTOSIHUW
de  d
E - kles — (k—l 4+ kZ)C NOCTOSIHHO: di | di =0
dp _ YpaBHeHue oTaenseTcs, T.K.
E — kZC P He BXOOWUT B Apyrue e(t) + c(t) = e,

ypaBHEHUS



depMeHT-cyOCcTpaTHas peakuus

dS k+1 k.|.2
— = —kyes + k_;c et+s 2c >e+p
e -

e
dc
E — kleS — (k—l + kz)c e(t) — €y — C(t)
dp t

E = k,C p(t) =k, f c(t)drt

0



depMmeHT-cybCcTpaTHasa peakuus

ds

E - _k+1(eo — C)S + k_lc

dc

dt =ky1(eg —c)s — (k_y + kiz)c

s(0) = sy HauanbHble
c(0) =0 ycnosus

S — MefneHHas nepeMmeHHasi, ¢ — ObiCcTpas nepeMeHHas

Kak nokasatb?



3aMeHa NnepeMeHHbIX

BPAEAS _O T = Ki1€ot be3pasmepHble
NnepemMeHHble U
K =%tz o fo napamMeTpsbl
K+1S0 K+1S0
€o MalbI napamMeTp —
E = g COOTHOLLUEHWE KOHLUEHTpaLUn

depmeHTa 1 cybcTpara



depMeHT-cybcTpaTHaaA peakuus B
be3pa3MepHbIX MepeMeHHbIX

N3MEHEHWNE KOHLUEHTpaLKUM cybcTpara

dx
B (x 1+ K — V)y — F(.X', y) X — MeadJieHHaA
dt nepemMeHHas

N3MEeHeHne KOHLUEeHTpaLuum
doepmMeHT-cybCcTpaTHOro KOMnnekca

dy y — ObICTpas
e——=x—(x+K)y=0G(xy) nepeMeHHas

x(0) =1,y(0) =0



[lonHas BblipoXXaeHHas

cuctema cuctema
dx — F(xy) dx — F(x)
e Y dc Y
dy
g_:G(ny) G(X,}/):O

dt



BblipoXaeHHaa cuctema

N3MeEHeHNEe KOoHLIEHTpauun cybcTpara

dx
Ez—x+(x+K—V)y } ~102-10%¢c

N3MEHEHNEe KOHUEeHTpaLUum depMeHT-cyObCcTpaTHOro KoMmnnekca

x—(x+K)y=0

y — KBas3ncTalMoOHapHasi KOHLeHTpauus
X
dhbepmeHT-cybCcTpaTHOro KomMnnekca

} ~103-101c¢c

y =

x+ K y 3agucum om MedneHHOU nepemMeHHoOU x } ~102-103c



BblipoXaeHHaa cuctema

dx dx V-x
—=—-x+x+K-V)-y - -

dt / dt Xz + K
X

— _ AB
Y x+ K YB_xB-|-K




BblipoXaeHHaa cuctema

B 6e3pa3mMepHbIX NepPeEMEHHbIX
B ncxoagHbiX nepemMeHHbIX

dx, V- x,
dt  x,+K ds _ V-s
dt s+ K
Y, = X CKOpOCTb peakLum
Pox, + K (ckopocTb 06pa3oBaHWsa NpoayKTa)

~dp ds V-s

dt  dt s+K

(%




Knaccunyeckoe ypaBHeHne Muxaanuca - MeHTeH Oons
CKOPOCTU U3MEHEHUSA KOHUEHTpaUun cybcTpaTa B
doepMeHTaTUBHON peaKkLUnn:

V
V= Vimax * 1S]
Ky + |5]
V ax — MAkCcMManbHas
CKOPOCTb peakunm

Ky — KOHCcTaHTa Muxaanuca



CpaBHEHNE KUHETUYECKMNX KPUBbIX
NOJIHOU N BbIPOXOEHHOWU CUCTEM

1.0 %

0.8 Moo N N

7 SRRSO N OSSN S

| ; ; ; ; N\ T =

0.0 0 20 40 B0 80 100 120 140 yB
~E

Pasnuyna mexay pelleHnsamMmn — Ha BpeMeHHOM nHTepeane ~ ¢ = 0.01



[Tpumep 2

KOHKYpeHLUna ABYX OAMHAKOBbIX
BUAOB, NUTaAOLWMXCA OQHUM
cybcTpaTom



Monod Jacques
(1910-1976)

OrpaHn4yeHne CKopocTu
pocTa cybcTpaTom

®opmyna MoHoO:

dx umS

dt Ko +S~



KOHKYpeHUNA ABYX OANHAKOBbLIX BUOOB, NMUTAOLLNXCH
oagHUM cybcTpaTtom (cybcTpaT orpaHuyeH)

?

WX Fnd v gy xy

dt K¢+ S g

dY S 3aBUCUMOCTb

R Y — BY — yXY CKOPOCTW pocCTa OT

dt Ko+ S ! KOHLIEHTpaLIK

dsS u, S cybcTpara
X+Y)+V

dt ~ Ke+S



KOHKYpeHUNA ABYX OANHAKOBbLIX BUOOB, NMUTAOLLNXCH
oagHUM cybcTpaTtom (cybcTpaT orpaHuyeH)

dX U, S Bespa3mepHsble
T K. + SX —pX— XY nepemMeHHbIe

dy MO VX YY VS
— = Y — BY —yXY = =41 7 ="
it Kots ~PY—n&Y x=gpy=gz=
s  u,S 4




Cucrtema B be3pasmMepHbIX NEPEMEHHbIX

U Z 0
EKSY‘F,BZ(X_H,)_I_U_ ]

dx — U,Z

dt Ky + ,BZX roA \

dy U Z p

— = y =y —xy x nZ

dt  Ksy+ fz R X —X— Xy
dz u, z (x+y) 4 gf Ksy + Bz

— = xX+vy)+v Z

dT KSV ﬁZ _y — H y — y — xy

dt Ksy + IBZ

Z — B KBA3nN-CtTaumMoHapHOM ‘um Z _ =

COCTOSIHMU, BbICTPas NepeMeHHas Koy + Bz x4+ y



KOHKYpeHLMnsa ABYX OOAUHAKOBbLIX BUOOB, NMUTAKOLLMXCS
ogHUM cybcTpaTom (cybcTtpaTt orpaHu4eH)

CTaumoHapHble COCTOAHUA:

dx X X — xy X1 =0, 7, =V -ycronumsbiin ysen
dt x+vy
dy vy X, =V, Yy, =0 -ycronunsbin y3ern
— — x
dt x+y Yo >

X3 = Y3 = - ceqno

141+ 2v



KOHKYpeHLMnsa ABYX OOAUHAKOBbLIX BUOOB, NMUTAKOLLMXCS
ogHUM cybcTpaTom (cybcTtpaTt orpaHu4eH)

da3oBbLIV MOPTPET

> ! _ —
Yecmoiyuesiti: |




3aKoH lay3e
(KOHKYPEHTHOrO UCKNOYEHUA)

/1Ba BMAa CO CXOAHbIMU
3KONOrMYeCcKUmMmm TpeboBaHMAMM He

MOTYT A/INTENIbHOE BPEMA 38HUMATD  [oonmi dpanuesi Mayse
OAHY W TY e 9KONOTMYECKYIO HULLY (1910-1986)

Paramecium caudatum



B 60pbbe 3a BbIKMBAHME BO3MOKEH OAUH U3 CLLEHapUEB:

. BbiTecHeHue u rubenpb
OauH BuA (bonee npucnocobneHHbIN
wnn  bbicTpee  pa3MHOXKatoLWKMncA)
NO/IHOCTbIO BbITECHUT Apyron,
obpeKas conepHWKa Ha JiOKaJbHOEe
BbIMUpPAHUE.

Paramecium aurelia

P. aurelia

Paramecium caudatum

Il. 9konornyeckoe pasobueHne
(amddepeHuymauma H1w)
YT06bI BbIXKUTb, OAUH U3 BUAOB BbIHYXKAEH
U3MEHUTb CBOe MnoBeAeHue, PaLMoH UK
NPOCTPaHCTBEHHOE pa3MelleHue, TO €ecTb
«YWUTU» B APYTYO 3KONIOTMYECKYIO HULLIY

Paramecium bursaria

P. audatum (+ P. b.)

S . .

10 15

Paramecium caudatum



