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This research project firstly provides some advantages and limitations of mathematical model

using mean-field and pair approximations. Mean-field approximation is suitable for describing behaviors of

a large system while pair approximation is suitable for studying local interaction especially singles and

pairs. Since the formula of pair approximation are limited, we then develop the techniques of pair

approximation by using probability averaged value especially Poisson distribution. Moreover, the formula

of pair approximation corresponding to multinomial and Poisson distributions are applied to SIS epidemic

model and evolution of altruism in order to derive the condition for altruist’s survival.
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when N = 2500, Q = 4, b,=2.0, d,=0.1, d,;=0.01, c=0.001 and the initial

proportion of altruists(red) equals 6 among non-altruists(green)
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Executive Summary

1.1 anudayuaznavalynd

%

FrarouneaTssi - 1970s me‘haaammﬂ@ﬂm@%ﬁlﬁa%mﬂﬂi'mgmmf@m6] ngn
ﬁnLauaiugﬂma{li:uuaumﬂ%aa%ﬁuﬁmﬁty (system of ordinary differential equations) %dfl’ﬂ%
gapndudon awlimaninmidaeuld noufiiqmnin (qualitative theory) %agnﬂ'@umﬁu Wie
ﬁmﬂ%ﬁnquanﬁwmi:uuawmn%am&ﬁuﬁmﬁ'xy ¥t NMINIIATNAN (equilibria) UAZAIW

\§fiyy (stability) vedl@uqauns wanand szunaumaieyRusadylutiung dudusuns

v '
[ = '

uwuueaiy (mean-field equations) flilwanuddniuiun uwdaulatoyaszdudszmng muld
P P a ' o Y o < R . Y o P

Hawlafii mndnudazimusanudziuldainimais (well-mixed) Tarulaanavesfaiaan
wwsm lamelunmausa FalewSouifisunudisened sswudr mennidszmnslauasizende
fis (interacting population) % &¥NIDTNHNMINIFNVEINIS (Mmass action law) aBuwle asLTn

izuuﬁﬁh-mﬁa

AN _p - LR
g gy 2D g

da [N, ] unudwauvasilszminaniie (prey population), [N, ] unuirwinvastszmneg

[

81 (predator population), [NlNz] wnuimnadRauaziniianiiouasnondeni (predator-prey

interaction), B;,b, uwnusaTIMIAAMTITUTIATELNEE  UATEATIMILAAVRILEIaWREINN
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msmuﬁﬁumamaaﬁﬁh MURIAL
luanuduass  ouashseBsfineinen  (ecological interaction) @ #iliu  MIaLAila
(predation), NzU3F@ (parasitism), NIUNIIZLNG (epidemic transmission), NITUAILEINTNENT
" A o ¢ ) o \ Aa ' a & A .
(resource competition) WRZNIIRUNUD (reproduction) anusluﬂqw&lmmwmmmwuw (spatial
& ' & o A & A A a > v A Ada A Ay e o
scale) LaNNIUszNININNG  uazTBYSLTINRNazEIlANURATYIIN Fildiaindeuniladna
(limited mobility) lwnydlirud mia%mUé’umﬁ%mmmﬂs:mﬂséﬁﬂﬂgmim:ﬁwaama%ﬂﬂﬁaﬂ
a . wn a @ o A & 4 2 . . .
wisnzan il a.a. 1969 R. Levins a3isuaduuudtaeadiiuiuuulons (implicitly spatial
A v o a9 A . o A o e A P v o & 4 '
model) smgﬁmnuﬂlwa metapopulation uuUdaashudazaslidaandsninertasnuiundnng ue
Urznsfldgnudseaniungueon wanug ngu I@Uﬁmiﬁwmﬁ-ﬁwmaamﬂué’u%am:wﬁwmju

' ° A & Ao o L. . &N o o a X A & A
AN LULINADILTINUNTALLIN (explicitly spatial model) ﬂvl@]ﬂﬂﬂfll,%ﬂﬁlu aandatd 2 wuy @a wuy

[ P

' '
a a

A A A A . oA ° A A A & o ° A
NUNGOLTHEY  WasLULNUN ldaLhas  wuUIIRaINNuNdaLiia I :uﬂgﬂmLaualugﬂ“nadaumnm
mi,ﬁ'u‘nsiiail (partial differential equations) L% reaction diffusion model Farhuaualay R. A. Fisher
P o g o A a o S8 o o o A & .
Il a.a 1937 wuudieesdszinni WdIaauLTIdezibaen sundasltnaniiaassisluns
a € a o 4 o et ' P A A9 o o P . . . ¥ o
NANATINIEY TedasdTuanuaaiiasvasnunbiilunuulidaiilas (discretization) audednng
YDIFNITIOWSVDIABNAUADT  RINLUUIIAINNUN baldiaLitaathis ﬁmwﬁwLauaiugﬂmamumﬁmm
a . A Y Y o { o o @ a
waafie (lattice model) F9isznavdiuan 1§ WAz lATIRIIIIUTETININUUANNFUNUTVRIFNIEN

LARZA AILT

o T
.

&= = 0—

a Ada a

MmN anduldd udexgaenagnasiidiasiia A wis N aseuntas wia lignlas
=N o ' ' =] A o 4' . P s
Asauasadian fild andlaadnimis las [A] fia $1wiuvea9aidnn (singleton) Ngn A AsauATad T4

fieririu 6, [AN] w3a [NA] @ $1uauadg (pair) AN 38 NA AfAMuuRuidany auday a3



' | @ ° ' { o o e A ' | @ £ o &
Ainuuaziyiniy 5, [AA] fa $1wauzasd AA NaNwduEdany Taldnviiny 2 (dasiung 2
a ° . { [ e A ' @
figma), [NAN] Aa $1wauaa9muga (triple) NAN Nilanaduiusdans Salerinny 2 uaz [AANA]

Win [ANAA] fla §1IU84799 (quadruple) AANA %38 ANAA Nilanudunusaann anuday ad

(2
] o

ANYNABUAZIYINND 1 9IN@28E9T96% LTI EIRYANBOIANN 9 aweual laaad [A] auau
WinNU 1, [AN], [NA], [AA] JawauUivinnu 2, [NAN] J8uauiyinnu 3 uas [AANA], [ANAA] Jauau
Wiy 4 wenanndt minseuataadimmnIaisuudasidamumngnaal eafiiu nafia e
v v v A A . ¥ o a a 6 o
wazmstnetn-theeen Wanaudsifeuld (updated time) Fednavasmianziuuuiiaed
a & A o | [l A Ao & a 6 A 0 v o . .
waafis Afe Industridindasfiinneniiees Seunltiaanlunsduine (computational time)
wiu  lasawizadids  Weszunzneudismndnidudwonann  uazmle  Wamgmaniiing
USni/fenuuuiiuga (stochastic)
o A A a & A a & o & a a A
missesaslionwadamaas  iiatialumsiensiuuuiiees nolwBmnuuazie
o 2 & A o & ' . . . < ad A Aa o o A9 o
e HugIdndu nIUszunmuuug  (pair approximation) Lu3Asn1IMisna NIUTTUUN A
AMuAAYIUANNFNRUTNILLLIADIMazILDE wnszuuimsauls Iienuddyiuanuduius

a

{ o & [ & ' o a & a
NiduALFIUL wiadnnuloslonuunTu 131 ANNFNARTLLLEIN LARINITIVENBLUIAAEINNT
dranawungdaldld  Taghigeonin  Amasanadnsuzdifeionit  moment  closure
approximation 1ag) mean-field approximation 1% moment closure approximation AUAUN 0 U pair
approximation 1T moment closure approximation AUALN 1

Tasya 'l gmﬁm%‘umiﬁi:mru,LLm_lQﬁ’nmvlﬁﬁnﬂmim@hmﬁﬂL"’Edﬁuﬁ (space averaged
value) uadnsulasemsised ;jﬂuanm:a%agméw%’umsﬂi:mml,mug;a’mﬂ'ﬁm@hmﬁm%amm

' & . A = A Ao @ o £ Ao o & ' o
113zLilu (probability averaged value) mLﬂumﬂuﬂﬂEmanﬂ@wwmmu mmmmamﬂmaglmmu
USygen anuuandniusznihdsnlflwineinuinulessnyidoh Ade wineiinud duanu
lFmauanuasaunuy maldidanlandt udazqa (site) azianlosiuaalndifsg (nearby neighbor)
& o A o A ' o o ¢ i A Ada A ae & o
Wudwuiing nu delddesnuluanudunussznine®iiziaausssumd dulasemiiud X
vanwazlinauanuasihes nalalamaldudazaamunnisenlsanugalndifos dadoafaiun

& a £ a a A 'Y a_da v o ¢
Lﬂuvlﬂ@lqllﬁiillﬁ’]@&lqﬂmﬁ 2INLD ﬂim%i:uuﬂi:ﬂauvlﬂmUﬁuﬁ‘ﬁﬂ“ﬂ&lﬁmuﬂ’l‘w WREAIIMVURUNUD

@iaﬁ'ﬂu%amgﬂuuu gﬂﬁuam‘*ﬁ'ﬂqmuﬂuﬁaama"uaqszuuﬁﬂizﬂauﬁayam%ﬂﬁﬁamummmﬁ'u
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4 wuy (i j, k 1) 1oand i k uag | d9RanuFNARSAY j fmmmauwuﬁﬁmvluﬁg@ﬂumsﬂs:mm

WU 16 jk ana3d
U U U

o [

mﬂmiﬁuﬁumuﬁffﬂﬁﬁm%ﬂumnﬁﬁmﬂaqﬁmﬁm?}uwuiﬂ Iiniduwanungy  @ad

d‘y IS' &) a dl o a ' Iﬁ' o a a 1 a o = v
NWN  (space) \Huiaapna @@E]iﬁ:‘]J‘]JV]W’JﬂL“lI'm']aGN%SL% INETH  JTWIIYNIIFANBWININATY

INBIMNIIZLN@ (epidemiology) [1-4], fdInen (ecology) [5], LazIT@UINNT (evolution) [6] 341610

mﬂﬁﬂm‘sﬂi:mmuuugmﬂ‘?uﬂs:qn@ﬂ“ﬁ

1.2 Jandszasn

1. Lﬁaﬁ@uuﬁ%msﬂizmmuuuﬂ lagltmsuanuasanuiands 2t msuanuad
aLWNUIN (multinomial distribution) WaZNTWANLIT s (Poisson distribution) ngwlu

mia%agm

Ada

2. e ludszendld Tummndenlanvhlddifienduunidslomtvesdeliziaauiu
wan (altruism)  awInagIeavhunaIFiFIan hiviuundslomivesdeliTinow i
AN (non-altruism)

A a a P A a A o ° A o

3. WsuAsswamsienzdnslwdmaefusndeaiaraswuudieas NlEnsdszan

LUURNAIAARE LLﬂzLLUUﬂ’]i‘U‘SZN’m}oLLUU@;
A a a & < A a A o ° A Y
4. WaUREINANTIATIZANS I BIN B uaztEIALaIVaIRUUTINEY  NlszanmaIuns

ﬂszmmuuuﬂﬁu@ﬂ@mﬁu AL HaININNNITHINLIIANM NI T UNE1IN Y
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1.3 sz guinIvY

1. @nwanasdayauasnanuidsiingfosnunmsdszannuuusd  (pair  approximation)
WAZWOANTINY VRINTAAUUY altruism

2. ﬁ'@umgméw%’umsﬂi:mmmuﬁ TagiinuwiAaFaImIwanuadiiaaungie

' '
va a

v o a dl 2 i A o Aaa = : &

3. swwuudeesuaafio ieldlunmsansmitenlanilwmliieniduundszlomives
A Ada A o . ' . A Ada A 1 & : & A Ada
faifinowdunan (altruism) agvaavhunasilianliduuidsloiuedelidia
awdunan (non-altruism)

o U { o tg/ Y o v v v o a

4. dhnsdsznawungniawau sndszgndliiuuundiaesdiedu udviinsienzdim
A ' . A A
Gawlulunisegseaves altruism luidnnu]

5. avIseuanugndasveiienlanldnumaiienziuuuiiaesluBdiiay (simulation)

6. pulAgINansATEENS B e ussBiaierrosuuudisey  Alemadszanm
LULRINIANARY uazuuuMIdszinauuug swiasnannsuanuasiisg

7. foufsananieneindlndimnejuasdiinasasuuuiiees  Nlszanmainns

yzan fLLLL‘]J‘]_IﬁZj AL HEINNINNTUINUIIDLWNUIY LAZNITLINUAIT I

1.4 HANIINARDYI

° a & . I3 o A A9 o aa a v
LUUINRBINNAUWAAIRAT (mathematical model) LﬂuLﬂiE]dll@ﬂl“ﬁﬂﬂﬂ?ﬁiyﬂ?lu“ﬁ’)@]‘ﬂid [2eHd!

=

gﬂLLuwaaaumsLLa:gm@m6] i

@
<

in9auds  (variables) @UUILEIN  (parameters) UAZAIAIA?

[

(constant) ludfagtiufiinafialumasisuuuiraesfinainnats dmsvlasinnaideh fauduinaiiaf

sunusine lasnuumdaTesiud lasuuudiaaadainue (deterministic model) nIInNudagua

(9
o o

ww uniinnuludngantein uuudaesildaunmsuuueiiais (mean-field equations W3ia moment

(2 '
s e A a

closure approximation auauf 0) uuuuiraasnlilianugaunuiniey wanzdnsultadune

@

ANyt lumwnseszuudvmalunguazaulatayaszaudzmng - adsbifianamndaims
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Anmduasiasamizi (local interaction) MIUszaNMMMULE (pair approximation) Wuiudniins

4 4, o o o P o % ' 4 a & 4
ﬁudﬂu’]ﬁ%lﬁ] I@]EI'Y]’JVIJJ gmmmumsﬂizmmuuuﬂuﬂmmm"l,mnﬂmimmmammwuﬂ (space

[ [

averaged value) uddmiulasimsidei flivazaiigasdmiumadsznauuugannmdnaiy

A ' I . ° o A o &
TNzt (probability averaged value) Wni T,cﬂqummuﬂ'ﬁﬂizmmmug WK lag

[

lEnsuanuasnuutwnnsis a9t

U]

Theorem 1 hwuald Q (1) Wa oXx = j Imsuanuasuuy Poisson(u ) lasf u = azle

<Qei(|)>ae:ij: ,uIL—li—l ::

Theorem 2 188 v |, uaz |, Wil i fwualsk Q, (I,) waz Q,(I,) e ox = j Imuanuas

I’ Qs dl I i Y
LU Poisson( 4 ) wae Poisson( 4,) ANNRIGU lasf U, :@ 2zl
M, =1,

(Q,me, 1) = D) ol

A o & &

gasdmIumasznauuug e aul ddlndifsaiugasnldnmuanuasuoyaunwuantiy az
Qs & A U et a Q‘d‘ [ v 1 g:
danufiiosraulssindfigmagdnaminriug
Wathlddazendldiu SIS epidemic model Muldaunfgiuiiin dasnsiaizauazdninis
1 A Lo o C P i o a 6 ' a P [l ¥ A
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o J 1 ' QI o Y Y g: A o é/ 1 g; a 1 el ] o v
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wIszunavaase Tadulylése NI ARSI TagmIwnIszUaUad oL wwuy

1 v a l:ll Qs ] v Qs s 6 A ] a Y v
ndu  daznaudisaandnfianduegingg Auuoueamass ([I1<[II]) Seliaansnaiunsldeae

v
A a

suMIenady W O =0, uannik IesugavadinliEausudasd luuundaesilinng

Urzanauuyg dwiiasnannsuwanuasaiunmuuazmnanuasissdeiidnndidueiu 89 Q Hen
J =3 l:l a Y J ) o
AU Jaauganazdfialnanuunndwsun
Ao A Ada AdA o . A A A . & & A a
MIIAUINMIVITINTIANTAN WU TIVNRBLATaYNG (altruist) LTudINgNI3BiN1ITINN

a & A a o A A a & e a
aﬂﬂiﬂﬂgm‘im%ud 'Y](ﬂi’]ﬂﬂ']il:ﬂiﬂﬁ&lE]'Y]'Nﬂm(ﬂ?ﬁﬁ(ﬂiﬂUjﬂﬂqiﬂizuqmwﬂﬂﬂlfﬂq%?U LWTWNFI']?IU\T

o o A a ¥ o o o & o A o X % A
ﬂ’J’]SJaﬁJW‘LLﬁFVINLﬂiBIUV’W] i:UUﬁLLNﬁ]:SﬁU‘UB% LLGlﬂmﬁJ’ﬁﬂ%’@GliﬂW%mﬂ‘ll%11’11‘]?1@ ARRE]



o @ ad . a @ a WV A @ A A
FINIUNTIUN 1 altruism UNANILNUADBAIINITILNG LLmvlmJNaﬂi:‘numaam’m’]imﬂ L\‘]ﬂ%vla“ll‘ﬂ
o wa Ada . . ' a Ada . A . A
Y]WI%&O;J“E’J@]LL‘LI‘U altruism ﬁ’]lﬂiﬂaHia@ﬂ’]uﬂﬂ’mﬁ@u"ﬁj@]uuu non-altruism fa Invasion exponent N

dtduuan las Invasion exponent Winfiy

blq¢|A (IUARA (/uARA + 1) + HUaratan ) + % Uyialaratan

C
+ % Uyn (:uNRA (/uNRA + 1) + luNRAluNA) —COyakan — E Uyatian

A AN o o o A o X X a., ) A9 o
Haulanldnngasdmivmadsznaumuug iWauniui Salndldssiugariliniuanuauunaiun
Qs =3 1 Qs a AE { v v 1 g;

WINANTIY szdnanuiliedenauL s Endng magdaninin

° o ad . a | NI o a P P

fMWSUNTAN 2 altruism AnanTznudasannIans ueilinansznudesannaiia Heulaf
MRFIITIAUUL altruism snanInagaaunas&Iliziauuy non-altruism fAa Invasion exponent &
ftduuan las Invasion exponent Winfu

R
deqA|A —C

dl dl v o Q- |lﬂl L J d‘y = et dl v
Hawlafldnngasdmiunsdzanauuudiiawdni  mleuiuganlsnawanuasuusaiunua

(el ol

1.5 aqﬂuaﬁmsnﬁwamiﬂmam

WUUFRIN T RUMTUULALAAE (moment closure approximation 8#aUN 0) &1XNTDETLNE
ANUFNAUTLAETINTZAUUTETINTIAA Lol liaNTnesUNuauaINIoanIzN (local interaction) ‘Lo
Tuwpnuz? wwudraesnlFnisUszanmiuug (moment closure approximation 8uduf 1) azaanInuan

d‘ v o & A WV v A oo £ @
madasuulasmasanuduiuinawuniasuazuuug e lasgasnsdzanauuugnldwawan (15
mauanuasunuiieg) ww Sanuedsainuganlinwanuasuunawnwn dauandnsagfien
L a nafai [ v 1 QII 1 g; dl v
fulszAndngmaddontinendsg wued  gasmadszanawuugnanlinsuanuasuuuamny

A [ A A Af o P
uwaznswanuasnuuihsanwiioutn (e Q fidanng lasgaflinsuanuasuuuaiunmananzd

aAao o

ﬂzlﬁﬁu wuudnaasLaanonisiwiniNantuasn  Tuamed fﬁ@]iﬁI“ﬁﬂ'ﬁLLﬁm LUV ITIRNNEND $1°ff



o Ao o v lo & w A o a AN o o & A
Auszuufidwwdeuiulisuiudosnn defvasgasmadszanawuugnlaiamwdn fa awnan
illfrudsingminllag fdannawasuuladldiumansznuangagseud1s a1fisu spatial SIS
epidemic model L evolution of altruism
Spatial SIS epidemic model aand bl AW MIUNTTzL1OVRITD MTaaursaTeivlalanns

A @ A A ' o ca A A £ o ' A
aafanTIunIFsAN inzilauagrantnamann Adilamadalinanniudis usznmauwiszuned
ANBULUUUARRLADT
§WMIL evolution of altruism Fawlafivhli&diTiauuy altruism &anInagraavimunand

A Ada . . & & P a ~a A . ' .
RINUDIALLL non-altruism Yad Hamilton uuLﬂuLWUdﬂimLﬂW’]gﬂim%uﬁ LWi’lzagluEﬂLLuuamN’m

Watipunudaw i e

1.6 DatanauwsdInsuIIwIvaluanian

® Wau1gas moment closure approximation 8uaugs tNalFiuszuNawlanNNFURUTN
AANTILALILAEE

o lunsfnsusngmsoinmefinaingt wenanazditsFesmaiauaznisansuss msdg
A' ol v v A v & Id 6 o s d'd ] d'
fugw  lidazdodwledeeen  Adudwngnssiidgniinsdenmadfouudlasas
UyzrnIany

e shlihwyndldiudaymaug Ndannaisuudasldiunaniznuannaiiagsaudns
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Research Content

2.1 anydAyuaznavasilynd

FrarounesIe 1970s Lmuﬁwaadmamﬁmmam%‘ﬁ'l%a%mﬂﬁiwﬂgmirﬁ@m6] ungniEue
lugﬂmaas:uuaumﬂ%amgﬁuﬁmi@ (system of ordinary differential equations) %aﬁ'ﬂ%:zjamn
dudan awldaunsamdineuld nouiBigmnin (qualitative theory) ?ﬁagﬂﬁ@um%u Watianld
AnNNANTINVRITTULAENMATIRURUTANGTY 0Tl MINIIAFNaR (equilibria) WaTAMAIATT

(stability) 1899AFNAR UMK WONIING s:uuaumn%oagﬁuﬁmﬁ'cylwﬁ'aoLLsn6] goiduaumInyy

¥ '
v o A A

ALady (mean-field equations) filaildanuddniuiun udsulatayaszaudszming molditeuly
7171 snBnudazdmansnnudziuldatnemiy (well-mixed) Tanuluianavasfsnaansnunim

% P a4 A d P o aaa a ' P a o aa @
vL@]ﬂ'TEJI%J’]']’ﬁ%Z‘]J@] TUL&IQL‘IJ?EJ‘UW]UUﬂ‘]J‘].]Qﬂ?EI']LﬂSJ PWNUIT InauNUszrnIlauaInignsian

(interacting population) b mminl"ﬁﬂgmiﬂi:ﬁwaama (mass action law) adunela e sruy

L-ning-a g -aln-
%:bz[NlNz]_dz[NZ] %:bZ[Nl][NZ]_dZ[NZ]

da [N,] unudwwvesdszananda (prey population), [N,] unudwinwesdszanagdsn

[

predator population), [ N,N UNUIIWIBVBIN LRz N awasNsenNdans  (predator-pre
1N A Yy

interaction), B;,b, uwnusaTIMIAAWTITUTIATELNED  UATEATIMILAAVRILEIaWREININ
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m’mamgitﬁmaammi awdeu waz d,,d, Lmué'm'lmsmwaamﬁamﬂmigﬂa"] URZDAIINTT
msmuﬁﬁumamaaﬁﬁh MURIAL
luanuiduases  duasnsoudefiinainen  (ecological interaction) @ filiu  nIaAbe
(predation), NzU3&@ (parasitism), NIWNIIZLNG (epidemic transmission), NNTUAILEINTNEINT
" A o ¢ ) o \ Aa ' a & A .
(resource competition) WRZNIIRUNUD (reproduction) anusluﬂqwwmm']mwmwuw (spatial
& ' & o A & A A a > v a Ada A Ay e, o
scale) LaNNIUszNININNG  uazTBYSLTINRNazEIlANURATYIIN Fiidiaindeuni ladna
(limited mobility) lwnydlirud mia%mUé’umﬁ%mmmﬂs:mﬂséﬁﬂﬂgmim:ﬁwaamaﬁﬂﬂﬁaﬂ
wianzan il a.a. 1969 R. Levins lasisnansuwuudiaeadiiuiuuuySens (implicitly spatial
A v o a9 A X o - SRV VR BRIy P v o & 4 '
model) smgﬁmnmlwa metapopulation wuUdaashudazaslidaaudsninertasnuiundang ue
Uszmnsfilagnuiseamiunguies watwg ngu lasfinsthadi-thosenidudnseuszniinga

' ° a & Ao % L. . &N o o a X A & A
AN LULINADILTINUNTALLIN (explicitly spatial model) ﬂvlﬂnamm@mu aandatdu 2 wuy @a wuy

[ P

' '
a a

A A P g T ° A A A & o ° A
NUNGOLTHEY  WasLULANUN ldaLhas  LUUIIRaINNuNdaLiia I uﬂgﬂmLaualugﬂ“nadaumiwm
mi,ﬁ'u‘ngiiail (partial differential equations) L% reaction diffusion model Farhuaualay R. A. Fisher
P o i o A a o S8 o o o A & .
Il a.a. 1937 wuudieesdszinni wdaaulTezibasn sundasltnaniiaassisluns
a € a o 4 o et ' P A A9 o o P . . . ¥ o
NANATINEY TedasdTuanuaaiiasvasnunbiiluuuulidaiiias (discretization) autednna
YDIFNITIOWSVDIABNNUADS  RINLUUIIAINNUN baldiaLitaathis ﬁmwﬁwLauaiugﬂmamumﬁmm
a . A Y Y o { o o @ a
waafie (lattice model) F9sznavdIuan L& WAz lATIRIIIIUTETININUUANNFUNUTURIFNIEN

LARZAY AILT

o T
.

&= = 0—

NN LR LA Linz901NTINTIATha A v3a N ATaUATEd WIB "laigﬂlﬂiﬂiaumad
&V o ' ' ~ A ° A . A A A, . @
e e atdlaationis las [A] fe IUVBIIALALT (singleton) NON A ATBUATES TITANTINAL

° ' . { o . @ o @ A f . @
6, [AN] w38 [NA] Aa $1waurase (pain) AN wWia NA Nilanuduiusdann aaudey Saldrinn
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| e ° . { v o . e A . . @ ) o & a
uazlyiny 5, [AA] fa $1wauvedd AA IanuduRwEdans Sadwinay 2 (deaiung 2 fiama),
A ° . Aa o o &4 o A A ) A
[NAN] @ §1mup89saa (triple) NAN Nilanaduwuaens Saviiny 2 uaz [AANA] wie
[ANAA] fAa $14IUB89F90 (quadruple) AANA %38 ANAA Nilanuduiusdani auday Feidn
WNABUAZIINAL 1 9NA2889T96% IS eIFYanEala1sg auaual laesi [A] Jouay
WinNU 1, [AN], [NA], [AA] §awauUivinnu 2, [NAN] J8uauiyinnu 3 uas [AANA], [ANAA] Jauau
Wiy 4 wenanndt minseuataadimmIaisuudasidmumngnaal eafiiu nafia e
v v v A A . ¥ o a a 6 o
wazmstnetn-theeen Wanaudsifeuld (updated time) FednavasmIanziuuuiiagd
a & A o | [l A Ao & a 6 A 0 v o . .
waafis Afe Industridindasfianneuiiees Seunltiaanlunsduine (computational time)
wiu  lasawizadids  Weszunzneudismndnidudwonann  uazmle  Wamgmaniiing
USni/fenuuuiiuga (stochastic)
o A A a & A a & o & a a A
misaesesionwadaeaas  iiNetslumAeeiuuudieas  NIlwBIngEussB
o 2 & A o « ' . . . < ad A Aa o o A9 o
A8 usIdndu nIUszunmuuug  (pair approximation) Lu3AsNIMINa NIUTTUUN A
ANuAAYIUANFNRUTNILLIADIMazULDg wnszuufidsauls Ienuddgiuanuduiug

a

{ o & o £ ' o a & a
NiduALFIUL wiadnnuloslonuunTu 131 ANNFNARTLLLEIN LARINITIVENBLUIAAEINNT
Uranawungdaldld  Tashigeonin  Amadsanadnsnzaifelionit moment  closure
approximation 1ag) mean-field approximation 1% moment closure approximation AUALN 0 U pair
approximation 1% moment closure approximation AUALN 1

Tasya 'l gméw%’umiﬂizmml,muﬁiTﬂm"l@Tannmim@hLa'é'm%aﬁuﬁ (space averaged
value) uadnsulasemsiied ;jﬂuanm:a%agméw%’umsﬂs:mml,mug;a’mﬂ'ﬁm@hmﬁm%amm

' & . A = A Ao @ o & Ao o & ' o
113ziilu (probability averaged value) mLﬂumﬂuﬂﬂEmanﬂ@wwmmu mmmmamﬂmaglmmu
USggen anuuandiusznihdsallwineinutnulassnyideh Ade winefinud fuanu
lFmauanuasaiunuy maldidaulandt udazqa (site) azanlosiuaalndifsg (nearby neighbor)
& o A o A ' o o ¢ i A Ada A ac & o
Wudwuiing nu delddesnuluanusunussznine®iiziaausssumd dulasemiiud X
vanwzlinmauanuasihes inalalamaldudazaamunnisenlsaiugalndifes dadoafaiun

& a £ P a A 'Y a_da v o &
Lﬂuvlﬂ@lqllﬁiillﬁ’]@&lqﬂmﬁ 2INLD ﬂim%i:uuﬂi:ﬂauvlﬂmUﬁuﬁ‘ﬁﬂ“ﬂ&lﬁmuﬂ’l‘w WRSAIIMURUNUD

@iaﬁ'ulummgﬂuuu gﬂﬁuam‘*ﬁ'wémlﬂuﬁaamwaaszuuﬁﬂizﬂauﬁayam%ﬂﬁﬁamummmﬁ'u
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.. [ , v o go . A o o Yoy ,
4 wuy (i j, k 1) 1oand i k uag | d9RanuFNARSAY j mmmauwuﬁﬁmvluﬁg@ﬂumiﬂs:mm

WU 16 jk ana3d
U U U

Ao A A A Y = v a “ a a ' o Ao L a & 4
nnnsFudwnuissiimdedullnfifssdaiududunut dnddenasngudiain wud
(space) fuilavsndandasuunwinanmaiawla  0filmu  WITEMIANBINIIEIWINENNNT
32110 (epidemiology) [1-4] feInen (ecology) [5] WAz IWUINNT (evolution) [6] 34 latunafians

ﬂszmmuuugﬁmﬂ%’uﬂszqﬂ@ﬂ%

2.2 Jagilszan

1. Lﬁaﬁ'@uuﬁ%mﬁﬂi:mmmuﬁ lasldmsuanuasanuiands afiitw mMIuanuad
aLWNUIN (multinomial distribution) WaZNTWANWAIT T (Poisson distribution) nzwlu
MIRIIGAS

2. Lﬁ:aﬁﬂﬂﬂs:ﬂqﬂ@ﬂ"ﬁ Tumsmidonlafivhlwaeifiefinundsslomivosfidiaauin
WaN (altruism) mmsnagﬁaﬂﬁﬂwﬂawéoﬁ%’imﬁiajL‘ﬁuLLﬁﬂiﬂwﬁma@%&ﬁ%’imﬁmﬂu
Wan (non-altruism)

3. fisudsamamaiensiislwdmnuussdiaamuaiuuiaes  Aldnadszano
LULRINIAARE uazuUUM ISz MU DS

4. LﬁﬂmﬁmwamﬁLﬂi’]tzﬁﬁ”’ﬂulﬁam}wﬁl,l,a:L%aé'f’sl,awamum‘ham fiszanmaons

ﬂi:mmuuu@ﬁu@ﬂ@mﬁu AL INIINNTHANLIAN VUL T UNe19 N
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2.3 suiaul5IY

1. @nwanasdayauasnanuidsiingfosnunmsdszannuuusd  (pair  approximation)
WAZWOANTINY VRINTAAUUY altruism

2. ﬁ'@umgméw%’umsﬂi:mmmuﬁ TagiinuwiAaFaImIwanuadiiaaungie

' '
va a

v o a dl 2 i A o Aaa = : &

3. swwuudeesuaafio ieldlunmsansmitenlanilwmliieniduundszlomives
A Ada A o . ' . A Ada A 1 & : & A Ada
faifinowdunan (altruism) agvaavhunasilianliduuidsloiuedelidia
awdunan (non-altruism)

o U { o tg/ Y o v v v o a

4. dhnsdsznawungniawau sndszgndliiuuundiaesdiedu udviinsienzdim
A ' . A A
Gawlulunisegseaves altruism luidnnu]

5. avIseuanugndasveiienlanldnumaiienziuuuiiaesluBdiiay (simulation)

6. pulAgINansATEENS B e ussBiaierrosuuudisey  Alemadszanm
LULRINIANARY uazuuuMIdszinauuug swiasnannsuanuasiisg

7. foufsINan e AN lndimnejuasiianarrasuuuiiees  Nszanmaians

yzan fLLLL‘]JlIﬁZj AL HEINNINNTUANUIIDLWNUIY LAZNNTLINUIT IS

2.4 janInaaag

2.4.1 Mean-field Approximation Model

o a & . & o A A9 o Aa A o
WUUSIRINIATAMEA3 (mathematical model) Luin3asdanltdnwdaniluiineie dae
JUMUUVDIENNIUALEATA g NANIAIMUS  (variables) @IWUSIETH  (parameters) UAzeidaIG2

(constant) uatfasnniymlutiassamuianududownn snadamaaidsdianusndudasiinue

a =4 { @ @ ° a & o ' ' o
ﬁuu@]ﬁ’]uﬂ’maﬂ’m“ﬂu Lﬁa'ﬂ’ﬂ:‘lﬁﬂ’]sﬁi’mLLUUﬁlqaaﬂﬂqﬂﬂm(ﬂﬂqﬁ@]%ﬁzﬂ?ﬂ"ﬂu AIDYNETY  LUDINRDI
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o

a I o o & P A ' S a o oA a
nuadiamanizasmmidaliulasaunmue  Mwleuaglwihidodofs  sruudfidiulsanue
(state variables) 3 @1 a9dalUfh anududuuasiivaavasis T (t) anudutuvaslulasauninue

lutii&s  (wastewater) W (1) uazennuiduduaaslulasaunsnualuasazanodn (soil solution)

S(t) wazdulsmimuianuduiusiuaszy

Q
! ol . !
! TN in wastewater |oW |
1 ——»
: : (W) |
: Tree biomass :
e ™ i
: yW |
: T |
i f(5) v i
! Y T | TNin soil solution | S
| S) |

Fig. 1 Flow chart for the transformation of total nitrogen.

melddasunfgundt  duFouszssazarsdnludenasssiinnaunaundunnlaiuoded  (well

. A A o A A ' a R a P ' v o
mlxed) RIDDNULUAUINAD vLaJ’J’]ﬁ]zf;TNu’]%iaa’]iaza’]ﬂﬂuluuilﬂml@u’]@i’ﬁ] AN INNLVN VWY

Tulasiaunsnualusih wle asazasdunazlinanedani (no spatial gradients of concentrations) ¥in

WLLuuﬁmaamomﬁmmam%ﬁ"lﬁ%’@a%ﬂumjuLmuﬁmau%aﬁmu@ (deterministic model) #3a &3

[ '
a - | a

WULANLRRE (mean-field equations) 7 hilRANudAALAUA Lwiausla“ﬁa;ilaszﬁuﬂizmm wune

o

aT

= f(S)T -oT

m (S)T-o

dw

~ _0- W
m Q-(y+a)

as _ o _f6)+_
dt—?\N YT¢S
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dadanmuaigidulavesirgndunui Snmaudsduassiuanudutusasiulanauniwuanagiu

AS

sIzaBdn  waziimuIngatunaemtlddiwmiuiing  Sadmuald f(S)=n ot
_l’_

g . A A A o v A A &< = '
wanand Msudad (conversion) ﬁ']@;mmiwwmﬂnﬂl,mvl,ﬂ I duannavasNriaan AYNWLIN
J [ ¥ v & P [l a v 2 o v
mua%lm_lmmmeu"naavl,uismﬁmm%mﬂaglumsazmmumal ek muald Y(S)= C+DS

las B,k,C,D fudasan le

Theoretical Results

d . . T w S k . Lo
Warhwualdh X=—, y=—, 2 =6, uaz E=— aldvnusumislndach
d__pxz _
dt (E+2)
Fo1-(@+n)y 1)
dt
dz 1 Xz
—=ry- b — ¢z
dt C+DQz (E+2)

Tafi x(0) > 0, y(0) > 0, (0) > 0 uazvSnwfifionuhaulalugaddinen fe

R ={(x,y,2)|x>0,y>0,z>0}

I3 v * Eo_ o [ @
Lemma 1.1 fnuald Q=a+y uaz 7' = F; fnsu B> o azldn
-c

d * x x 1 y
(1) Haesuaa E =(X1,y1,zl)=(0,5,Q—¢) LRND

[y * a & =
2 ™ f>0 uwsz y> Qe azihasugainiudnwiiga fa

(ry—Q¢z")(C+DQz) 1 Eaj

E;=(X;,y;,22)=( Qo Q' p-o
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pra —ox=0 2)
(E+2)
1-(a+y)y=0 3)
1 XZ
ry- b —¢z=0 (4)
C+DQz (E+2)
. ) « Eo .. . d
MRIMT (2) WUl X=0 wia z=2 = F; @anduuan Wa F> o) wszanaums (3)
— O
' 1 a 1 (2 * 7/ A
WUIN y = — LJalnn y =— W X = 0 mluaums (4) fﬂtvl,@] = Zl =—— LIRZIARUAN A
Q Q Q ! !

. * w 1
E1 =(X11y1121):(01519L¢)-

funu z=2 =

Eo 1 9
uaz Y = — adluaums (4) a2l x =
p—o Q Qo

AAFUAINNIIIG Ao

E;:(X;,y;,z;):((7_Q¢Z*)(C+DQ2*) i Eo j

Qo Q' p-o

Fyazflanununeneiiingn wa y > Qdz

Theorem 1.1
(1) 98NQA EI ﬁqmauﬁ'&lﬂu locally asymptotically stable Lfia L <o
EQ@+y
. 4 Py
e unstable Ll ———> 0O
EQ@+y

(2) 398NQ8 E; 15% locally asymptotically stable 18 ¢ +

ply -4 )(CE-DQz?) |

Qo(C+DQz)E+12")?

(r-Q¢)(C+DQZ) . =
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By —Qgz")(CE - DQz) <0
Qo(C+DQz ) E+12)°

Uz unstable Lia @+

Proof

ﬁ’]'ﬂiu 1)J bi t ﬂﬁ]@au@ﬂ E = ,Z —, ﬂa
(1) Jacobian matrix =(x,Y,,2)=(0, s Q¢)

By

Qp

E+ .
Q¢

Br
Qg
DQy L
Qg s Q¢) i

(C+

@9%% characteristic equation fa

e o-a)(a-a)(-e-1)-

EQp+y

A eigenvalues Aa 4, =-Q, 1, =—¢ uazr 4; = %—a azwnldin 4 uaz A, deuiu
T

o & ) . & | o Y
Ay muu’g@au@aanﬂu locally asymptotically stable n3a i Pnagny /13 m /13<0 waa

_Br <o eaugaaziilu locally asymptotically stable Tunianauniun _Br >0 wld
EQp+y EQgp+y

A; >0 eanugaauqaziil unstable

§1%3U (2) Jacobian matrix iaa E, = (X5, Y,,2,) = y—
) Qo Q -

) _((7—Q¢z*)(C+DQz*) 1 Ea]
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o 0 X
E+2z (E+127)?
0 -Q 0 (5)
3 p y g A (CE-DQ(z")?%)
| (C+DQz')(E+12") (C+DQz")*(E+127)? |

@91% characteristic equation fa

(C+DQZ)E+27)° | 0

(- /1){/12 + ﬂ{m p¥,(CE - DQz”) } BPEXZ

(C+DQz")*(E+2)?
fin eigenvalues Ao —Q waz 4, Fodunnvas 22+ pA+q=0 e

e .
(nggifzgi;V e g do o ©)

" (C+DQz')E+27")°
—pyp°-4g
2

p=g+

w4, = i p>0 yasuga E, 1w locally asymptotically stable luns

naunn 1 P <0 3asuqa E, 1ilu unstable

Theorem 1.2 3U132il Hopf bifurcation i #=R e

R:( PE(y ~¢07") + goQE +2')’ J
Q2™ (y —¢2") ~ po0Qz" (E+ )’

Proof

NITAINITIVRY eigenvalues Va9 Jacobian matrix (5) NxaaARaIIanlY (6)

%, (CE-DQz™) _ 44 By —Qgr")(E - 1Qz)
(C+DQz")*(E+12)? Qo(E+2)°(+ uQz")

Fu)=¢+

BEXZ

(C DQ *)(E *)3 fanduuinigua AT
+ z +Z

' { ' { *
anfuh Walnifauniilesuga E, lu (6)
wrasnanevas F(u) E, 9z stable t 4 <R uazazgayiasenuaiosn 4 =R 1a eigenvalues

s -~ a4 dF .z
a4y Jacobian matrix (5) UANZEIUIUANIN Hopf bifurcation 3zLna 1ia d_ #0 a3nh
H -
u=R
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dF QB (y-Q¢r)

du Qo(E+2)1+1Qz")°

dF __[,b’Qz*Z(;/—Q(zﬁz*)—Q;éon*(E+2*)2]2 40

du poQQz’ (E+2) (y-Qgr’)

lasan 7> Qe Weridu F 98ARIT] 4 =R 211 Hopf bifurcation theory [7] a¢ld41
1. 9asuQa E, 92 unstable §1 1 >R
2. ARU9A E; 22 locally asymptotically stable 11 1 <R
3. 9z3 stable supercritical limit cycle %38 unstable subcritical limit cycle 78U E; %o‘ﬁuag
ﬁ'ummmﬁmmaag@auqaﬁ' u=R

ayU il stable limit cycle oy E, dwiuedves 4 feglutis (R, R+&) dwiumee £>0

Numerical Results

u] 250 500 750 1000
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(b)

Fig. 2 The time series (a) and phase space trajectory (b) of the solution to the dimensionless model
equations (1) with #=0.9, =05, E=1, Q=1, Q=0.8, y=04, ¢=0.1, C=0.5,

and D = 1, where all state variables X, Y, Z tend toward their steady state values at the equilibrium

point (1.3125, 1.25, 1.25).
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(b)

Fig. 3 The time series (a) and phase space trajectory (b) of the solution to the dimensionless model
equations (1) with £ =0.9, =05, E=1, Q=1, =08, y=04, ¢=0.1, C=0.1,
and D = 1. The value of D/C is greater than R here, so that trajectory tends toward a stable limit

cycle.
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Fig. 4 The (f,7) parameter space when o =0.5, E=1, Q=1 Q2=0.8, ¢=0.1,

C=05,andD=1.Forz = =9 , the symbols for the curves in this figure are as follows
-0
. o(E+2")?
-: B=o, (&) y=Qe +M,
P
. . o(C+DQz )E+2")?
Oy y=Q@ , (+r y=Qu +(sz ( Qz )X ) .

BA(DQz” - CE)
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- . 2 AWy . s i pills;
ey wazenududuvedlulasaunsnualuasazansduld  addlsfionn  uwuudraesitlizunsa
Hhanldansouasisenanizn (local interaction) ta a1ty MsAn®1I Uszpinsiadaasnsen
(interaction) diariuadngly InsudeBeamnInunianananunialil nasNANTaTUTI9a1M1T9N
a & A & A o o a v & A ' ' & @
ssazmpduuazudanduduanamuladaiiui insnszanenuiniald adnels Wudu
nguinITT g (8,9] Hunmadnaninlumavasuuuiiaeaiiiui (spatial model)
wazmInafinasna llsanswamansvesdszansie (population dynamics of plant) Tiamnits
{ o v [ o a . . A 1% [
naasliagendouulasiainuuunandis (attice structured habitat) T9ilaznaudizga Liw waz
lassasvasdssnninuaad iRusuasisonamzi \WaQILUULLEIAUN (spatial pattern) Tun1s
nszneawadiun laganzadneds MITeNEUMATaINAILAB T URINTUAAZ A (size distribution of

clusters of individuals) lasdudsamusinguinissrndiuiioalfizegludvasanuieziunio
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2.4.2 Formulation of Pair Approximation

2

° AL A . oA o ° ° A . A
LLUU"%']GQ\‘]‘WW%‘Y]VLN@IE]L%E]\‘illﬂgﬂ‘l«lﬂLﬁuai%EﬂLL‘UUﬂla\‘]LL‘]J‘]J?]']@BGLLE‘W]W‘IT (lattice model) avznay

dp1a Ju uazlasiaiseslmnifiuiuanuiinussassandnudazds laodyansainaisian

il
X, €
oX, o€
oX=I
oe =ij

[i]. [ii]. [iik]

Q,(). Q, (i)

AUNBT 39 (site) wazg (pair) MuSA
WNei A0IULVBIIN X UATEDIULTBIE € AN
WO B0NULVRI9A X AB |
winefs sonuzasg e e ij law g fe yaUmesvesd e Alanuz fe
& a_ o = ] aa a .
uaz €; fa gadanuBndnowilsnasg e Nillanus Ao j
wineds Susesgenilaniue fe | Swusesgniianius fe ij usz

wInBeIaNaa (triple) Nllanus fa ijk awdreu

'
A

AN wnaneginafsige X wazaa € FoRgous Ao i
AURI9U

& o aa = aa - K a °
RUUDN "ﬂ’]ujuﬂﬂad?@ﬂuﬁﬂquz | Gﬁdu?‘@ﬂuaﬂ’]uz J a%I"lJ’l\‘lLﬂEI\‘lﬁ]’lu’Ju
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wineds Susesnenilsniue i Sallyendlaniue j egdrafusduwom
a aa i a o
n 90 uazlyenfianme K agdadusduwin m qa
2 d' ' aa -
winody ALaduwas Z, vaunaeea X Allaaue i

2 = \ . aa --
RUYDN ALV Ze_ "/]']Nﬂﬁ‘n\‘iﬂ € NURDIUE |J

=2 ' P o aa = a -
RUUD ﬂ’]Lﬂaﬂma\ﬁ]’]u’Ju?@ﬂuﬁﬂ’]uz | ﬂa%m’]ﬂl,ﬂﬂﬂ?@ J
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<Qx(i)>,-.n wineis duadprasiuugandaniue i nagdaifssre X Llallyaiil
Glapl T a%iﬁﬁdLﬁﬂdﬁ]]@ X LTui% 9119% N 39
- =2 ' P o aa > SR a A A aa
<Qx(')>,--n o Wuge dlafgvasditwIuganisnue 1 Nagrnanesge X Wwaiyaind
some | uaz K agd19ifiusae X 15unn $man N ouaz m 99
ANE1AL

N AU $1UINLITINNINIRNG (total population size)

'
A

wineis Suganeginudene X
Wiuis SIwaisva43adnaLfis (average number of neighbors)

g, PYGILK! [i]/N (global density)

ay; wawdi [ij1/QLj] (local density)

a o

suN@gIn NEg wazgas ndumadszanaunyug lasldmuanwasunuiheantiy i

af v f A . A o 4 . |
Assumption 2.1 sundld Q (i) Wa ox = j Hnmswanuwasuuuiihes Safdadsriii ﬂ:%
J
> e—)u/lm
%38 Poisson( A ) asnu Pr(Q, (i) = m|O'X =j)= — iy m=0,12,...
m!
O

Lemma 2.1 fwuald | =i usz Q (i) waz Q (I) o ox=j fnswanuasuuy Poisson(A)

uaz Poisson( 4 ) @N&IGY Taufi A :m Uz U :m a¢len
[i] [i]
e—l n

#uiu n=0,1,2,...

PrQ,() =n|Q,() =m,ox= j)=

n!

Proof

Pr(Q, (1) =n|Q,(N =m,ox = j)
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Pr(Q, (i) =n,Q,() =m|ox = j)
Pr(Q, (1) =mlox = j)

Pr(Q(i) =njox = j)Pr(Q,(I) = m|ox = j)
Pr(Q,(I)=mlox= j)

Pr(Q, (i) = njox = j)

e A" ,
= I (371N Assumption 2.1)
n!
|
Lemma 2.2 fwmualik Q, (i) ifla ox = j Imauanuasuuy Poisson(A ) lasft A = [IJ] azlén
e—l/»lm
[I]i:m - m| [I]
Proof
[|]i:m = count of {XZQX(i) =m,oX= |}
= Pr(Q, (i) =m|ox=1)[1]
e—llm
= [l] (37N Assumption 2.1)
m!
|

Lemma 2.3 fvuald Q (i), Q,(i,),....Q,(i,) ila ox=] Hnmsuanuasuuy Poisson(A,),
ihJ] 4
il g,
[i]

Aj_mlﬂ'zmz-“lkmk —(M+ A+ A )

[ :lil;ml,,..,ik:mk = me [I]

Poisson( 4, ), ..., Poisson( 4, ) au&au Tapdi A= n=1..,k aldi

Proof

D som,

= count of {X Q,(1)=m,Q,(@,)=m,,....,Q,(»,)=m,ox= |}
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= Pr(Q,(i,) =m,Q,(i,) =m,.....Q, (i) =m, [ox=1)[1]
= Pr(Q, (i) =m,|ox= ))Pr(Q,(i,) =m, |ox = j)...Pr(Q, (i) =m|ox = D]I]

m 2 m, My
_ Ayt A ef(ﬂl+h+-~-”«)[|] (370 Assumption 2.1)

m!'m,L..m!

Assumption 2.2 §wmiunnewes k aldin Q (k) uaz Q,(k) e x=zy azdsszdanu
(independent) Wiz laifinaiBonlasunusmunis (no triangle connection) uazaasasaala g azla

Tauloeanuunnnin 1 1&u (no multiple connection)

O
Assumption 2.3 §1%3U o€ =ij 3¢ldi Pr(Q, (k) =q) =Pr(Q,(k)=q |Qx(j) >1)
Cl
Assumption 2.4 (fevzuufawa N @slngann (N> o) immanndzanmdiais <ZX>0X:i
WAz <Ze_> _ladhsdanenionmaesdd E, (Z,) wez E, (Z,) anwdreu
i/ oe=ij 1 2 i
O

Lemma 24 fwualv Q (i) uwsz Q,(I) o ox=]j finmwanuasuuy Poisson(A) uaz

[ii] [1i]

Poisson( £) e lapfl A =12 waz g == azléi
[i] [i]
uom
: Sl
Pr(Qe, () =mloe =1)) =1 -/
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Wwasan Q, (i) usr Q (I) We ox=j &nsuanuasuuy Poisson(A ) uaz Poisson( i)

Proof
Pr(Q, (I)=mloe =ij) = 210
O > Q.0)
oX=]
AURIAU

=i ud aldin

Pr(Q, (I =ml|oe =ij)

(], ZkPrQM)=KQ, () =mox=])

[i] iikPr(QX(i):k|o‘x: )

[j].. ZKPr(Q () =Klox= )

k=1

U1 SkPr(Q, (i) = Klox = j)

— [j]lzm — eiﬂ/um
[J] ml
=i ud aldi

Pr(Q, (1) = m|oe =ij)

_ il m

0T Skpr@, 1) = Klox = )

e—ylum—l
~ (m-1)!

(37N Assumption 2.4)

(370 Lemma 2.1)

(370 Lemma 2.2)

(37N Assumption 2.4)

(370 Lemma 2.2)

Lemma 2.5 fwvuald Q. (I,) usz Q. (l,) Wa ox=j Imiuanuasuuy Poisson(gy) uas

Poisson( 1,) ewEey lafdl g, = [I[k_J]] alddr Pr(Q, (1) =m,Q, (I,) =n|oe=ij) e
J ] ]

Ly e ' = o g
Winnualad1wits assia bl
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1.0 da I, =1, ud m=n
2. Pr(Q, (I)=m|oe=ij) e |, =1, usz m=n
]
e*(ﬂl*ﬂz)ﬂlm—lﬂ;

Wa | =1, uae | =1 (Rasosnguwi@anu smiunsd
(m-=-1!n!

—(y+up) ,,m n
e ity /’l]_ /'12
min!

»>

d g o
Wa | =1, uaens | use 1, 1als i

Proof

7o 1 usede 2 1uldamunguianuiiazi

Tunsdidl | =1, desan Q,(I,) waz Q,(l,) ila ox = j Hnsuanuasuuy Poisson( 1) sz
Poisson( 4,) 1@ 31
PrQ. (1) =m, Q, (I,) = n|oe =ij)
= Pr(Q,, (I,) =mloe =ij)Pr(Q, (I,) = njoe = ij)
=i w3e |, =i)us azlddn
Pr(Q, () =m, Q, (I,) = nloe =ij)
g ()

m-1_ n —(m+up) ,,m, n-1
. €
M, (#38 e W ) (31N Lemma 2.4)

(m—=1)!In! mi(n-1)!

ueith | = 1, uazna | uaz |, s i us a2len
Pr(@Q, () =m, Q, (I,) =n|oe=ij)

~(+u) ,,m N
e
= . Ve B (370 Lemma 2.4)
min!
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Lemma 2.6 o |,...,1, é9nuuaz Q,(I),...,Q, (I,) We ox = ] ImIuanuasuiuy

_hi

Poisson( 4, ), ..., Poisson( 24, ) enudney lasdl g, =222 1fa n=1,..., k 2<léh

Pr(Q, () =m,...,Q, (I)=m, |oe =ij) fenrnudnladnits adeldil

e—(/lﬁ-n‘*’ﬂk)

m m
1 Myt
m,!---m,!

da 1.1, s i

e’(ﬂl*n-*ﬂk) m

m.-1 my
My e B
m/!---(m, =1)!---m,!

dol =i
wa | =

Proof

I@ui’ﬁqﬂﬁm?jamﬁmmam‘

o % a = oA a I %
Theorem 2.1 muald Q (1) We ox = j Hnsuanuasnuy Poisson( ) laaf ,u:m 3¢l

<er (I)>ae:ij - {,ult—li—l : i :

Proof

<er (|)> = é kPr(Q,, (1) = Kloe = j) (370 Assumption 2.4)

oe=ij

Wasan Q, (1) We ox =] #insuanuasuuy Poisson( /)

i 1 =i ud azlenqn

0 —H K
<Q . (|)> = 2Kk ° M (370 Lemma 2.4)
07 ey k1 ki
= u (1‘1? Taylor series expansion)

| =1 w9zl

<er (|)> .= éke(kflul)' (37N Lemma 2.4)

oe=ij
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0

= et +e
Sk-prt AT

e (,ue” +e” ) (am

Theorem 2.2 1ila 3 |, uaz |, lil3 i dwmualk Q (1) uaz Q,(I,) e ox = j Imauanuas

o Qs dl I i U
WUY Poisson( 44, ) W& Poisson( 44,) eu&1eu lash 4, :% 2léin
J

it =1,

<er (Il)QEj (I2)>Ue:ij ) {Lﬁ(ﬂl +1) k=1,

Proof

(Q, ()Q., (1))

oe=ij

= 33 mn Pr@Q. (1) =m,Q, (I,) = nloe = ij) (31N Assumption 2.4)

m=In=1
a A s oA .
Wednn Q (1)) waz Q. (l,) We oX =] §m3uanuasuuy Poisson( 44 ) ke
Poisson( £,) Mu&1aU

m | =1,

(Q, ()Q., (1))

oe=ij

0 o mnef(/‘l+/‘2)ﬂlmﬂ;

= > (37N Lemma 2.5)
m=In=1 min!
= U, (1‘1? Taylor series expansion)

(Q, ()Q., 1))

oe=ij
- mizlmz Pr(Q, (I,) = mloe = j)

24—ty ,,M
© Mm-e
= Z—'ul (37N Lemma 2.2)
m=1 m!

© m
— e_;ul m
Zm-pr
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= e (e + ule) @n Y"1 ' = e + e’

4 (py +1)

2.4.3 Spatial SIS Model

o A

The simple SIS epidemic model Lﬂmmm‘maamaﬂrﬁmmam"’ﬁﬁ'ﬂnummzﬂs:ﬂauﬁaU@T’J
utlyanuziisy 2 61 Aa S w3a [S] (susceptible individual) uaz | w38 [1] (infective individual)
Faduanusunuiuuuael laudannsdaise (infection rate) LazdaMImeLig (recovery rate)

s 6

& 1 Qs A K o a ¢ﬂl 1 1
luenninn ‘ﬁx‘ll‘ﬁﬁmﬂﬂ‘]ﬂm ,B ey O euaau L%ﬂx‘i%']ﬂﬂ’“liLLWiSZ‘]J']@ﬁ]’]ﬂﬂugﬂ% (human-to-

3

human transmission) 8814LT% Swine Flu a1aliannmMIguHaITalasasdLaz/vIanmsiuidafinszane

v

agluame [15] ﬂi:ﬂauﬁuﬁ'm,u:ﬁwmuwnﬁﬁiﬁﬁﬂmﬁ'ﬂdauagﬁ W lidasunSeunTarinau
Lﬁ'aqmmwmaagﬂ’smama:;ﬁuﬁa&isauﬁw ﬁ”ﬂ%‘déﬁawagm’h Sammsaadauazdasnismig
ﬂ’sﬂﬁ@huﬂiﬁumm‘im’swmgﬂayﬁag’saué”sm I
B=b,+0bQ, (I) usz 6 =d,—dQ,(I)

lag by, b, d,, d; 1Duennaaa wazuuDinaasfimanzaulunsesunsanwmIaliaI TSz
wuugandszynalddae me:ﬁmsndnﬁammé’uﬁufﬁuQﬁuﬁagiauiﬁu 1 spatial SIS model a2
fdudsamusiintusn 3 &1 de [S1] [SS] waz [I1] %aﬁamﬂumwé’wﬁuﬂmuﬁ

ms”?ms’lzﬁﬁy’ﬂm%\mqwﬁLLa:LfﬁaﬁaLammaa SIS epidemic model filFNIUszR MMLLRNNT

Aady uazuuumadszinnmuug meldauudzuii Q, =Q uaz [S]+[1]=N Tasdaldi
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Theoretical Results

FUNIANFY ﬁ%ﬁfﬁ’] &l’]iﬂ%’]vl,ﬁ"i]’mfﬁ@liﬂ'ﬁﬂizw’] MLLUU@; UL HEINIINNITUINUIIBLUNWINLAZNNT

WANUAITITI AIuaadl Appendix B.1

Mean-field Approximation

Wariwualw gy; Newriny g FUNIANUFUNUT (Appendix B.1 version 1) azaunsnidouliag

a

1 dl U qu
lugﬂm AIRNNITUULA AR LA AIT

%Z—QQ@—D['W(QQZ— 1Q—2bQ +d,Q)[1TF +(b,Q+bQ—d, )[1]

nywn 1 b =0 aruqade
9 q

N (b,Q—d,)

[I]el’zzo’ Q(bo _dl)

nitin 2 b, # 0 9esuqafe

NL+N/L* +4bQ(Q -1)(b,Q +bQ —d)

.20 26Q(Q-1)

e L=-b,Q+bQ(Q-2)+d,Q

Pair Approximation

ARNAAVBIFUNNIAMUTURUTIU Appendix B.1 version 1 w1 ldasdh
nyan 1 b, =0 gaauqade
9 9

577 BGNQ=D _ (6Q-d)Q-DN
" bQEQ-D-d, (on(Q_l)—do)bo

nye_ NQ(BQ-D-dy) | (5,0-d)Q-DN
" bQQ-D-d, (b,QQ-1)~d, )b,

[Sl] EZ doNQ(bo(Q _1) — do) _ (on(q _1) — do(zq _1))(bon — do) N dl + O(dlz)
(on(Q_l)_do)bo (on(Q_l)_do)bo

d, +0(d;)

d, +0(d;)
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dgNQ _(ZQ_l)(on_do)doNd +O(d2)
(0,QQ-D-dy)b,  (B,QQ-1)—dy)B !

_ NQ(BQ - dy)(0,(Q-1)-dy) , (2,QQ-1)~d,(2Q-1)) (0,Q — )N
(b,Q(Q-1)—d, )b, (0,Q(Q-1)—d, )bg

[SS]:=

(e d, +0(dy)

natfl 2 by # 0 lisansnwnyasuqalugy explicit form ‘ot

#miu b, =0.3,d, =0.2,Q=4,N =100 2l [I]Q”z88, [I]§z121, [Il]epz 293
AU ﬁ;ﬂamqamadLLum‘haaaﬁl‘ﬁm‘sﬂi:mmuuuawmammay LLa:Lmumiﬂ‘szmmmu@;ﬁm‘l&i
wiiw waz [1]<[1] waasd dihsazimznguaglndg Auuuuadaiaas

Numerical Results

AWVBIRNNTANUFNNUT LY Appendix B.1 version 1

—y
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Fig. 5 The time series solution curves of the density of infected individuals (],. Parameters:

b, =0.3,b, =0,d,=0.2,d, =0 and Q =8,4,2,1 (from top to bottom respectively).
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Fig. 6 The time series solution curves of the density of infected individuals (],. Parameters:

b, =0.3,d,=0.2,d,=0,Q=4 and b, =0.9,0.3,0.05,0.01 (from top to bottom respectively).
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Fig. 7 The time series solution curves of the density of infected individuals (],. Parameters:

b, =0.3,b, =0,d,=0.2,Q =4 and d; =0.05,0.04,0.02,0 (from top to bottom respectively).
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Fig. 8 The time series solution curves of the density of infected individuals (],. Parameters:

b, =0.3,b, =0.1,d,=0.2,d, =0.01 and Q =8,4,2,1 (from top to bottom respectively).

EIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIIII

0 2 4 B g 10 12 14
t

Fig. 9 The time series solution curves of the density of infected individuals (],. Parameters:

b, =0.3,b, =0.1,d, =0.2,d, =0.01,Q =2 . Poisson (top) and multinomial (bottom).
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anfuldd wuaeshldnadsznauungiuamansniulgeiuadnngnisaliaundd

o A a & o o, & v A va ' o ' o
w litunazdaire h3alasnan mu;ﬁﬂamﬂwagﬂauum wazlonmalumstoazulsiuassay
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wanuasaiunnuazmMIkanuasthosdelidnlnfifoaiu dau Fig. 9 wazyaaugaazdaldnlndnuain
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HIUBLND Q EAMENRTANIN
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Wad 89 mmsnﬁnmlﬁﬁ'mzuuﬁé’@mmsmﬁﬂuLLﬂaovl,@T%'uwaﬂi:wumﬂ;‘Tagsauﬁnﬁ’ssJ doludn

o, do o & { o o aw
A0ENNTUTIUUINTY LNTIZNLITBINLITRIWINTT

2.4.4 Evolution of Altruism

o o P Aa Ada P A £ , ' A
fwmsudnngmIninsiinennaiFiaussia afimw va 19 do wsznanlu sautisnae

a a 1o & & s o A . o & o o & ' a
wiannd lanlidiefiadszlozivasduas adsanwuiveasduasldogsoaun lisunsnating
ladenguinmsfenssslasssswsn@ (natural selection) @ennlull e.@. 1964 William Donald

Hamilton [16, 17] lawgnwaiuiedangmsall @rwnguijisonin kin selection @&

{a o a

A Ada \ A A A a a Aa . . A o
RINTDIANA ﬂﬁﬂ’mzm"lEJL‘V\aaLﬂﬁafy/’]@ﬁ]zUuﬂauLﬁﬂﬁﬂz"ﬁ’J@mad@u (COSt of its own |Ife) LW@%'}UI‘M@’]@]

v

= J dl o & dl o QAQI adaa = [ & A
mamuugﬂmmumﬂmu I(ﬂilL\‘iE]%vl,“ll"ﬂ’]Lﬂuﬂ"DtYnlﬁﬁdlm’J@]uaQiﬁ]@] nea

br-c>0

'
a AdA

Wo I fa anuURURBINNLA30NA (relatedness) IzniNFIITIaNTaN WM TIOARaLAIERNE

altruist) wazESuUANNTIOWED b Ao fls (benefit) NEFUANNTIBWRo 1dTU war C Ao dunu
U U q

'
o Aaa =

(cost) TavFINTAANTANWITIBMABLATOQNA laBANNFNRBENILAIaRANABaUATAIELANZN

¥

$ o & A . A . & X @ ° a
LLUU%ﬁ\‘i MWW NIIATIIFDUANULNYIATI (validity) vaINHn Hamilton @32 %ﬂﬂ'ﬂil‘ﬁLLUUﬂ']aa@L“ﬁd
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o o P a P Y ' Y a Ada a Ada
FIRILITUUBLIAINeNUIznauay N i‘](ﬂ I@]EJLL(?I@%]I@]E]’ﬁ]‘g}ﬂﬁ]‘ﬂi]a\‘ii@]EJEN&I’IT’J@]I@]EN&I‘E'W]
A A & v o v A Ada Awme o @ & A Ada P A Aa A @ @ a
ﬁud%iﬂvl,&lﬂvl,(ﬂ mmummmwm's Elﬂ’]a\‘lﬁ"(%lﬁ]LﬂuﬁdN%?@“ﬁu@ﬁudﬂ&lﬂ’ﬁﬁuwuﬁiﬂEIa’WﬂEILWﬂLLaﬁJ
Buuane19nn 2 uuy Aa B N (wild type gene) uazBi A (mutant gene) IBUAIIBEIATLY
FUNIIHAN (master equations) leaauaaslu Appendix A.2
A Ada Aaa ‘Al a A & ' & A Ada o A g o Aa Ada
mMRINTIONNLW N Vlwwqmmmwmmmﬂsﬂwummmmmmamﬂu%an Iummz RINTDIA
dldd = a dl ~ 1 € AI ada a nﬂl &) s a € dl
nugw A qumﬂﬁuﬂmmmﬂiﬂwumamaum@lmamﬂumﬂ I@ﬂﬂamamaazﬂiﬂmumu@u LB
. A A a . . & g i o &
TILLRRBLAIBEYNA  (relationship) miumnam@gn (offspring) uazn1tUniavannsuaianiday

a o

wn o R \ = & a &
m') pAILLINIANaantdn 2 NI At

N3N 1 altruism ARANIENUADDAIINITIAA WA LNNNANIZTNUADDAIINIIALY
A Ada daa ' A A v & o A X % . '
FNTIANNEU A aﬂmauﬂs’mnmm:ugmaa asUuaaIIMILiadsgnaueaneie C (fitness cost) U

a dd‘ 1 G a vl J a 3 v ' dql
HUANICTILULAIDTN (R) Mugﬂmﬂmmmu maa:muvl,@mﬂaummavlﬂu

Bug o =b°+blTQ;(A)QeN (N)+%§5(A)QGN (A

By s = %%RN(A)QQN (A

By =2 +le§ A=Cq, a4 +bl%:3(A)_C Q. (N)
Do = +bl%:5(A) —Q,(N)



38

A o o a @ v v % ) % &
LSJa%’lEl@]i']ﬂ'ﬁl,ﬂ(ﬂLLﬂ:a@]i’]ﬂ']i(ﬂ']ﬂ?.l']\WluvLﬂLLﬂuﬂGIuﬁNﬂ']i‘ﬁﬂﬂ (Appendix A.2) Wiall‘ﬂ(]%’lg@liﬂ']i
ra o & % @ v o ¢ . . o
ﬂjzllr]mLLUUﬂﬂWWu’]muN’]ﬂizE‘!ﬂ@ﬂ"ﬁ %z%@ﬁuﬂqiﬂ?quﬁuwuﬁ (Correlatlon equatlons) @GLL&@GI%
Appendix B.2
A A o vaA Ada . ' ' A Ada . A
LG@‘I«LVL%YW]']EL%EN?JT'J@]LLU‘]J altruism ﬁ']&l'liﬂa%lﬁa(ﬂ‘ﬂ?llﬂﬂ']ﬂﬁ\‘]&l“ﬁ'J@]LL‘U‘U non-altruism @@

Invasion exponent ﬁmmﬂﬂ'nguﬂ 1@t Invasion exponent é’m'ﬁ%‘uLLuuéwaaaﬁl"ﬁgmnﬁﬂizmm

LL‘]_J'U@; AL HaIUNNNTUINUITDLUNUIN A

(Q _l)(bl(q¢|A (14' (Q - 2)qA|A +(Q—2_2)qN|Aj q§|A
+q¢%(1+ Q- 2)qA|N )qE|A) —CQya| Yan +qL2|A )

UREIRILULLSA aoﬁl"ﬁgmmsﬂizm RLLLIJ‘UG;]' AL HaIN1INNTUANULIITITI Ao

b1Q¢|A (/uARA (/uARA + 1) + HpraHan ) + % S PIVIITIVIONS

C
+ % Uy (ﬂNRA (/uNRA + 1) + ﬂNRA,uNA) —COyatipn — E Uyalian

N3t 2 altruism ANANITENURDOAINNITANY LA LNANANTENUABDATINTIAA
TTINdEu A axvienudaeadipradaTagnAunniaues aIRUaATINIALIIgNIRNGIY ¢

(fitness cost) A9aztRULFNFNNTAL LU

b, by
bN¢—>NN :aQeN (N)+ 2Q QeN (A)

b
bN¢—>NA = iQGN (A)

b, by
bA¢_>AA :EQeA (A) + 2Q QeA (N)



39

b
bA¢—>AN = %QeA (N)

dy,=d, - deeRN (A)

d, = d, —d,Qf (A) +¢

Wathdanmafauazdannmotaduldunuasluaunisman (Appendix A.2) WiaunsingaInis

ra o & % @ v o ¢ . . o
ﬂjzllr]mLLUU(ﬂﬂWWur]“ﬂuN’]ﬂizE‘llﬂ@ﬂ"ﬁ ﬁ]ﬁvl@]ﬁuﬂqiﬂ?quﬁuwuﬁ (correlation equations) @NLL&NI%

Appendix B.2

Invasion exponent é’(m%’mmm"ﬂaaaﬁl%gmmiﬂi:mmuuuﬂ' AWLHBININNNTUINUA

NN LAz THANUAIT I NNNY Ao

deqZA —C

o Y ) . ' g o A & a o &
®F1RIU  Simulation @]avlfﬂu vL@]ﬁJ’]"ﬂqﬂﬂ'li run IﬂiLLﬂi&lﬂ’]H’]‘ﬁ PILYYWITINDIRDIUNITITUL W
LLUUﬁ’]aaOLLﬂ@]ﬁﬁﬂﬂa WUy 2 ﬁa I@]ULL@ia$ﬁ‘]‘@ﬁ’]ﬂuﬂ1ﬁﬁLﬁaufﬁu 4 ﬁ]‘@ IR?szﬁ"ﬂaUﬁ']usﬁ/’]Uﬁ]zL%aN

o Y [ = A o [y ' d . .
NUYBUAIWYIN LLASVAUAIBUWNILLTANNUYBUAIWATS (2 regular square lattice with 4 cell von

Neumann neighborhood and toroidal boundary) msmfﬁyuuﬂaoamuﬂ'mﬁl,ﬂuvlﬂLL‘qu;m uaztIaun

luiSang

2.4.5 Simulation
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N304 1 altruism ARANIENUADDAIINIILNA WA LNARANIENUADDAIINIIAY

Event 1 Event 10000

Event 20000 Event 30500

Fig. 10 When N = 2500, Q = 4, b,= 2.0, d,= 0.1, b= 0.01, C=0.001 and the initial

proportion of altruists(red) equals 6 among non-altruists(green).
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N304 2 altruism ANANIENUADDAIINIIANY WA LUNHANITNUADOAIINIIAA

Event 1 Event 12000

Event 24000 Event 36311

Fig. 11 When N = 2500, Q = 4, by= 2.0, d,=0.1, d;=0.01, C=0.001 and the initial

proportion of altruists(red) equals 6 among non-altruists(green).
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Appendix

A The Master Equations

A.1 Spatial SIS Model

Version 1

d[S] Z z B
% - _ZJX=I J+ Zme:SI B

By RE+T A+, )
d[SS] 22 e 0Qy (S)- 22 oe-s1 PQe, (5)

A2y .0-25,, 000

Version 2

o a & & o , X 4 o o &
sanMIfaelunudwnvesgiashegsauaun asun S =b, +b,Q, (1)

o ! L o X . o o &
sanmamsthsliunudwiusesdihonagseudins aswu 6 =d, —d,Q (1)

%ﬂou]—danQx(l)Lx_. ~by[SI1-B[S11(Q. (1)

oe=SI



di] __dis]

dt dt

B4 m@E),,., +41Q.M0.6),., +bs(Q,®)
+BISINQ, (NQ, (8)) _ ~bISINQ, (1) _ -bISINQ, (1NQ, (1))
+d,[11(Q, (1), —di[11{Q,(NQ, (1)),

AS)_4,11(Q,5),.., - 2411(Q,0Q,5)),.., ~26511(Q, 5,
~2b[s11(Q. (NQ.. (9)) .

d[in]

o =2l 1(Q., (1)) +2b[811(Q, (NQ, (1) __ —2d,[11{Q, (1), ,

+24,[11(Q, (NQ, (1))

ox=I

A.2 Evolution of Altruism

d[N]

dt

d
E[A]

=INGNBusn )., HIABNBromn )., ~INI(dW),,.,

= [AB(baomn), ._p, TINGN D), .y, ~[AI(AL),

oe=

= [N]<dN >GX:N - [N¢]<bN¢—>NN >Ue:N¢ - [A¢]<bA¢—>AN >ae:A¢

B GV IC IO JRIN 7. [ OV N 1\7) (- W

ce=Ag
= IN(dyQ(N)),,_, ~INI{AWQ.(4),,_, +[AN(d.Q,(N),,_,
NG (BuynQ, @) ~INGI (b Q. (N))
AN (bponaQ, (V) +IABI (b Q. (4))

1A (b Q, (V) ~[AG1(br Q. (N))

oe= oe=Ag

oe=N¢g

oe=Agp
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oe=SI
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%= [AI{d.Q(A),,, ~[AI{d.Qu(#),,, + INKd\Q,(A)),,
HABL Dy Q. (¢)>Ge: " [A7] (bpsomQ:, (A)>(,e: o

TAB) (BugQ, () NGBy Q, (B)

NGBy @, (A))_ NG (b2, ()

oe=Ng

d[d¢5t¢] = 2ANJ{dyQ (@), ., + AANA,Q(4)),,_, ~2ANGI By Q. (4)

ce=Ng
NGB0, @) 2By 0, @)
~2[Ad)(by Q)
d[glN] 2[N¢]< NVHNNQ (N)> s + 2[A¢]<bA¢»ANQe¢ (N)>oe:A¢ - Z[N]<dNQX(N)>ax:N
d[AN]

=[A (B @, (A)  +IAI{DQ, (V) —TAN(A,QN)),,
NG (b, (A) | +INGI(DuyeQ, (N))  ~INJ(ALQU(A),,

d[AA]

= AN by Q () 2AAG (b Q. (A) - 2AAKdQ(A),,

B The Correlation Equations

B.1 Spatial SIS Model

Version 1

Lﬁﬂi“ﬁg@liﬂﬁﬂi:mmuuuﬁ AULILBINIINNNTHINLIIBLUNUIY FIda b

|
. |
Q) = ZQ() i

o’Xj



Qqh“ (QQZ)quJ =1,
2 (Q()Qu1)),.e; =7 Z Q(1)Q,(1;) =
o Q- 2)|Q||JQ|2|J o=,
~ Q-Dq,; +1 ;I=i
> <QeJ (I)>ae:ij _{ Q-Daq,; ;l=i
(Q-n! -
B (Q_l)qm (Q 3)|ql|j 'I1_|2
4.(Q,()Q, (1)) = Q-1
J o i o=l
(Q 3)| 1L1)
Tavfl q; = [[J]] aldaunannuduiug G
d[S
Bl g, 01-a.0m-blsi1-brs11(Q-vays +1)
diil_ _ds]
dt — dt
d[SI] (Q-1!
TR [SI]+d[I](Q 2),q”.qs“+b[SI](Q Dllss +BISHT 5 =5, Gusss
Q-1
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Q
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Q! Q-1!
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Version 2
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1.(Q),., [i]

1 lll = I2
2. <QX(I1)QX(|2)>(;X:] :{Mij:ll;_ ) o R

CROIS

4. <er (h)Q, (I2)> :{M(M +1) 5l =1,

oe=ij y7NA ;|1 * |2
Towdl 1, =M aldaunannuduiug G
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IV (1) I [Sl][sshbl[su[su[SS]_b[S,][
dt ’ ay "Is] [S1[S] ’ [S]
ISHsN(Is1] ) {10]
b, (5] ([S] +1]+d0[ll] dl[ll][[|]+l)
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B.2 Evolution of Altruism

N3MN 1 altruism ARANIENUADDAIINITLAA WA LNRNANITNUADDATINIIALY
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—2[N ¢]%,UNRA,UNN Hyp — [N ¢]6'UNAIU¢¢

—2[N ¢]%(/uNRA (Hnpa 1) + Hnpating ) Hyy

—2[Af] % HpaHys — 2[Ag] %(IUARA (Unga 1) + tpgabian ) Hyy

(bo — C)

-2
[A4] 9

HanHgp — 2[AP] % HaraHan Hyy

d[NN by
%: 2[N ¢]6yNN (,u¢N +1> +2[N¢]%/JNRAIUNN (/ur/ﬁN +1)

+[N¢]%)IUNA (:U¢N +1) +[N¢]%(IUNRA (tra +1) + IUNRAIUNA)(IU¢N +1)
(b, —¢)
Q

d[AN by —
% :[M]%ﬂm (:uafA +1) +[A¢]%'uARA'uAN ('u'/fA +l)

—[Ad]

Han Mgy + [A¢]%IUARAIUAN Hyn —2[N]d, Ay

(b, —¢)

+HAd]

—c
0 Hanyy + [Ag] % ( Hagn (Laga +1) + Lpga bl ) Hyn
(b, —¢)

—C
+Ad] T Han Mgy + [Ad] % HaraHan Hyn
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b
+[N¢]6°uNNu¢A+[N¢J%ﬂNRAuNNu¢A

+[N ¢]2b_é/uNA/u¢A +[N ¢]%(IIJNRA (Unra +1) + Liypating ) Hyn

+[Ng] Zb_OQ Hnp (IU¢N + 1) +[Ng] %(/’lNRA (ttyga +1) + Hnatina ) (/uqﬁN + 1)

—[Ald, A, —[N]dAya

d[cﬁA] = 2[Ag] .(on— c) Hon (t15n+1) +2[A¢]%(uARA (amn +0) + Hngattan) (0 +1)

(b, —¢)

+Ad] 0 Han (/Uq;A +1) +[A¢]%IUARAIUAN (/U¢A +1)

b
+HN ¢]60/JNAIU¢A +[N ¢]%(IUNRA (Hnga +1) + Hnpatina ) Hyn —2d,[Al A

N3N 2 altruism ARANIETNUADDAIINIINNY WA LNANANIENUADDAIINIILAA

diN] _ b by b
T _[N¢]QIUNN +[N¢]2Q/UNA+[A¢]2QIUAN [N]d, +[AN].d,

UL AT s+ s HINGITE 1 AN +C) 4[RO,

dig] _ _dIN]_d[A]

dt dt dt
dINg] _ _[ANJRINN] .
m =[NN]d, (N] d, —-[N¢]d,
[AN]r[N4] 4 [AAR[AN] by
+d1T+[AN](d0+C) d, [A] +[N¢]2QIUNA/J¢¢

—[N¢]%ﬂNN (%N +1) —[N¢]%ﬂNA(ﬂ¢N +1)

by by by
+Ag] E HanHyy —[A4] 6 HanHyn —[A4] 6 Han Hyn

d[Ag] _ _q [AARIAA]
—qt Al +0) -4, Al [A#](d, +¢)
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[A] [N]

by by by
+HAJ] 6 Hpntlys +[AF] 5 Han gy —AF] 6 Han (ﬂ¢A + 1)

b, b, b, b,
-{A4] 6 Han (/’l¢A + 1) +{Ng] 5 Hyattyy —[NG] 6 My Hga —[NG] 6 HyaHyn

digd] _ _,[ANT:[Nd] _,[AAR[A]
—gq = ANgId, -2 iN] d, + 2[Ag](d, +¢)—2 Al d,

by b b, b,
—2[Ng] 6 Hnn Hyy —2[Ng] 60 HnaHyy —2[Ag] 6 Hanklyy —2[Ag] 6 HanHyy

[ANLINN] |

d[NN]
dt [N]

=—2[NN]d, +2 l+2[N¢]%:‘uNN (/J¢N +1)

b, by
+Ng] 6 Hna (/u(,ﬁN + 1) +HAJ] 6 Han Hgn

d[AN]

- _ [AN](d, +c) + AALRIANT 4 paqg o [ANTRIANT

[A] [N]

by by by
+[A¢]EIIJAN (/U¢A +1) +[A¢]6/uAA/u¢N +[A¢]5:uAN Hyn

by by by
+[N¢]6;uNN Hyn +[N¢]5/uNA/u¢A +[N¢]5:uNA (/u¢N +1)

dIAAT —2[AA](d, +c)+2 [AAL[AA]

dt [A]

d, +2[A¢]bQ_O,UAA (/’l¢A +1)

+[A¢]%/uAN (/U¢A +1) +[N¢]bQ_O/UNA:u¢A —2d,[AlApn

C Output of the Project
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Hopf Bifurcation in a Nutrient Removal Model
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Abstract

In everyday life, the total nitrogen is regularly discharged into the water body mainly
by household and agricultural area. If the total nitrogen is in the high level, the nitrate
nitrogen will cause the eutrophication. This phenomenon causes severe water quality
problems and threatens the survival of aquatic populations. Luckily, nitrogen is one
of the principal nutrients for plant. The riparian vegetation has an incredible ability to
remove the total nitrogen by uptake and converse to its own biomass. Therefore,
nonlinear mathematical models are fundamentally established in order to describe the
environmental interaction between total nitrogen in soil solution and plant biomass.
Finally, we study analytically and numerically the behavior of these models.

Keywords: nutrient removal model, stability, Liapunov function.
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Pair Approximations for Ecological
Models with Additional Neighborhood
Effects

Kornkanok Bunwong
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phone: 02-201-5539; e-mail: sckbow@mahidol.ac.th

The spatial interaction plays an important role in many ecological situations.
A lattice model is a popular tool for creating such a grid structure of discrete
individuals together with their possible connection. The procedure, however, is very
computation time consuming depending on the model complexity. Therefore, master
equations, correlation equations, and pair approximations are proposed as analytical
methods. In this paper, a new approach to pair approximation method is introduced.
The main assumption beyond this approach is that the space average and the
probabilistic average are identical when the total population size is large enough. This
technique is suitable for a model composed of individuals whose event rates such as
birth rate, death rate, transmission rate, and recovery rate are additionally affected by
their nearby neighbor. We, finally, apply this technique to a simple SIS epidemic
model.

Keywords—~Pair approximation, Probability distribution, SIS epidemic model, Spatial
model.
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