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Wave Propagation in Biological Population Dynamics
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Abstract
The growth and dispersal of populations are the fundamental biological problems. The
Fisher equation is @ model that has been widely used in this system. In this article, we present

the solutions of the Fisher equation that indicate the wave propagation in populations.
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Tul a.p. 1937 Fisher (Fisher, 1937) lafnwdeyminisuns (diffusion) vesdunanewug
(mutant gene) Tuiugeansuseans (population genetics) MukuUTIA0IUATEINTUNS (reaction-
diffusion model) 3ANALRAY (solution) LWINUINAMUNUILULYIEIUTZIINT (population density) Hn1s
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\AAoT” (traveling wave) Fonarasiifnsafunainasvos Kolmogoroff Petrovsky wag Piscounoff
(kPP) AldAnwaunsUAso M aunslutiieatutues (gluenansd1ads (Murray, 2002) wnw) dusaus
fududununngmaainsunsussuuaiuiddfgaauaulavesininemandimguiedisds Ll
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KPP (salUagi3anin @unns Fisher-kPP) Hilsanindnagualutsasvaanadiansusesnsidsdinin
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(biological population dynamics) tigdagNaufenvNty @1n1g Fisher-KPP lagninundszyndldiie

v
a =

o3uneUIINgsaling q MAnTulusssuyAdusgianiiawing iy nguinnsualus (combustion
theory) Ufjfiseiall (chemical reaction) uay Usingnisalauanelunanasn (transport phenomena in
plasma) (Murray, 2002) ﬁQﬁgquUWﬂawuL%W%ﬁﬂﬂﬁm’mzﬁwLauaﬂﬁdatﬁmﬁuﬁumﬂﬁLLWﬁ'%m&maq
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U

dimensional space) ieSunemeaun1ssBeynus (differential equation)

W9 () W

Tne?l u =u(x,t) AD AUNUILUUYRIUTZTINT (population  density) 7FIWAUS X Ay 1387 ¢
Uszvnslunfienanuieialserinsvesddiiavsoouninvesansadils) j As wandvesszwns
(population flux) ha f(u) Ao fanduufisen (reaction function) AUszNILAaLALAROUNWUY
us1fly (Brownian motion) %38 indBuAiLULEl (random motion) WdndvesUszvnsazdulumy
a s . 5 1 A o 6 L % = & 1
nesnA (Fick’s law) Na1AD WaNTUoIUTEUINTILUUITNUATINULATLABUATDIAMIUNUILUUTDS

Useang Tume

ou
j=—D— 2)
/ ox

lnefi D fe duuszansnisuns (diffusion coefficient) waviduAias?l (Murray, 2002) wWdndves
Us29nTUDSUIBTINGANTIUNITUNIVOITZUY Na12AD Uszrnsiluudliuiaznszanediainuiunil

A LUugelugsusaniauudue deunu (2) adhu (1) 15l
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ou ou
“_pZ=
& - P + f(u) (3)
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aun1s (3) U3aniuluuny “qunisufaseInIsuns” (reaction-diffusion equation) H1ANTUITIR LML

¥
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asitla 9 (Qu/Ox =0) v naunts 3) smudn f(u)=0u/ ot feluilediduufisen f(u) 3
WINAUERIINSUABULUAIAMUTUILULYDIUS NS ITBUAULa1IT AR NS UASAS 8 Aely Fisher

(Fisher, 1937) I8ldiladduufazenidulumungasiadn (logistic law) Ao

f(u)=yu -2 (4)
u

s

v

el ¥ Ao Amsiilumiog 1/s wag u, Ao AMUVUIWILANGT (saturated density) ngaedafniiaduie
fansfiuduvesUsznnsnelaninensideddndn lagludiusn (u <u, /2) Uszvnsiignsinis

v

WnATue 19590157 waeaniu (u > u /2) Yssnnsiindumesnsianasniuusssnsiiindu wazlu
PgaeUusynsiinTuauiagadudinanunuiwiy o, wdgnsinisiiuvesussansiduaud daly
ANULIRIUYEIUIEAINTIYNTARA1 nanAe 0 <u <u_ diaunu (4) adlu (3) 191l

ou O’u

u
—=D—+yu|l—-— (5)
ot ox? 4 u
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a1n3 (5) ﬁLTJuammiL%ﬂmgﬁuﬁ‘sjaaLLUUI;J'L%al,é’u (nonlinear partial differential equation) ﬁif%’ﬂﬁ’ﬂu
W “aunIsimees” (Fisher equation) sﬁuﬁuammwuwL%QLﬁuﬁdwﬁqm Fisher (Fisher, 1937) 9
Annviannis (5) uaznuiwalaaeiundundouiifidsnsiia v> 2Dy LLazmﬂiu"fJLﬁmﬁuﬁ?uﬂzjm
Y94 Kolmogoroff Petrovsky uag Piscounoff (KPP) AlddAnwaun1sufisennisuns (3) ludsndinenans
fanntu (Murray, 2002) Ssaiansvasnguiiaenndesiunaiansves Fisher uanantiuuds KPP tauai
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=D

f(u) @uileddulag Afquanddds

F(w)=f(u)=0 wy<u<u, f'(u)>0uar ["(u)>f"(u,) Feduilafduujisen
andann (4) @enmassiulouladinann Belunintu KPP denuinanuvuiiuuisu@y (initial density)
vaadszw1ns u, (x) =u(x,0) Afinsnszareduuuilsdtutudulaveseniled (Heaviside step
function) Ag
u, (x) =u, x <X,
(6)
uy (x)=0 Xy <X
rgudng (converge) nawnaeidundundouiiaue (Murray, 2002)
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inAdsspsgndnudaciiielidenndesiunisindiounvessennsi@e®nim Tl a.e. 1975 Gumney uay
Nisbet (Gurney and Nisbet, 1975) l@up@didindniadouiidmunassImsiagnantae sy
(crowd avoided movement) IngdnsniiveanisadeuivuegiualuuIkiuvesEYINg Aty
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aun1s (8)  USeNI “aunIsUNNTEINITUNTTUAUAIINNUILIY” (density-dependent  reaction-
diffusion equation) Waaluntilsi3enin “aun159ee Fisher-KPP” (extended Fisher-KPP equation) Tu

U A.f. 1980 Newman (Newman, 1980) Ua¢ Aronson (9lulena158148¢ (Murray, 2002) unu) ke
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Anwiaunis (8) TuaznunaRasuuupdwAdeuilneiisnsSnauntosdn Ao v, =Dy /2 deuilu

U .6, 1977 Gurtin uag MacCamy (Gurtin and MacCamy, 1977) Iduenedulszavsnisunslioglugy

vilsnndu Ael D (u) = Dy (u/u,) Taedt p >0 uazlul a.f. 1983 Newman (Newman, 1983)
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wadlugUuuundundouiivesanns ) Idgnéunulay Newman (Newman, 1983) fuios Tnglunsdlil
dnsudanduiidesan Ao v, = Dy/(p+1) Ssvazidonvesnisiinsizinaiaasvosaunis

Fisher-KPP wuusuauu (5) wazaunisvene Fisher-KPP (9) azinaualuimdanaly
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4 A4 . .
NALRAYLLUUAAULAADUNYDIANNTS Fisher-KPP way dun1svene Fisher-KPP

e UU L AUDNALRAYLUUARULARDUNYBIFNNTT Fisher-KPP (5) way @un15ve18 Fisher-KPP
9) TAt5198A5129EaUlYU1IUSENS NN AR NISENSVE1BLUUAAULARDUT L USTUUUSEINNTHT
a X v a a & 1 Ao & ° o va a ¢
Fnm Tegluunarutismerewldmaianeadinmansivindndu dmdugnaulanisiieseginig
AdinenansTugs veliinufnwainienansensds (Murray, 2002) feuduiiteliinglsiiansanaunis (5)
Tusguuiiliniie (dimensionless system) @alddou 3 wisndiwesiialaenluszuuasald de y D

[

war u, lnewsdenusinuslniaad
u =—, t =yt, x = lx (10)
D

dlounu (10) adlu (5) 151lé@un"T Fisher-kPP wuuldwie e

0 0°
a—L;:gL;+u(l—u) (11)

o

o ] N ¥ ) urray, vuulsniled j
(fydnwal * gnieneeniitennuazainlunisetu) Murray, 2002) Tuszuulimhetanumnuiures

[ '

Usznnsisgninindieghn 0 <u <1 lneisdunninaunis (1) didauzauna (equilibrium state) u,,

' ' = a 2 2 & &
adansnn Ao u, ={01} Tasdfiansaw1a1n Ou, /Ot=0u,/0x =0 Tufd»
v eq eq eq
f(ueq):ueq (l—ueq):()
fANITLIRiLTEIUTEANSHNTUNTvEeRUUAG WA ounlUMNUITle 51avmAmeunegly

JUv9
u(x,t):¢(z); zZ=Xx—Vt (12)

Tneit (2 ) Wulnsldadu (wave profile) v> 0 fie §ns115AdY (wave speed) way z Boninduds
AAU (wave variable) (Murray, 2002) LSIFUINBYNUSUDY U Iuﬁumsﬂﬁl‘ﬂﬂamﬂ%mgqﬂiqj (chain
rule) tufio du/ot = (0¢/0z)(0z/0t) = —vg' waz u/ox = (0p/0z)(0z/0x) = ¢' e
wnunativaniaduaums (11) 51lf —vg' = ¢" +g(1- @) wiedagulmiiu

¢ +v' + -9 =0 (13)
m%LﬁudwLﬁal,mumaLaaaiugﬂLLUUﬂ?{uluauﬂﬂi (12) wdaunis (11) angunaneiduaunisdouius

anfyuuulsilBadu (nonlinear ordinary differential equation) udagnslsAnunsmnalaasvesaunis

o ¥ { a ¢ 2 i aa ' a1 v ¢ 2
(13) Addladrediesaniinayd ¢° wilunsdiinunuwduveslsssnsiaides 9 ¢~ 0 wail ¢

anunsnariale saiulaenisuseanaiannis (13) nanedu

" +vg' +¢=0 (14)
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FahAoaunaoyiusalyuuuidady (inear ordinary differential equation) Aiflnaiaaeviald fe
#(z)=e" (15)

Tnef A Ao Amdnwauzlanz (eigenvalue) l3Mansanawes A laenisunu (15) aslu (14) uagwuin

v+ —
P 4vai+1=0 = A:%M (16)
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X

JUT 1 novluansnaeasuuuaduafouiluniawinile (21) Medasusiaei v ve3aunis Fisher-KPP
(13) Togaan ¢ =0 Inslvdauvuiuwiuvesdsyyins dsuslndifesiuilsidutudulaves

il (6) ot u, =1uay x, =0

WeannanunuuiuvesUszrnsiiluauvilinaieas (15) desldegluguvesla (sine) wiolalwil

(cosine) fatupves A Falihidudwaudadou anaunis (16) ieRvrsanauiieglusiniiaes 151
o & o a &1 A = i v o & A v o v a

wuiAwes A Wudwiuesiidadle v 22 visenanlaidnsuinduiidesgaiineliiinunaiaasuuy

AAwAREUN fo Vv, =2 tudasileglumiigasadusla

vy . =2.yD (17)

dwiulunsaliiledtudfnsen 1 (u)ogluguimlvuasiinaauifauiiauslng KPP uds aunis (13)

nanewdu

¢"+vd' + [ (¢)=0 (18)

wazwuAeaiy wRasalunsaliawinuuwivvesUssrnsiiantey 9 @~ 0 Wenszarvaynsy

'
v v a ¢ o

Wiaes (Taylor series  expansion) 50uU3n 0 lWaufisdudui 1 vesilsdduufiseuds tsla

£(9)= f£(0)+£'(0)¢ \osaniigaauna £ (0)=0 Fedusmuin f(¢)~ f'(0)¢ wlouny

nautladluauns (18) 15le

¢"+ve'+ ['(0)g=0 (19)



Unay NFATINFEAST W, UN 41 avun 2 367

Weviualvinalaagvesaunis (19) gduuumileuaunts (15) 5ldves 4 Ao

vV —4f'(0
Pevie f(0)=0 = a=rEN =40 (20)

2

-

oA o A a e = ' & o a &
waziguifeaiy Wefinrsuinauieglusinfiaesves 200 A1ves A 1ludwiuaisisede
v=2,/£"(0) n3eisnnanliiidasuiindutesgaiinelviinnalaasuvunaduindoud fe
Vo =24/ 17(0) uazlunsdlvesileidudiizenaedadin f (u)=u(1-u) wmuir f'(0)=1
ibiisla v =2 Fashdulunsdusniingiun

INATHATIEIAR NI LARALRaELBAMUNUIRINYBIUTEYINSHATeY 9 Turesyly
ALY fiouT Ablowitz waz Zeppetella (Ablowitz and Zeppetella, 1979) lanunataayly
Y . a & A = I3
nsalluresaunis Fisher-kKPP (13) lagiiguuuu Ao ¢(z):(1+ae ) lagfl @ buay sy
AAsi InMsuuNaasdadiuaunis (13) 5ldan a=+2 -1 b=1/ \/g way s =2 deluninuy

nananillissngandu v=5/6 = 2.04 (Murray, 2002) fefusiagUnainasvesauns Fisher-KPP
(13) Tunselawil fo

-2

izj/\/g

5

(21)

¢(z)=(x,1)= 1+(\/§_1)e(x_

nsmves (21) uandluguil 1 TnefaSudu ¢ = 0 wasiulid ¢(x,0) dilsusdndifeatuiledidy
Jutulavesenilenluaunis (6)

solUtsINaNsTuINARAasYaIENN15Y818 Fisher-KPP Tnslussuuldmied aunis (9) Weuladu

ou 0O ou
_:—(u j+u<1 u ) (22)
ot Ox ox

dloununaasuuuadu (12) asly (22) 15lé
(¢P ¢j ¢+¢(1 #")=0 (23)

nnmsiewiudslnl fo @7 'dg/dz = O(¢) wazmudienisldnggnle 1l dd/dz =

(dD/dp)(dp/dz) = ((1)/¢p’1)(d®/d¢) nduwnunaivaniadiy (23) nmseuaasle
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Wi linalaagvesaNnis (24) egluguves
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D(p)=c(1-¢4") (25)
Taofl o Wumiiwesiiazgndnanevds Weuwnu (25) adlu (24) wdusld

a|vra-a(p+1)¢” |+¢" =0 (26)

TagnsiguduUseans 151nuin

a(v+a)=0
(27)
—a’ (p+1)+1=0
NNSHAFNNNS (27) 15118
1
v=—a, a=t—= (28)

_1/p+1

Tufidisaulenduiiindeuiluniswinile (v=0) defwsiiadeondn a=—(1/ p+1) Al

o 2 A a1 & ~ o %
dnsuinau v innduuin Weuvuaiae q asluauns (25) 1511a

®(¢)=¢p_1%=—\/plT(1 ¢") (29)

NRININUauNT (29) nsdudnsale

dp_ P
=)

ivueld = ¢@” udusmuinaunis (30) nanailu ( ) dy = (p/«/p+ )dz Fafidie

(30)

v W

aumsivouiusandaysusu 1 dleduiinsavisaosdrasld In(1-y) = (p/«/p+1)(z—zo) Tneil

Z, AB AIAINTDINTBUTNTA wazlilednguuanslanaiaaevadlnsindndu As  (Newman, 1983;
Murray, 2002)

1/p

z)=<1- P _(-:
#(z)=11-exp \/m( o) (31)

idunnnnuaRaeitile z —>—o0 ud ¢(z) > 1 waziiehilidlnslidaduvosnumnuiures

Uszrnsuaunsesuiudedeudslauiniunuienianienin seunatluiadudnnidesiididuau
naAe exp[p(z—zo)/ p+lJ£1 Pnmsuieaunsiismuin z <z, ftussiinuali

$(z)=0dloz >z, wnzdiud z, Uide “Guniswevgavesnisunsvery” Tuandliiuinlu

LUUINaDIv818 Fisher-KPP HUszu1nsazunsvengluusiufannm 49lutaianneannnataaguosdunis
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Fisher-KPP wuu#uatiufi $(z)—>0 dle z —> 00 Favsueniuszansasunsvensluauieszezetiug
FellanaisdmiuUszanadsiinmiasouaquituiiluudnuisia fadusiFennaeas (31) i
“OEupaeUTINTETU” (compact traveling wave)

fauifmalnasuuunduindeudivesaunis Fisher-kPP  ldgnAununiudindt 70 U (Fisher,
1937) uasNaLRaYeIANN15VETY Fisher-KPP AuuiulagnAunuuiudand’ 30 U (Newman, 1980;
Newman, 1983) uirataasdnuds (explicit solution) Tusuus x waz t @ldlaluguusedu z) ves
aunmsivaniidliideaduiidila Barenblatt uay Zeldovich (Barenblatt and Zel'dovich, 1972) 'l
e NaRasLUUAA LA douTin TungAnssudadurnfusewinnans (intermediate asymptotics) Tng
Arannisgiinveskaaasdnudssuuuuniailenatdiiuluinn q 1 — oo usdnanasdaudsiindisslsl
gnAUNY qunsevtadielaiunuani Tl a.a. 2002 Rosenau (Rosenau, 2002) é@nwaunisvene Fisher-
KPP wazio1muinaunis (22) awnsaanguainaunisufiseinisunsliinateiduaunisnisunsdiu  lag

[

AswUaeswlstnaeadl

u(x,t)=e’e"‘/'”w(x,t); T(l)= ll(e('"l)l—l); R(x)zez"; m=p+1>1 (32
m—

o

(lunsaifiduds x wlasnwiieasa Ae xylmy / D, ) WeunuswUsvianunty (32) ashu (22) 51ld

@ — 4R(3m+1)/2m az_w

or OR?

fauilymaranguaananeluaunis (33) wiaun1sldslifinawmas lunsdiil p =1 (m =2) Rosenau

(33)

(Rosenau, 2002) nuitHaagkuupauniouiiinnuamastaudsluguuuunis wilddiauenainay

1 D

u(x,t)=—"—1- (39)

o 4 Lm X t X—1 4 4o o
Toeit 7=¢' -1 Fwaiaas (30) Ufde u(x,t)= l—expE/expg]zl—eXpT Faf3audn

Juedundeunfidenssa vy, =1 (yDy/2 lumheasa) wileunaasves Newman (Newman,
1980) HuLad WANALRAYYBY Rosenau (Rosenau, 2002) dvilasntlanszuiunisiinaaulussuuil

897U sounlul A.@. 2004 Harris (Harris, 2004) la@nwnlunsaldediuiu Rosenau (Rosenau, 2002)

wagnunaasdaudduzumlianndu fe
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t 1/4 t
u(x,t) =< 1- 2L 72 |~ : 1- 1/2 (35)
T+c, (T+Cl) e —l+¢ ( 1+c,)

1% |

Tnod ¢ way ¢, tOudraeil waziio 1—o0 151mudn u(x,) gidrgaauindoud

xX—1t 4 Y
¢(x—1)=1-c, exp =~ Gemonndosfunaianres Newman (Newman, 1980) Wag Rosenau

(Rosenau, 2002) uazaraaluvmenaulguunauil gillsuiazysiuau (Ngamsaad  and
Khompurngson, 2012) liusuusansuuasues Rosenau (Rosenau, 2002) iteiagyilviaunisangy

(33) wnarasls Wnesiruaswlstusad A

u(x,t) = ete”'”w(x,t); T(t) _ 1 " (e(m_l)’ —1); R(x) =l m. p+1>1 (36)
m—

dlounu (36) adlu (22) 151lé

a_W: m+1 zi R(3m+l)/2ma_w (37)
ot m OR OR

Faauns (37) d33nduluunu “aun19nIsunsiingssum1” (anomalous diffusion) BawalaaeyasaNn15il
lagniasiziudalay Tsallis waw Lenzi (Tsallis and Lenzi, 2002) Asuus1veasunaiaasuuudaunds

Amsuaun1svene Fisher-KPP (22) 91 ﬂﬂuwuiw i fio

) . 1(p+1) VP

e e’

u(x,t)=—— |-, ————— (38)
(e’”—1+cl) —l+¢

¥

Ineisnagiiiuinde 1 — oo waasilgdngs mmeuiduaduimdeudinsedu

¢(x . t) _ |:1 _ czep(xft)/(ml) ]l/p (39)

Tneidnsnsanduiniu v, =1 (/Dy/(p+1)lumiiease) (Ngamsaad and - Khompurngson,
2012) Fedenndasiunaaasfidunulng Newman (Newman, 1983) is1dunnainuaiaasingie
z——ooud ¢(z) > 1 uazuideaiusiimunli ¢(z)=0 o z >z, dielildmlnsludnay
YDIANUAUMULYDIUTEIINT MR ANUTNENII I8 AN Lﬁ@ﬁ’]uimﬁ’]Lmﬂﬂ‘U@U?jﬂ‘UENﬂ’]'iLLWi"UEJ’]EJ‘i]’]ﬂ
douly ¢(z,)=0 5il¥ z, =t —(p+1)Inc, / p wonanilornaums (38) i1azifiuinszuuiom

ALY sEINTRRAulugULUIRNE AB
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V(p+1) TP
e

u, (x)zuo (x,O)z;l/p l-c, - (40)
1 1

Faggiimamaefidunduaioufinuauns (39) Weatsuliuin o £ — oo nsguiumsguingmdu
asufnNaRastanialaonadosiunginssuiladuniduszninanans asilaesuislay Barenblatt

waz Zeldovich (Barenblatt and Zeldovich, 1972) a1nideuluSusuiyildisiansafiuinad

-p _1: _ —px. 1/(p+1) o 2 o | o v
¢’ =lim_,_ u,(x)=puazc, :(cle r 0) lagdl x, Wuiunidsveugaisudu nalaay
(38) dignandeluguil 2 TaisazifiuinssuuEunnaumuliuresUssrnsBuduiing ¢ =0 A
auns (40) ntiuramnutuesUsErns st ulasiniveneoenlunarnite Tuuinuiisnuey
AATBINNSUNIVEILN 9 X << z, Wenawiulvaufanamdinnumuniiureasevnsiegedud
u, =1 uazndamnduaumuuiuresssrnsassuunsuosuuunduadoufidlonann q £ — oo

Y o 2 A & vty a \
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