University of West Bohemia

Faculty of Applied Sciences

Department of Mathematics

BACHELOR THESIS

A Comparison of Different Stochastic
Population Models with Regard to
Persistence Time

Plzen 2013 Petra Latalova






Acknowledgement

I would like to thank my supervisor of the bachelor thesis, Ing. Jan Pospisil Ph.D.,
for his constant support, suggestions, pieces of advice and guidance. Also I would
like to thank my consultant from OU Ostrava, prof. RNDr. Ing. Ivan Kfivy, CSc.,
for his suggestions. My one week internship at OU in Ostrava was supported by the
project A-Math-Net - knowledge transfer network in applied mathematics (project no.
CZ.1.07/2.4.00/17.0100). This project is co-financed by the European Social Fund and
the state budget of the Czech Republic.






Declaration

I declare that I made the bachelor thesis titled A Comparison of Different Stochastic
Population Models with Regard to Persistence Time alone and that all materials I have
used are cited in the biography.

In Plzent

Signature






Preface

The subject of the bachelor thesis is a comparison of two different stochastic popula-
tion models with regard to persistence time. We will study the discrete and continuous-
time Markov chain models which are commonly used in population biology.

At first we study the theory of stochastic population models where we describe the
linear and the general birth and death process. Then the discrete and continuous-time
Markov chain models will be discussed. These models take into account the random
nature of the individual birth and death process-demographic variability but do not
consider random fluctuations of the population in the environment.

Finally we present some comparisons of the two Markov chain models to show
that the models agree well.
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Chapter 1

Introduction

Population models are types of mathematical models that are applied to the study of
population dynamics. Models allow a better understanding of how complex interac-
tions and processes work. Modeling of dynamic interactions in nature can provide a
manageable way of understanding how numbers change over time or in relation to
each other. The models may help to explain the system, to make predictions about
behavior and to study the effects of different components.

Population models are used to determine the maximum harvest for agricultur-
ists, to understand the dynamics of biological invasions, and have numerous environ-
mental conservation implications. Population models are also used to understand the
spread of parasites, viruses, and disease. The realization of our dependence on en-
vironmental health has created a need to understand the dynamic interactions of the
Earth’s flora and fauna. Methods in population modelling have greatly improved our
understanding of ecology and the natural world [7].

Population modelling became of particular interest in the twentieth of the 20th
century and is closely connected to the names like biologist Raymond Pearl, physicist
Alfred J. Lotka and mathematician Vito Volterra. They formed the nowadays so called
deterministic Volterra-Lotka model for competition that applies the logistic equation
to two species illustrating their competition. Deterministic population models nowa-
days more or less follow the ideas of Volterra and Lotka that unfortunately showed to
be a weak description of the Earth’s processes that are greatly stochastic [5].

Stochastic population models originate to the second half of the 20th century and
are nowadays studied rather extensively. Stochastic models are mathematical mod-
els used as a tool for estimating probability distributions of potential population out-
comes by allowing for random variation in one or more inputs over time. The random
variation is usually based on fluctuations observed in historical data for a selected pe-
riod of time which uses standard time-series techniques. There exist several types of
stochastic population models, for example Markov chain or Markov processes models



[4], models described by stochastic differential equations or random dynamical sys-
tems etc [5].

In this thesis we focus on discrete or continuous time Markov chain models as they
are described by Allen and Allen in their paper [1]. The book Finite Markov Chains
and Algorithmic Applications [3] also deals with the theory of Markov chains but is
mostly focused on algorithmic applications. In general, there exits many books which
deal with the theory of Markov chains but they are usually focused on one specific
topic for example as Markov chain Monte Carlo, which is discussed in book Markov
Chains: Gibbs field, Monte Carlo Simulations and Queues [2].

In Chapter 2 we focus on theory of stochastic population models. We present
preliminaries such as definitions of Markov chains and their basic properties. We
consider linear birth and death process and general birth and death process that are
widely described in [6].

Chapter 3 is devoted to stochastic birth and death processes. In Section 3.1 we
present the discrete-time Markov chain model. In this section we determine the tran-
sition matrix, the absorbing state and the mean persistence time. In Section 3.2 we
present the continuous-time Markov chain model. We determine the intensity matrix,
the absorbing state and the mean persistence time. We will also proof some proposi-
tions about the mean persistence time for linear and nonlinear case and also for the
liner and nonlinear case of higher order moments.

Chapter 4 is devoted to numerical examples. For pedagogical purposes we present
the deterministic solution of the logistic model. The main result of the thesis is a com-
parison of the discrete-time and the continuous-time model. We show that these two
models agree well even for small initial population sizes based on simulations where
we present the mean, persistence time and standard deviation for both models. At the
end we summarise advantages and disadvantages of the presented models.

In Appendix we present the factorisation method for a 3-diagonal matrix which
can be used to proof the solution for the mean persistence time mentioned in Chapter
3 in Section 3.2. We also present the solution of the deterministic equation and we
provide some information about the attached MATLAB files.



Chapter 2

Theory of stochastic population
models

2.1 Preliminaries

In stochastic models the population size is considered as a random variable dependent
on time. Let J(¢) denote the random variable for the total population size at time t,
N denote the maximum population size. In both discussed cases J(t) is a discrete
random variable J(¢) € {0,1,2,...,N}.

Let A(j) denote the birth rate and y(j) the death rate of the population when its
sizeisj € {0,1,..., N}. The basic population model expects the birth rate A(j) and the
death rate j(j) to be continuous and differentiable functions of the population size j. It
is also assumed the existence of nonnegative numbers K and N, such that0 < K < N
and

A(0) =u(0) and A(j))=0 for j>N, (2.1)
A(j)) >0 for je (0,N) and pu(j)>0 for je (0,N], (2.2)
A(j) > p(j) for je(0,K), (2.3)
A(j) < u(j) for je (K,N). (2.4)

Assumption (2.1) says that when there has no-one been born there cannot die any-
one and that there will not be born anyone even if the population size is j when j > N.
Assumption (2.2) shows that there will be some births and deaths when j € (0,N)
and that a death can occure if j = N. Assumption (2.3) shows that for j € (0, K) the
population will not extinct. If j does not belong to the interval (0, K) but to the interval
(0, 00) an explosion will occure. Assumption (2.4) says that the population will extinct
ifj € (K,N).

In the theory of random processes it is important to mention the following prop-
erties and definitions which will be used in the text.



Let (w, A, P) be a probability space where w is the state space, A is a o — algebra
and P is the probability measure. Let T C IR be a set of times. The family of ran-
dom variables (X;,t € T) defined at (w, A, P) is called the random process. We will
consider both discrete-time (e.g.T C IN) and continuous-time random processes.

Definition 2.1.1. The sequence of integer random variables {Xy,n € No} is called the
Markov chain with discrete time and the state space S if

P(Xpyt1=j|Xn=1,Xp-1=1ip-1,..., X0 = ip) = P(Xp1 = j| X = 1) (2.5)
foralln =0,1,... and all7,j,i,_1,...,ip € S such that
P(Xn =1, Xy 1=1p—1,..., X0 = ZQ) >0

Definition 2.1.2. The system of integer random variables {X;,t > 0} defined on the
state space {w, A, P} is called the Markov chain with continuous time and the count-
able state space S = {0,1,... } if

P(Xi=j|Xs =10,Xs, =in,..., Xy, =i1) = P(Xy = j| Xs = i) (2.6)
foralli,j,iy,...,ip € Sandforall0 <t <t, <--- <t, <s < tforwhich
P(Xs =1, Xy = in,...,th = l]) >0

Markov property means that the probability of a result in the future time n + 1 if
we know the result in the present time n and results of the past timesn —1,n—2,...,0,
is the same as if we know only the result in the present time. The Markov property
can be also marked as property without the dependence on the past.

A state j is called accessible from a state i (written i — j) if a system started in
state i has a non-zero probability of transitioning into state j at some point. State j is
accessible from state i if there exists an integer n = 0 such that

P(Xy = j|X=i) = p > 0

where pj; is the transition probability from state i to state j. For n = 0 it means that
every state is accessible from itself.

A state i is said to communicate with state j (i <+ j) if bothi — jand j — i. A
set of states C is a communicating class if every pair of states in C communicates with
each other, and no state in C communicates with any state not in C. Communication
in this sense is an equivalence relation and communicating classes are the equivalence
classes of this relation. A communicating class is closed if the probability of leaving
the class is zero in other words that if i is in C but j is not, then j is not accessible from
i

A Markov chain called irreducible if it is possible to get to any state from any state.

The time of the first return to the state j 7;(1) is a random variable which takes the
values 1,2, ... or value o and marks a random moment where the Markov chain at
first gets into the state j after leaving the initial state.
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The state j of the Markov chain is called permanent if the chain which comes from
j returns back to j with the probability 1 after the finitely many steps i.e.

Bi(1(1) < o) = 1.
(6]

2.2 Linear birth and death process

Stochastic birth and death processes are described as a population of individuals that
are able to duplicate and die. Let o(h) be a residual function such that

1im 20 _ g,

h—0 h

For simple models we assume that the probability that a new individual is born to an
arbitrary individual in the short time interval (t, t + h] is Ah + o(h) and that more indi-
viduals are born with the probability o(%). In the interval (¢, t + h] one individual can
die with the probability ph + o(h) and more individuals can die with the probability
o(h). We also assume that the destinies of the individuals are independent.

The range of the population X; at time ¢ forms a the continuous-time Markov chain
with the following intensities Q = (g;,) '

Gjj+1 =JA, 0<j<oo,
Qjj-1 = jH, 1<j <o,
9k =0, otherwise,
g =jA+u), 0<j<oo.

The absolute probabilities p;(t) = P(X; = j) conforms the system of differential
equations

polt) = upr(t)
pi(t) = (= DApia () = j(A+w)pi(8) + G+ Dpupin(h), j=1,2,..
and we consider the initial condition p;(0) = 1.
To solve this system a generating function method ca be used, see [6] pp. 107-109

to get that for A = p
At

H =
polh) = 175
(At)i—1 ,
it)=—"—, 1<j<
Pilt) = g 1S
! Absolute intensities g; appear in the intensity matrix Q on the diagonal as g;; = —q;.
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and for A # p
where for simplifying we use

and

polt) = pA(t)
pi(t) = (1= AA(1)) A - pA®))AAMD) ™, j=1.
The matrix of transition probabilities Q* among the states of the nested discrete-

time Markov chain shows that the zero state is an absorbing state. This means that the
population that has once extinct cannot recover any more.

1 0 0 0
M A
R == B v e S
Q — 0 M 0 A
(A+u) (A+n)
The probability of population extinction is therefore
A if A =
A+’ 1 H.
P(X; =0) =po(t) = () .
(Xt = 0) = po(t) { A, A £

Using the limit transition for t — co we find out that the population extinction is

{ 1, ifA<y,

ol = o ifa s

t—o0

(6]

2.3 General birth and death process

In the general birth and death process as well as in the linear birth and death pro-
cess we assume the population of individuals to be able to duplicate and die. The
population range at time t forms a continuous-time Markov chain with the following
intensities:

9jj+1 =24, J=01,...
qj-1 =W, j=12...
gix =0 otherwise
q0 = Ao
g =A+u, j=12,....



The intensity matrix is

—Ap Ao 0 0 0
1 — (/\1 + ]41) M 0 0
0

Q= 0 U2 —(AM+u2) A

For better illustration we give a detail of the matrix Q in the neighbourhood of the j-th
row

pior —(Aoi o) A 0 0
Q= 0 1j —(A]'—I-ﬂj) /\j 0
0 0 it —(Aj1 i) A

Our aim is to find absolute probabilities p;(t),j € S, with the fixed initial state i
which means for the initial distribution p; = 1, p; = 0, # i. The system of differential
equations for absolute probabilities p;(t) we derive under the same conditions as the
corresponding system of prospective Kolmogorov differential equations ([6] pp. 82-
83).

po(t) = —Aopo(t) + papa(t)
pi(t) = Ajmapja(t) — (A + p)pi(t) + pjapia(t), j=12,..,

with initial condition p;(0) = 1,p; = (0) = 0,j # i.

Considering these initial conditions the absolute probabilities match the i-th row
of matrix P(t).

Furthermore, we restrict ourselves to calculating the limit probabilities for which
we use the following theorem.

Theorem 2.3.1. Let { X;,t > 0} be a continuous-time Markov chain with the intensity matrix
Q and the nested chain {Y,,n € Ny}, which is irreducible with all states permanent. Let
= {mj,j € S} where t; > 0 forall j € S, Y 7; = 1, is the nontrivial solution of the
jes
system equations
Q=0

Then for the transition probabilities and the absolute probabilities in the chain {X;, t > 0} are

lim p;i(t) = t; forall i,je€Ss

t—o0

lim p;(t) = 7r; forall j€S.

t—o0



Proof. See [6] pp. 94. O

We will assume that all intensities Aj,j > 0, and y;,j > 0 are positive. Then the
transition probability matrix of a nested chain is

0 1 0 0
# 0 M
% At A1t
Q= 0 H2 A2

Ar+pin 0 Axt+pa

It can be seen that the nested chain is irreducible. Whether all the states of the
nested chain are permanent can be decided using Theorem (2.3.1) or we may also find
out if the stationary distribution exists.

Theorem 2.3.2. In an irreducible chain with the state space S = 0, 1, ..., all states are perma-
nent if and only if the only solution of the equations

—+o0
Xi=Y qixj,i=12,.. (2.7)
j=1
on the iterval [0,1] is a trivial solution x; = 0,i = 1,2,... All states are transitional if and

only if (2.7) has in [0, 1] a nontrivial solution.

Proof. See [6] pp. 49. O

Theorem 2.3.3. Let {X;, t > 0} be a continuous time Markov chain with the intensity matrix
Q and a nested chain {Y,,n € WNo} which is irreducible with all states permanent. Then
there exists an invariant measure 1 of the process {X;, t > 0} which is determined uniquely
(excluding a multiplicative constant) as the nontrivial solution of the system

7'Q=0".
Moreover .
j

i, = ————

"L
jES

is the stational distribution of the process {X;, t > 0}.

Proof. See [6] pp. 92-93. O

In our case it is sufficient to show that ) 7jq; < co where {7;} is the non-trivial
j€s
solution of the equation 77Q = 07 because the proof of Theorem (2.3.3) (See [6] pp.
92-93) implies that {77;4;} is an invariant measure in the nested chain.
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Being the conditions of our Theorem (2.3.1) fulfilled we can find the limit prob-
abilities 71; = 1i_1>n pj(t) as a solution of the system 7'Q = 07 which satisfies the
n—o0

conditions T > 0, Y = 1.
jes
The considered system is

—Aomto + 1y =0
—Ajoamiog — (Aj+ )+ pjpmi =0, > 1

If we put
Wi — A = Ky 21
we can rewrite this system in the following form

Ki =0
Kii1—Ki=0, j>1

Apparently K; = 0 forj > 1, so

)L]',1 )Ljfl/\]',z )\]‘,1)\]',2.../\0
7T]' = 77’[]',1 = 77@;2 =..=————"7= p]'ﬂo,
Hj Hikj-1 HiHj—1---H1
where we have denoted
Ai1Ai o Ao ,
}l]]/l]_1‘u1

If we define pp = 1, we can write

nj = pjmo, j=0.

The solution {7, j > 0} will be the probability distribution if and only if }*; oy <
. Hence

-1
i = pj (Zpk> and 71; > 0,j > 0.
k=0

If Ag = 0 then 0 will be an absorbing state and the nested chain will be reducible
(will be gg,_;)- The probability that the population which has just i individuals at
the beginning will ever extinct is the same as the probability that the nested chain
which was in the state i at the beginning will ever end in the absorbing state 0. The
probability of extinction that we were looking for is nh_r;r)lo pio(t). If we denote it u; we

can determine using the following theorem.
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The variable T is a set of transitional states, T is a random variable T = inf{n >
0: X, ¢ T} which marks the time output from the set of transitional states T, T* is the
closed set of permanent states and X is the state in which the chain comes as soon as
it leaves the set of transitional states.

Theorem 2.3.4. For probability u;; defined as u;; = P(X: = j), i€ T,j € T° we have
that

wij = pi+ Y pthj, €T, jeTe

veT

Proof. See [6] pp. 43-44. O

Let Jo = 0 and let 1, J», ... be consecutive time moments where occur transitions
between the states of the Markov chain i.e.

Ji=inf{t>0:X; # Xo},
L= inf{t > Xy # Xh}/

Joy1 =inf{t > ], : X¢ # X;,},n > 0.

The times between individual transitions are S1 = [1,S, = o, — J1 (if J1 < oo, else
Sy = o) and so on. Apparently

]n:ZSk 1’121.
k=1

Then we can denote

E=suplu =) Sk
k=1

Definition 2.3.1. Homogenous Markov chain with permanent states is called regular
if

Pi(f =o00) =1VieS.
The random variable ¢ is called time to explosion.

If a process is regular it means that for any finite interval (0, t) there will be with
probability one only a finite number of transitions among the states of the chain. If
there was an infinite number of transitions in the finite interval, the process would
explode.

The probability of extinction can be determined according to the Theorem (2.3.4).
with probability g;; as the solution of the system

10



(e}
uj =g+ kgo o, 1=1,2,..

or as the solution of the system

1 M
U = + u
! M+pur A+m 2
Ui A
u; = U 1+ ———u;.q,
1 Ai+Vi i—1 Az‘"‘.”i i+1

i>2.

It is also worth mentioning that the sufficient condition for regularity of the chain is

© 1
— = o0.
k;o’\j

This condition ensures regularity in the growth process in which population size
only increases. But now it is no longer a necessary condition. [6]
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Chapter 3

Stochastic birth and death processes

3.1 Discrete-time Markov chain model

The discrete-time Markov chain model supposes both time and population size to be
discrete-valued. Let v be a fixed time interval and t € {0, Ah, A2h}. We also assume
Ah to be sufficiently small so that there occurs at most one change during the time
interval Ah, either a birth or a death.

When we have the population size j probability that there occurs a birth is A;Ah
and probability that there occures a death is y;/Ah. For the discrete set of points j €
{0,1,2,...,N} we expect A;/Ah and p;Ah to satisfy assumption (2.1),(2.2),(2.3) and
(2.4).

Let the probabilities associated with J(t) be denoted as

p; = Prob{J(t) =j},j=0,1,...,N,

and
p(t) = (po(t), p1(t),..., pn ().
The transition probabilities we denote as

pii(Ah) = Prob{](t + Ah) = j|J(t) = i},
where
pij-1(Ah) = w;i A for je{1,2,...,N}
pii1(AR) = AAR for je{0,1,2,...,N—1}

pish=1—[Aj+plAh for je{0,1,2,...,N}
pix(Ah) =0 otherwise.

12



Then P;(t + Ah) satisfies

po(t + Ah) = po(t) + mlhpi(t) for j=0,
pi(t+ Ah) = Aj_1 Ahpja(t) + (1= [Aj + ] Ah)pj(t) + pjr1 Ahpja(t)
for j=1,2,...,N—1,
pN(t + Ah) = /\N_lﬁhpN_l(t) + (1 - ]JNAh)pN(t) for ] = N.
The difference equations project forward in time. They can be also expressed in a

matrix form as

p(t+ Ah) = Pp(t),p;,(0) =1, (3.1)

where the matrix P, P = (p;j(Ah)) is the transition matrix:

13
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For our calculations we need to ensure that the matrix P is a stochastic matrix,
which means a nonnegative matrix where the row elements sum to one. Because of
this we assume that

maxjcq,. Ny 1A+ il AR < 1.

Zero si the only absorbing state in the discrete-time model, poo(Ah) = 1 which is
equivalent for

lim po(t) =1
or we can say that the extinction of the population occurs with probability one.

Let T be the random variable for the time until the population extinction. The
distribution of T depends on the initial population size so we will denote this depen-
dence by Ty,. Let t,,, denote the expected time until extinction or the mean persistence
time for the population size yy. This can be expressed as

Ty, = E(Ty,)-

Let 7y, = E(Tj), r > 1 denote the r-th moment. Because 7p = 0 and 77 = 0 for
r > 1 zero is an absorbing state. For an initial population size yo € {1,2,...,N}
let the moment vectors for the persistence time denote as T = {7y,..., v} and " =
{.. tauf, ..., 7} forr > 1.

For a small period of time Al in the discrete time model p(t + Ah) = Pp(t),
Pj,(0) = 1, there can occurs either a birth or a death or no change in the population
size. The mean persistence time satisfies these difference equations

T = AjAR(Tig + Ah) + (1= [Aj + ] Ah) (T 4+ Af) + uiAh(ti + Ah) - (3.2)
where j =1,2,..., N. After multiplying the brackets
T = AjART 1 + A AR + T + Ah — A AT — A AR
—ujAhT; — yjAhz + uiAhti g + plehZ
and substracting Tj, A;Ah? and p;AR?, we get
0= AjAhTj 1+ Ah — AjART) — pi AhTi + i Ahti
where after dividing the whole equation by Ah
1= AT = AT = 1T BT
we obtain the following simplified form of the difference equations.
Aty — A+ il + 1= -1, j=1,...,N. (3.3)

This simplified relationship is based on the backward difference equation as opposed
to the forward difference equations mentioned in (3.3).

[1]
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3.2 Continuous-time Markov chain model

In the continuous-time Markov chain model ¢t € [0,00) and J(t) € {0,1,2,...,N}.
For sufficiently small Ah the infinitesimal or endlessly small transition probabilities
pij(At) are similar to those in the discrete-time Markov chain model. Also the transi-

tion matrix for this model assume

pij—1(Oh) = piAh+o(h) for je{1,2,...,N}
pijr1(Ah) = AjAh+o(h) for je{0,1,2,...,N—1}

p]A]’l =1- [/\]—i-]/l]]Ah—i—O(h) for jE {0,1,2,...,N}

pix(Ah) =o(h) otherwise.

It can be shown that probabilities

py(t) = Prob{J(t) = y}.

as Ah — 0 satisfies the forward Kolmogorov difference equations

dpy(t)

= Ay (8) = i+ wlpy + pappalt), y €12,
dpo(t) _

0 = Mpa(t).

We can rewrite this system in the following matrix form as

dp(t)
— = Qpri=1

Matrix Q = (g;j) is here the infinitesimal generator matrix:

16
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Remark 3.2.1. By substracting Ip(t) from both sides of (3.1) and after dividing through
by Ah, where the limit would be taken as Al — 0 then we get

P—-1
lim —— = Q.
A}go Ah Q
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The system of difference equations (3.1) may be considered a discrete-time approxi-
mation to the difference system (3.4). Approximation (3.1) have similar results as the
continuous-time model(3.4) if Ah is sufficiently small. Zero is the only absorbing state
in (3.4) because goo = 0. We can also see that

lim po(t) = 1.
Continuous-time model (3.4) satisfies the relationship
Ty = A AT + Ah) + (1 = [Aj + pj] Ah) (15 + Ah) 4 p Ah(ti—1 + Ah) +o(Ah)

which is very similar to relationship in (3.2) . For o(Ah) — 0 the only difference is the
addition of a term of o(A#h) to the right side of the equation.! The mean persistence
time therefore satisfies the same relationship as for the discrete time i.e. equation (3.3).
This equation follows from the backward Kolmogorov differential equations.

The equation (3.3) can be rewritten as a single matrix equation

Dt =-1

where1= (1,...,1)T, 7= (1,...,™v) and

—[)\1 + ]/11] AM 0o ... 0 0 0
2 —[A2tm] A2 ... 0 0 0
D= : s A z .| 63
0 0 0 ... un-1 —[AN-1+pN-1] AN-1
0 0 0 e 0 UN —UN

Matrix D is an irreducible diagonally dominant matrix and therefore nonsingular.
The solution for the mean persistence time is

t=-D!1 (3.6)

which can be prooved using the factorisation method described in Appendix A.1. Be-
cause the matrix D is tri-diagonal we can get an explicit solution for 7. If we suppose
J(0) =jforj e {1,2,...,N}, then the mean persistence time satisfies [1]

N
o +i)::2 T for j =1,
i : (3.7)
J j-1 N o
T+ Z |:K1Kq Z 1o 1.1} , for ] =2,...,N.
s=1 L1 imsgq Fh
The equation above can be also simplified in the following form
N
1 )\1.../\,’,] T
m +i§2 TR for j=1,
b= (3.8)

T+ + ==, for j=2,...,N.
s=1 /\b i=s+1 Hs4+1---Hi

Un fact it is added three times.
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Example 3.2.1. In a linear case where
Aj=jA
W= jp

the formula for the mean persistence time satisfies

1 (i—1)1A1 -
w Ez A for j=1,
T —
] i—1 .
j o N i
T+ ) [z:ﬁb r (Z_},)!Z-A 1], for j=2,...,N.
s=1 1 i=s+1 ks
which can be also simplified in this form
N . i
1 (i—1)1A1 .
i Ez A for j=1,

T]':

j—1 LN i '
a+ Y |w L g, forj=2...N
s=1 i=s+1

Proposition 3.2.1. Let D and T be given by (3.5) and (3.8). Then DT = —1.
Proof. We will multiply the matrix D (3.5) with T for which we use the simplified
formula (3.8).

Let us denote
1 M A A

"=
/\fi:Z Moo Ui

then from the formula (3.8) we can express 1; as

1 i 1 1-

From the formula (3.8) we also know thatforj=2,...,N -1

i I R V¥

s=1 | s imsp1 Pst+1--- Hi

UNH I T A VO v T l1 & Ae Al
Tj+1=T1+Z /Tzsill :Tj+Z}T 5711

s—1 S jtgp] Hs+l--- Hi s=j S jost1 Ms+1--- Hi

1 N /\] oA
Aj i=jr1 Bl M

Let us denote



forj=1,...,N -1
Then we can write

G = G

wherej=1,...,N —1and 7 is given by (3.8).
We start with the verification for index 1:

(DT)l = (—)\1 — “I/ll)'L’l + M
=(-M—m)u+Ma+m)

= —mn+Am
1 M ) 1T A A
=—m|—+=m)+Aa— ) =
ﬂl(yl m’h 1A1i:22 —

1 XA YA A

+)

i— ]/lz...]li i— ‘112...]11‘

Then we continue with the j — thindex forj=2,...,N — 1:

(D1)j = i1 — (A + )G + AT
= —i(G — G-1) + Aj(TG+1 — 1)
= —Hjvji-1 + A
1 N )\]'_1.../\1'_1 1 N /\j-“)\i—l

—Hiy ) Ay L

sy K H Aj S B B
:—VjL Ay % i R Y i AjeeeAia

)‘J'*1 Hj i=j+1 Hj---Hi =1 Hit1--- Hi
1 A Y A]-...Ai,lJr NoAj A

TN By e S e

=1

20



And finally we show the verification for the N — th index:

(DT)ny = UNTN-1 — UNTN
= —VN(TN - TNfl)

= —UNTYN-1
1 & An_1.. A
o VN)LN,1 i:ZN “l/lN...]ll'
_ 1 Ana
VN?LN—1 UN
= -1

O]

From the continuous-time model we can derive an expression for 7;’. The rth-order
moment can be expressed in terms of the (r — 1)th-order moment

AT + A+l + it = -7 (3.9)

for j = 1,2,...,N (Goel and Richter-Dyn, 1974; Nisbet and Gurney, 1892; Norden,
1982).

This relationship (3.9) follows from the backward Kolmogorov differential equa-
tions. If r = 1 the equation (3.9) can be reduced to the equation derived from the
mean persistence time in (3.3) where 7} = Ty. The difference equation (3.9) can be also

Y
r—1

expressed in the matrix form as D" = —r7"~" where the solution is

T = —rD- 17 L. (3.10)

Recursively we can find the r-th order moments by applying the operator —rD~! to
the (r — 1) moment. Following these operations we can derive an explicit solution for
7" asin [1]

]

r—1 N

Yy /\1.4./\1'_1 r—1 ] —
i + 1’52 Y G for j =1,
7= i1 N (3.11)
U Ao A -1 .
v+ry [Kiﬁ: Y ;1_"]’4,%[ } , for j=2,...,N.
s=1 i=s+1 !

The simplified form of this formula is

- N
r ! ArAig o r—1 s
m +ri§2 g G for j=1,
T = i N (3.12)
r 1 AseAig r—1 P
T1+1’S§1 |:)\s i:§|—1 T ], for j=2,...,N.

Proposition 3.2.2. Let D and t" be given by (3.5) and (3.12). Then Dt" = —r7" .
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Proof. Because the previous Proposition was just a special case of this one the Proof
will be very similar. We will multiply the matrix D (3.5) with 7" for which we use the
simplified formula (3.12).

Let us denote

1 XA ATt
=T Z 1 i—114
jima  H2---Hi
then from the formula (3.8) we 17 as
r
A
T = M 1

H1 H1

From the formula (3.12) we know that

Ut IS R A VOO VIRE
=1+ — A
/ ! 52 [As i:;&-l Us+1--- Ui

1 N oA AT ! Fl1 & Age ATt
T]rH:TlurrzlA y # S R 0 M F D Dt B
s=1 | Vs imsp1  Hst1l---Hi ‘
1 N )\] .. Ai_l’l'iril

jizjr1 M1 Hi

Let us denote

forj=1,...,N—1
Then we can write
T]?/-‘:ll = T]r —+ f)/]’
wherej=1,...,N—-1.
We start with the verification for index 1:

(DT = (—M —p)T + iy
= (=M —m)™ + (g +7)
= —my +Mn
r-1 QAR PR PEE <

T A
= — r +rA— + A r—E
.”1( 1V1’h> Uy

M1 1= Moo Hi

NoAp. ATt N A

_ r 1
= —r17/ 1_/\17 ——l—?’]/ll _—
1 )\11.:22 Moo Ui 1222 Ho .. Ui

N N
Ao A Ao A
:_m_lr_l_z 1 11_|_Z 1 i—1
i— ]/lz...]/li i— ]42...;1/{1'
= —r7/ 1
]
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Then we continue with the j — thindexforj=2,..., N — 1:

(DT")j = witios — (A + 1) T + AT,

= —Wi(T = g1) + Ai(Ta — 1)

N Ay AT ! NoA AT !
— r j—1 i—1%4 r j i-1Ty
iy, L - : /\J'/\. Y, T —
j—1 i=j ,M].."uz ji=j+1 ]/l]+1...‘1/l1

r ()\]’_11’{1 N Aj_l...Ai_lTlr1>+ N /\j...}\i_lTlrfl

= —Hj + r
]Af—l Hj i:]ZH Hj---Hi i:;rl Hit1---Hi
1 1
- —VT-fil - ‘u] r )\jil 3 )\] - /\iilT{ +7r 3 M
)\].*1 Hj i=j+1 Hit1---Hi i=jt+1 Hit1 .- Wi
= —ro !

And finally we show the verification for the N — th index:

(DT")N = UNTN_1 — BNTN
= —un(Tn — TN-1)
= —UNTYN-1
r—1

N
r AN_1... AT
— —un Z N—1 i—1

AN—l i—N ,uN---]’li
r o AN_1T
AN-1  HEN
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Chapter 4

Numerical examples

4.1 Deterministic model
The deterministic logistic model satisfies the following differential equation

d
L =Ay) - ny)- @)

In the logistic model it is reasonable to assume birth and death rates to satisfy
My) =My + Ay and  p(y) = py + oy’
where A; and p;, i = 1,2 are constants such that A; # p;. We can write

d
= = My =22 = (my + p2y?),
d

d*]t/ =y(M —m) =y (12— M),

dy _ Ha— Ao
a5 =y — ) <1 }//\1_#)/

dy y
dt =yl =) (1 Alﬂl) ’

We denote A
— M- d k="M
r 1 }11 an "112 — )\2
where 7 is the rate and K is the capacity. Now we can rewrite the equation in the
following way
dy _ y
i < - E> . (4.2)
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Lemma 4.1.1. A solution to differential equation (4.1) with initial condition y(0) = yo is

Kert
) =1yp——-o—— > 0. 4.
y(t) YRy =1y 20 (4.3)
Proof. Proof is given in the Appendix A.2. O

Figure 4.1 and 4.2 show how a deterministic solution can change if we fix r and K
and let the initial condition y( to change.

w

y(t)
[y o -
yit)

=

w

oY
N
L

Figure 4.1: Solutions for fixed r > 0. Figure 4.2: Constant solutions (r = 0).

Figure 4.1 shows the deterministic solution for r = 1 and K = 10 and Figure 4.2 for
r = 0 and K = 10. In both cases yy changes from 0 to K in steps of 0, 5.

Figure 4.3 and 4.4 also show the deterministic solution for fixed r and K and chang-
ing yo. In 4.4 we take also yo > K.

10 15
\\
LN :
IR 1 RN
\ y N
7 _\\\\\ i 4 =
LR 0=
sha 1 =
:\\\\\\ C a7
= AR = |
B AR i L
AR o
AREDN Y Y 7 /
AR 7 i
AU i
2 :\\\\\\\\\\\\\\\\\\ e ] jC//
Ly o
SR 1 -
St o -
i) _—— oo L 0l= 1
0 5 10 15 o 10 15
t t
Figure 4.3: Solutions for fixed r < 0. Figure 4.4: Solutions also for yo > K.
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Figure 4.3 shows the deterministic solution for r = —1, K = 10 and yo changing from
0 to K in steps of 0,5, Figure 4.4 for r = 1 and K = 10 where yy changes from 0,1 to
K+ 5in steps of 1.

We show an example where we consider the following birth and death rates. The
variable N is the number of states.

Example 4.1.1.

larnbdaly)

Figure 4.5: Parabola

Birth rate A is positive only for

y(2 - %) >0« y € [0,100].

v y?

AMy) =2y — =0 and u(y)=y+ =0’ N = 100.
sol i 5 SOTRSOON SOSSOS S i
b S S SR S i
3L S SSRRTRI: WO _
o] AR O O S SRRSO T NOS S i
] SRR OV A S SEUTIEN T e _
:

AO b ............ ESSRURR SRR W 4
e) AU OO S S S RS P i
AL TR R SNS H _
Y 7 S S S R S, |
) TR SO SO S TSSO PRRNTS S 3
20 i 0 10 B0 &0 w1

(4.4)

(4.5)

Natural choice for the maximum number of states (population size) is therefore N =

100.

26



30 T T T T T T T T T

FPopulation Size

0 2 4 B a 10 12 14 16 18 20
Time

Figure 4.6: Deterministic solution of Example 4.1.1

Figure 4.6 presents the deterministic solution for model with birth and death rates
given in (4.4).

4.2 Markov Chain Models

In this section we will compare two Markov chain models, the discrete and the con-
tinuous one. We will see that the two models generally agree well even for small
population sizes.

Two individual sample paths or stochastic realisations are graphed for each of the
two stochastic models and compared to the solution of the deterministic model when
the initial population size is yo = 3.

The two following Figures 4.7 and 4.8 present the sample paths corresponding to
the discrete-time Markov chain model and the continuous-time Markov chain model.
The blue curves represents individual sample paths, black curve is the mean and two
magenta curves represents the mean plus minus the standard deviation. The sample
paths are graphed as continuous trajectories although they are not, they are discontin-
uous at the points where the process jumps to a new state.
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Discrete-tirme Markov chain model
40 T T T T

FPopulation size

245

Figure 4.7: DTMC simulation result to Example 4.1.1.

Figure 4.7 shows the discrete-time Markov chain model for Example 4.1.1 with 3
sample paths and the mean of 10000 sample paths. Two trajectories hit zero earlier
than T = 20, they represent populations that died.
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Continuous-tirme Markov chain model

[pu)
[83]
T

ko
o
T

Population size

—
(]
T

10+

Figure 4.8: CTMC simulation result to Example 4.1.1.

Figure 4.8 shows the continuous-time Markov chain model for Example 4.1.1 with
3 sample paths and the mean of 10000 sample paths. Again two displayed populations
died earlier than in T = 20.

These two simulations graphed by figures 4.7 and 4.8 show that the dynamics of
these two stochastic models are in close agreement even for small initial population
sizes.

29



4.3 Mean Persistence Times

In this section we will compare two models with different birth and death rates. These
models will be referred to as Example A and Example B.

2 2
Ay) = 1.35y — % and p(y) = 0.35y + %’ N =27. (A)
Y Y
My) =2y — o5 and p(y) =y+55, N=40. (B)

Mean persistence time for Example A and B are calculated using the equation (3.6),
equation (3.7) and the simplified equation (3.8) (which give the same output) and
compared to simulated results.

The smooth red curve represents the mean persistence time based on calcula-
tion mentioned above. The blue points represent the mean persistence times for the
discrete-time model and the magenta points represent the mean persistence times for
the continuous-time model.

420

+
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A00 . +* Z.:X t*#@- * g—**i* T
¥ *
380 F g
£ 360 4
£
a1}
2 z0f .
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S 20t g
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=
3 an| .
=
280 b g
0¥ g
2‘.10 1 1 1 1 1
0 5 10 15 20 25 a0

Initial Fopulation Size

Figure 4.9: Mean persistence times to Example A

Figure 4.9 shows the mean persistence times for Example A both for the discrete-
time and the continuous-time model. The individual mean persistence times are com-
puted from 10000 extinct trajectories.
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Figure 4.10: Mean persistence times to Example B

Figure 4.10 show the mean persistence time for Example B again both for the
discrete-time and the continuous-time model. The individual mean persistence times
are computed from 10000 extinct trajectories.

The mean persistence times differs by a factor of 10 in these two examples from a
maximum of about 400 in Example A to about 40 in Example B.
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The following figures 4.11 and 4.12 compare the two deterministic forms of the
solutions of the mean persistence time (3.6) and (3.8). The blue smooth line is the
error between the deterministic solutions.

w10
s

Errar
Errar

L L I . L . I I L I I .
0 5 10 15 20 24 30 0 5 10 15 20 25 30 35 40
Population Size Population Size

Figure 4.11: Error between (3.6) and (3.8)  Figure 4.12: Error between (3.6) and (3.8)
for Example A for Example A

Figure 4.11 is the difference between the deterministic solution for Example A com-
puted using equation (3.6) and (3.8). Figure 4.12 is the difference between the deter-
ministic solution for Example B computed using equation (3.6) and (3.8). The first
version for Example A differs at the order of 101, the second version for Example B
differs at the order of 107!3. These small differences are numerical errors that arose
from the matrix inverse in (3.6) or from the recurrent formula (3.8).

In Figures 4.13 and 4.14 the standard deviation for the two stochastic models is
graphed. The standard deviation is calculated assuming equation (3.10) for

VT ()2 r=2 (4.6)

The smooth red curve represents the standard deviation based on calculation men-
tioned above. The blue curves represent the standard deviations for the discrete-time
model and the magenta curves for the continuous-time model. The two green curves
are simulated standard deviation + deterministic standard deviation computed using
equation (4.6).
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Figure 4.13: Simulation result to Example A

Figure 4.13 shows the standard deviation for Example A both for the discrete-time
and the continuous-time model. The individual standard deviations are computed
from 10000 extinct trajectories.
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Figure 4.14: Simulation result to Example B

Figure 4.14 shows the standard deviation for Example B again both for the discrete-
time and the continuous-time model. The individual standard deviations are com-

puted from 10000 extinct trajectories.
Also here can be seen an order of magnitude difference between the standard de-

viations in the two cases.

34



Chapter 5

Conclusion

The majority of stochastic population models in biological applications are continu-
ous in time. However, many population modelling efforts prioritize the discrete-time
models, where the populations have non-overlapping generations. In these models,
the discrete-time formulations are more biologically realistic.

There exist some advantages of the discrete-time model over the continuous-time
model. For example, the discrete-time model is often easier to formulate from the so
called first principles (simple discrete rules) and is also simpler understood than the
continuous-time models.

Computational ease may be an important consideration in deterministic model
behaviour. The discrete-time model has also some numerical advantages over the
continuous-time model by projecting forward in time using the transition matrix and
calculation of the probability distribution is straightforward. In the continuous-time
model the probability distribution can be estimated via simulations of a large number
of sample paths. The problem is that to attain a good estimation may require a very
large number of sample paths and many more numerical computations than in the
discrete-time model. On the other hand, when we consider several interacting popu-
lations, the advantages of the discrete-time model may disappear.

The aim of this thesis was to introduce stochastic birth and death processes, sum-
marise the informations obtained from various sources and compare the stochastic
processes with the use of simulations. We considered two models, discrete-time and
continuous-time Markov chain models. We provided a closed form solution and a re-
current solution for the mean persistence times together with their higher moments,
in particular with the variance or standard deviation. We compared the theoretical
results with numerical simulations.
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Appendix A

Appendix

A1 The factorisation method for a 3-diagonal matrix

We assume a system of 1 linear algebraic equations A x Y = F in the following form

¢ —bh

—a; ¢ —b

—Ap—1 Cn-—1
We denote

an
Kp—1 = —
Cn
_Jn
l%nfl - -
Cn

fi
f2
(A1)

fn—l
fn

The last two equations can be written in the form (the last one is divided by c):

—&p—-1Yn-1 +yn - ﬁn—l
—Ap_1Yn—2 + CulYyn—1 — bn—l]/n = fn—lbn—l

—Ap-1Yn-2 + (Cn—l —&p—1— bn—l)yn—l - fn—l + ,Bn—lbn—l

We can rewrite it (the equation divided by the coeficient at i, ) in the form of

Xp—2Yn—2 + Yn—1 = ,Bn—Z

where
_ An—1
Kp—2 = b
Cn—1 —&p—1 — Op—1
- fn—l + ,Bn—lbn—l
ﬁan -
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For n = 3 (the first equation is multiplied by b;):

x1y1 +y2 = B1
ciy1 —biya = f1

yi(c1 —aih) = fi+ Bibs
_ At Bib
n 1 — a1b1

Then the forward recurrence is:

Yn = ,anl + Kp—1Yn—1
The algorithm:
1. BACKWARD RECCURENCE:
an
Kp—1 = —
Cn
= ai+1
Cit1 — Xip1bita
fori=n—-2,n-1,...,2,1.
Where for each right hand side F we calculate:

,Bn—l = fl

=
B = fix1 + Bit1bita
Y — wipibin

fori=n-2,n-1,...,2,1,0.
2. FORWARD RECCURENCE:

y1 = Po
Vi = Bi—1 +ai1yi

fori=2,3,...,n.

In our case we assume a system of n linear algebraic equations A * Y = F where A
is matrix —D (3.5) and F will be an identity matrix (we take column after column).
In this specific case we know that:

K = 1
fori =1,...,n — 1 which very simplifies the calculations.
p=0
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until we get to the row where f; = 1 in the column of the identity matrix. From this
point B will be nonzero.

The algorithm:
1. BACKWARD RECCURENCE:

a1 =1

le'Il

fori=n-2,n-1,...,2,1.
Where for each right hand side F we calculate:

,anl = ‘{2:1
Bi = fiv1 + Biv1Ain
l Hit+1
fori=n-2,n-1,...,2,1,0.
2. FORWARD RECCURENCE:
1= Po
Vi = Pi-1+Yi

fori =2,3,...,n. The factorisation method for a 3-diagonal matrix was derived using
the lecture notes for numerical methods '.

Thttp:/ /trial.zcu.cz/
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A.2 The proof of Lemma 4.1.1.

Proof. We check that (4.3) satisfies the differential equation

dy Kre" [K 4+ yo(e" — 1)] — Ke" [ryoe™]
ar K + yo(e — D)2

K% — Kryge'

IR TS CA=NE

B (K — yo)Kre'

"I K e -1P

(K —yo)r
p— t ——————————————————————————
Y K yole —1)
B K+yo(e" —1) — yoe"
=m(t) K+yo(et —1)

—ryto) (1-42)
K

K+yo(1-1)

Remark A.2.1. To find (4.3) we can use the variation of constants

¥(0) =yo =10

K
1 1
Sy =1 [ at
JG =
In| KK|:rt+c1
gl = e
y =y — Kleze"

y= (A.2)

Then we consider the initial condition

KCz
Yo = Cy — 1
y()(Cz — 1) = KC2
c2yo — Yo = Kea
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_ Y
Cr) = Yo — K (A3)

Then we set equation (A.3) into (A.2) and we get
K}/Offﬂ
Yo—K
y = rt
Yoe
yo—K 1
B K]/oeﬂ
~ yoet —yo — K
Kert
K+ yo(e" —1)

A.3 Description of the thesis attachment

The attached CD contains:

/Matlab/Chapter_ / ............ includes Matlab scripts sorted by their use
in chapters.

/Matlab/Data / ................ mat files with pre—generated data.

/Source_Latex / ............... LATEX files used for generating the thesis.

/Graphics/Chapter_ /.......... figures that are presented in the thesis

sorted by the appearance in chapters
(png. formats).

(D root directory:

Latalova_Thesis ............. the Bachelor thesis.
Readme. txt ................... this text file.
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