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Introduction

The theory of evolution by means of natural selection was discovered inde-
pendently by two scientists, Charles Darwin and Alfred Russell Wallace who,
in 1858 made it public in a joint paper presented to the Linnean Society of
London [16]. This paper was the precursor of Darwin’s book “The origin
of species” (1859), one of the most important and controversial books ever
written.

The theory of evolution is based on two fundamental principles:

- Mutation, that is, “mistakes” in the replication of the genetic material
carrying hereditary characteristics.

- Natural selection that states that, in a population, the characteristics
better adapted to the environment are the ones that persist as a con-
sequence of differential reproduction. In other words, individuals with
“better” characteristics are more likely to have more offspring, and
therefore, the frequency of this “better” characteristics increases in the
next generation.

An important weakness in this theory was the lack of explanation on how
characteristics were inherited. At the beggining of the twentieth century the
role of chromosomes was elucidated and the problem was solved in the first
half of the twentieth century by making a synthesis between the theory of
evolution (of Darwin and Wallace) and the genetic laws discovered by Mendel
(who was a contemporary of Darwin and Wallace, but whose work remained
unknown for many years). This project, whose founders were Fisher, Hal-
dane and Wright has been called “The Modern Synthesis” and it combines
Mendelian genetics, mathematics and evolutionary theory into a set of ideas
called population genetics.

In population genetics evolution is viewed as a change in the genetic compo-
sition of a population, therefore evolution can be considered in quantitative
terms, that is, mathematics.

On the other hand, mathematical ecology was iniciated by the works of Lotka
and Volterra ([34], [60]) and quantitative aspects of natural selection such as
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Introduction

prey-predator interactions, competition and competitive exclusion were clar-
ified.

Ever since, many mathematical models have been applied to study evolu-
tionary dynamics (see [46]).

One of the most used mathematical approaches to quantitative evolutionary
theory is phenotypic evolution analysis, that is, to assume that reproduction
is clonal avoiding then the complications of sexual reproduction and of the
(complicated) genotype-phenotype map.

The first phenotypic evolution models are based in evolutionary game theory,
which, in Maynard-Smith’s words ([38]), is “a way of thinking about evolution
at the phenotype level when the fitnesses of particular phenotypes depend
on their frequencies in the population ” (the so-called frequency-dependent
selection).

In this framework, the starting point is the concept of an Fvolutionarily Sta-
ble Strategy (ESS), introduced by Maynard Smith and Price in the context
of game theory (see [39]).

In a few words, a strategy z (i.e. a value of a phenotypic characteristic or
an “evolutionary trait”) is an ESS if a clonal population of individuals with
strategy = (called resident population) cannot be invaded by another small
clonal population of individuals with a different strategy y (called mutant
population), that is, a small mutant population goes to extinction in the en-
vironmental conditions determined by the (large) resident population.

In this respect, an ESS is (by definition) stable against the invasion of mu-
tants but it is not necessarily an evolutionary attractor. This means that an
ESS is not necessarily a limitting value of a sequence of strategies driven by
natural selection.

Therefore, a stability analysis from the evolutionary point of view should be
made.

A general theory of adaptive dynamics has been developed by Metz et al.
([40]), Géritz et al. ([23]) in which a generalization of the concept of ESS is
made. Adaptive dynamics consists essentially in the sequence of evolutionary
traits defined by sequential substitutions of resident populations by invading
ones.

The framework for adaptive dynamics usually makes the following assump-
tions:

1. Individuals reproduce asexually.
2. Reproduction is clonal, i.e. offspring are identical to the parent.

3. Only one-dimensional strategies are considered.
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4. There is a unique attractor (which is an equilibrium solution) for the
resident population dynamics.

5. The resident population has reached its attractor before a new mutant
appears.

6. Phenotypic mutations are small and random.
7. The mutant population is initially small.

8. A resident population successfully invaded by a mutant population
eventually becomes extinct, i.e., substituted by the mutant one.

Hypothesis 7 is needed in order that the mutant population does not
change the steady state condition of the resident population.

Let us note that hypotheses 4 and 5 say that we are assuming that the
resident population is in a steady state (a non trivial equilibrium point) or
in a more complicated attractor such as a limit cycle, or even worse! [51] and
then we introduce a small mutant population. Thus two different time scales
are considered, one of convergence to the attractor (ecological time scale) and
another of introduction of the mutant population (evolutionary time scale).
Let us note as well that, even though in Nature it is possible to have individ-
uals of many different strategies at the same time, only competition between
two strategies (mutant and invader) is usually considered at the same time,
and also that the mutation is not included intrinsically in the model, but
added once the system has reached the steady state (the attractor).

As an attempt to try to overcome some of these difficulties, some selection-
mutation models considering densities with respect to the evolutionary vari-
able were introduced (see [10], [11]). In these models, the mutation process
is represented by a diffusion term, so it becomes part of the deterministic
population dynamics.

However, it is not the first time that selection-mutation models are used to
describe evolutionary dynamics. In population genetics, selection-mutation
models have already been considered in order to include the possibility of a
continuum of possible alleles (see [5]).

In [10] three different reaction-diffusion equations models are considered. The
first one represents a one parameter family competing for a limited amount
of resources, the second one is a model for competing families feeding on
more than one resource and the third one is a prey predator model.

In [11] a version for the densities with respect to the evolutionary variable of
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the prey predator model of Lawlor and Maynard-Smith is studied (the finite
dimensional model of L-M consists of a system of three ordinary differen-
tial equations modeling a single consumer exploiting two different resources
where the evolutionary variables are the probability of capturing and consum-
ing each resource item per unit time, that may either represent the efficiency
of prey capture or the amount of time spent searching different habitats, see
[32]).

In all cases it was proved that when the mutation rate is small, the equilibria
of these systems for the densities with respect to the evolutionary variable
tend to concentrate at the ESS values of the respective evolutionary vari-
ables of the ecological models obtained when there is no mutation and all
individuals have the same value of the evolutionary variable.

More recently, in [1], [35], [36], [54] selection-mutation models for densities
of individuals with respect to an evolutionary variable were also considered
although they are studied in the sense of asymptotic behavior of solutions
and not in the sense of convergence of equilibrium solutions of the selection-
mutation models to the ESS values of the pure selection models obtained
when there is no mutation.

In [1] the authors study a logistic model for the density of individuals with
respect to a two dimensional evolutionary variable (the growth and mortality
parameters). This model only takes into account selection, mutation is not
considered. They prove that the solution of the model tends to concentrate
at the value that maximizes the fitness (in this case the growth to mortality
ratio) in the parameter space.

In [35] a model incorporating mutation, selection and recombination is inves-
tigated. They prove, under the hypothesis of small recombination, existence
of a unique globally asymptotically stable non trivial equilibrium. In this
paper, as in [10] and [11] mutation is modelled by means of a Laplacian op-
erator. A similar model of phenotype evolution is treated in [36], being the
difference that, in [36], mutation is modelled by means of an integral oper-
ator with a piece-wise constant kernel, and, moreover, that they make the
(strong) assumption that there is not natural selection. For this model it is
proved that each solution converges (in the weak star topology) to a Radon
measure.

Finally, in [54] the authors present a general selection-mutation model of
evolution on a one-dimensional continuous fitness space that includes two
ways of modeling mutation: with a diffusion operator and with an integral
operator with a mutation kernel. They present an application of this models
to recent experimental studies of “in vitro” viral evolution.

12



Introduction

The purpose of this thesis is, as in [10] and [11] to study the behaviour of
the equilibria of some models for the density of individuals with respect to an
evolutionary variable and its relation with the evolutionarily stable strategies
of the underlying ecological models but for equations different than the ones
studied there.

The main difference in the equations will be in the way of modeling the mu-
tation. In [10], [11], mutation was modeled by means of a Laplacian operator
that lead to partial differential equations, whereas in all models in this thesis
mutation will be represented by an integral operator with a mutation kernel
that will represent the probability of mutation and that will lead to integrod-
ifferential systems.

This is also an important feature in this thesis, that the models that we
study will not be single equations but systems of equations. This will make
things technically more complicated, especially when dealing with eigenvalue
problems and stability of steady states.

As a starting point, in Chapter 1 we consider the following system for a
population with two age groups (juvenile and adult)

w(t) = blx)v(t) —mq(u(t))u(t) — zu(t), "
1
V'(t) = au(t) —ma(v(t))v(t),

with population numbers u(t) and v(t) respectively and where the average
age at maturity 7' := % is the (phenotypic, genetically fixed) evolutionary
variable, b is the fertility rate (assumed increasing with respect to the age
at maturity 7') and m; are the respective mortality rates (also assumed in-
creasing). This model was suggested by Mylius and Diekmann in [42] (see
the appendices of that paper). The convenience of having a simple problem
for the ecological/dynamical problem lead us to suppress the age-structure
in the juvenile group. This transforms an age-structured population dynam-
ics system into a two dimensional ordinary differential system but forces to
make the hypothesis that the length of the juvenile period is an exponentially
distributed random variable with expected value T'. This slightly changes the
meaning of the evolutionary variable with respect to that of [42].

Section 1.2 is devoted to the presentation of the model as well as of some
assumptions related to the monotonicity of the mortality rates with respect
to the population numbers and to the concavity of the fertility rate with
respect to the maturation age. This latter, less justified from the biological
point of view, is useful to simplify and unify the mathematical treatment.
In Section 1.3 we give a complete description of the asymptotic behaviour
of the solutions of the model depending on the values of the parameter and
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an interpretation of the results in terms of the expected number of offspring
of an individual in its lifespan, Ry. Theorem 1.3.6 states that in“natural”
biological hypotheses, there is an interval of values of the maturation age
for which there is a non trivial equilibrium attracting all the solutions but
the zero one. Moreover, zero is a global attractor when the parameter does
not belong to this interval. The non trivial equilibrium is born from the zero
equilibrium at the extremes of the interval, suggesting that there is at least
an ESS value of the maturation age in the interior of it. This conjecture is
proved in Theorem 1.4.3, already in Section 1.4, and uniqueness of the ESS
is proved in Theorem 1.4.4.

In Section 1.5 a study of the ESS of the model from the evolutionary dynam-
ics point of view is undertaken. In particular Proposition 1.5.4 shows that
the ESS is convergence-stable in the sense of [23], i.e. a resident population
with a value of the evolutive variable close to the ESS can be invaded by
mutants whose value of the evolutive variable is closer to the ESS.

Finally in Proposition 1.5.5 we give a rather general result about evolutionary
dynamics. It states that when the environment is one-dimensional and the
fitness function is strictly monotonous with respect to it, the ESS is always
convergence stable.

In Chapter 2 we study the following integrodifferential equations model
for the distribution of individuals with respect to the age at maturity which
is obtained by considering densities of the individuals with respect to the age
at maturity in System (1)

w(z,t) = fooo b(y) Bz, y)v(y, t)dy —my ( fooo u(y, t)dy)u — zu(x,t),

vz, t) = zu(z,t) —mo( [ vy, t)dy)v(z,t), o)
2
where u(x,t) and v(x,t) are the density of young and adult individuals (re-
spectively) at time ¢ with respect to the trait = := % and f.(x,y) is a con-
tinuous kernel representing the density of probability that the trait of the
offspring of an individual with trait y is  and ¢ denotes the (maximum) size
of the mutation (we will assume suppf.(z,-) C [z — &,z + €]).
Section 2.2 is devoted to the formulation of the model and its assumptions.
In Section 2.3 we study, using the standard theory for semilinear equations,
the existence and uniqueness of global positive solutions of the initial value
problem for model (2), as well as continuous dependence with respect to ini-
tial conditions.

In Section 2.4 we prove, under some conditions on the variables constitut-
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ing the model, the existence of a stationary solution of (2). We do it by
proving the existence of a unique positive eigenfunction corresponding to the
(dominant) eigenvalue zero of a certain linear operator in the Banach lat-
tice L'(0,00) and afterwards solving a fixed poing problem. The proofs for
the results on the eigenvalue problem are extensively based on the theory of
positive semigroups and the infinite dimensional version in Banach lattices
of the Perron Frobenius theorem (see [14], [24], [45], [55]) (since the positive
cone of L'(0,00) has empty interior, the results by Krein and Rutman that
generalize to a class of positive operators the results by Perron and Frobenius
in the theory of matrices cannot be used).

The fixed point problem is solved using Bolzano’s theorem and the results
about perturbation of the spectrum of a closed operator of [31].

Finally, in Section 2.5 we show that, when the size of the mutation tends to
zero, the stationary solutions of System (2) tend to concentrate at a Dirac
mass at the ESS value of System (1). Moreover, we show that the total pop-
ulation at equilibrium of System (2) tends to the equilibrium of System (1)
for the value of ESS of the parameter.

In Chapter 3 we study a (rather) general class of selection mutation mod-
els given by the nonlinear equation

@, = A.(F(@))i = B.(z, F(a@))@ + T (3)

in the space L'(I,R™), where x represents an evolutionary variable, B, is a
matrix valued multiplication operator, 7" is a bounded operator and F'is a
function from L!(I,R™) to a m-dimensional space. We assume that, when the
mutation rate (given by ) tends to zero, this model becomes an ecological
(finite dimensional) model of the form

Uy = Bo(x,G(x, V). (4)

In Section 3.3 we consider the linear operator obtained by fixing the nonlin-
ear part (F(7) = E) in (3), Ac(E). Under some hypotheses, including the
existence of a dominant eigenvalue A, of A.(F) with a corresponding (posi-
tive) eigenfunction, the existence of a dominant eigenvalue po(x) of By(x, E),
the existence of a value xq where po(z) attains its maximum and finally the
existence of an ESS value of (4) we prove convergence of the dominant eigen-
value of A.(E), A, to the maximum value (with respect to x) of the dominant
eigenvalue of By(x, E), po(zo), as well as convergence of the family of eigen-
functions corresponding to the eigenvalue A. (in the weak star topology) to
a Dirac mass concentrated at xzg.

From a biological point of view, the dominant eigenvalue A, can be inter-
pretated as the growth rate of the population with evolutionary variable x
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modeled by (3) when the environment is given by E.

In Section 3.4 we apply the results of Section 3.3 to the nonlinear problem
(3) to obtain convergence of the equilibria of System (3) (of which we assume
existence) to a Dirac mass at the ESS value of System (4). Moreover we ob-
tain that the integral of the equilibria of System (3) tend to the equilibria of
System (4) for the value of ESS of the parameter z.

In Chapter 4 we study two examples of models where the results of Chap-
ter 3 can be applied.
In Section 4.2 we consider the following maturation age model

w(zt) = (1—eb(@)v(x,t)+e [5~ b(y)y(z,y)v(y, t)dy
—my (fy° uly, t)dy)u(z, t) — zu(z, t), (5)

vz, t) = zu(z,t) —mo( [ vy, t)dy)v(z, t).

This model is another version for the densities of individuals with respect to
the maturation age of System (1) and differs from (2) in the meaning of the
parameter ¢, being in (5) the probability of mutation, whereas in (2) it was
the size of (maximum) mutation (the probability of mutation was one).

We prove, for € small enough, existence of a family of equilibrium solutions of
(5) by formulating an eigenvalue problem (in this case in the Banach lattice
LY(0,00) x L'(0,00)) and afterwards solving a fixed point problem.

The results on the eigenvalue problem are based, as in Chapter 2, on the
theory of positive semigroups and the infinite dimensional version in Ba-
nach lattices of the Perron Frobenius theorem. However, the treatment of
the problem, even though it is based in the same theory, will be different
than in Chapter 2 because in Chapter 3 we formulate it in the Banach lattice
LY(0,00) x L*(0,00) (instead of in L'(0, 00)).

Since System (5) can be written as (3), an application of the results of Sec-
tions 3.3 and 3.4 gives that the family of equilibrium solutions of (5) tend to
concentrate, when the probability of mutation tends to zero, at the ESS value
of System (1). Moreover, the total population at equilibrium of System (5)
tends to the equilibrium of System (1) for the value of ESS of the parameter.
Sections 4.3 and 4.4 are devoted to the application of the convergence results
of Chapter 3 to a predator prey model. We start by introducing the following
finite dimensional predator prey model
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fit) = (a—pft) -

v = (a %—d@»u(m

for the number of prey f(¢) and the number of predators wu(t), where the
parameter x denotes the index of activity of the predator population and it
is the evolutionary variable, 5(z) is the searching efficiency, d(x) the mortal-
ity rate of the predator population (both assumed increasing), a and u the
intrinsic growth rate and the competition coefficient of the prey population
respectively and « the energy conversion factor that prey consumption gives
to the predator.

In this model the functional response, that is, the rate of prey consumption
per predator and how it is influenced by prey density, is modeled by a Holling
type II functional response, that is, the attack rate of predators increases at
a decreasing rate with prey because of fixed prey handling and consumption
times.

Under reasonable hypotheses we show the existence of values of the parame-
ter x for which System (6) has an asymptotically stable interior equilibrium
and also the existence of a unique value of ESS that moreover, since the en-
vironment is one dimensional, is convergence stable.

Finally, in Section 4.4 we consider the infinite dimensional predator prey
model

( f/(t) — (a_,uf(t)—foo B(I)U(xjt)

" T s

ouet) _ B fOuiet) o B(y) F(E)uly. 1
T S v s Ty R A s e e
{ —d(z)u(z,t),

(7)
in the Banach lattice R x L!(0,00) (only the predator evolves).
Since the operator given by the second equation in (7) can be written as (3),
we obtain, for € small enough (and once we prove that all the hypotheses of
Chapter 3 hold), existence of a family of equilibria of System (7) that tend
to concentrate at the ESS value of System (6).
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Chapter 5 is devoted to the study of the spectrum of the linearized oper-
ator at a positive equilibrium Zz. of a nonlinear equation of the form

%= A(F(2)7 (8)

in order to study linear stability of the equilibrium solution Zz..

The models studied in Chapter 2 and 4 are all of the form (8).

In the same way as in Chapter 3 (although the equation (8) is more general
than the one studied there) we assume that, when the mutation rate (given
by ) tends to zero, (8) becomes a finite dimensional ecological model of the
form (4) for which existence of an ESS value Z of the parameter x is assumed.
Convergence results will be used in order to establish a relation between the
spectrum of the linearized operator of (8) at z. and the spectrum of the
linearized operator of (4) at the equilibrium ¢ (for the value of ESS of the
parameter).

Finally, in the appendix we do some computations in order to apply the
results of Chapter 5 to the maturation age and the predator prey model of
Chapter 4.
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Preliminaries

In the literature of evolutionary dynamics, the classical method used to locate
an ESS is to maximize a fitness measure (for example in the paper by Lawlor
and Maynard Smith, [32], the growth rate for the evolving population with
respect to the evolutionary variable is maximized).
However, as the choice of this fitness measure depends on the way density
dependence acts on the population (see for example, [43], [47]), the way to
proceed is to start by studying a general invasion problem instead of by
choosing a fitness measure .
We will do it by undertaking a mathematical formulation of the ESS concept
rather general but appropriate to the models that we are going to study.
Let us assume that we have a system that describes the ecological dynamics
of a resident population

Uy = AU, x)u 9)

where @ denotes the resident population (u(t) belongs to a Banach space X),
x is a one dimensional parameter denoting the strategy of the population
and A(t,x) is a linear operator in X (generating a positive semigroup).

We assume that this system has a unique attractor which is a hyperbolic non
trivial equilibrium point. Let us denote it by u,. A small mutant population,
@', with strategy v is introduced and this leads to the following system for
the couple of populations

(10)

7= A,y

where A(#, u', r) is a linear operator in X.
Moreover, for all @ and x, A(,0,2) = A(t, x) holds.

Definition 0.0.1 We say that the value x of the evolutionary variable is a
global ESS if the equilibrium point (i,,0) is asymptotically stable for System
(10) for any y # x where U, is the unique attractor for System (9). When
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only small differences between the strategies of the resident and the mutant
are allowed we call x a local ESS.

Fitness was defined by Metz et al. ([41]) as the long-term exponential
growth rate of a phenotype in a given environment.

Definition 0.0.2 In the mathematical formulation we use, we define fitness
of the mutant y invading a resident x by

A(ﬁr,y) = dominant eigenvalue
of the operator A(ﬁr,y)

Definition 0.0.3 [19/, [45]

- A real eigenvalue N\ of a matrixz A is called dominant if ReA< \g for
all X # Ao where X is an eigenvalue of A.

- If A is a linear operator defined in an infinite dimensional vector space,
a real eigenvalue Ny is called dominant provided that ReA< Xy for
every A € o(A) and it is called strictly dominant if for some 6 > 0
one has ReA< A\g—0 for every X\ belonging to the spectrum of A, X # .

- If A is a linear operator in a Banach space we define the spectral

bound s(A) as

s(A) :=sup{ReX : Xeoa(A)}.

In the infinite dimensional context, the existence of a dominant eigen-
value of the generator of a positive semigroup is not guaranteed in general
(this needs some additional hypotheses related to the irreducibility of the
semigroup (see [45]).

On the other hand, if X = R" there are results that guarantee the exis-
tence of a dominant eigenvalue of a matrix A = (a;;)nxn-

If A>0 (ie. a;; > 0forall i,j ) it was discovered by Perron [49] that the
spectral radius, 7(A), (where r(A) := max{|A\|] s.t. A€ cd(A)})is a simple
eigenvalue of A with a strictly positive eigenvector.

If A>0 (ie. oy; > 0 for all 4,5 ) it can only be concluded that r(A) is an
eigenvalue of A with positive eigenvector (i.e. some of the components may
be zero)(for a proof, see for example [29)]).

Later on, Frobenius proved in [21], [22] that for a matrix A > 0 that is
irreducible, r(A) is a simple eigenvalue with strictly positive eigenvector.
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Definition 0.0.4 An n x n matrix P is called o permutation matrix if,
for some permutation m of {1,2,...,n}, we have Pe; = e where e; = (J;5).

In other words, a matrix P is called a permutation matrix if exactly one
entry in each row and column is equal to 1, and all other entries are 0.

Definition 0.0.5 [64] A square matriz A € M,(R) is called reducible if
there exists a subspace

Iy =&, &) :&=0 for 1€ M} CR"

for some ) £ M C {1,...,n} which is invariant under A. If A is not reducible
it 1s called irreducible.

Remark 0.0.6 The vector subspaces of the form Jy;, where M is any subset
of {1,...,n} are the (order) ideals of R"™ (see [55]).

This definition leads to the following characterization for irreducible ma-
trices.

Lemma 0.0.7 [29], [6}]
A square matriz A is irreducible if there exists no permutation matric
such that

A 0O
P'AP =
B A,

where A; is a square matriz of order m; (1 < m; < n), or equivalently, if
there ezists no order ideal invariant under A except {0} and R™.

Since we will not only deal with positive matrices, we are going to give
some results that ensure the existence of a dominant eigenvalue of a matrix
A (not necessarily positive).

The following result characterizes the generator of a positive semigroup
in R".

Theorem 0.0.8 [6//
A matriv A = (j)nxn € M,(C) generates a positive semigroup (i.e.,

et > 0) if and only if it is real and c;; > 0 whenever i # j.
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Proof: Let us suppose that (a;;) > 0 when i # j. Then there exists A € R
such that B := A+ A > 0 (i.e. all coefficients of B are non negative).
Therefore

et =eMetB >0 Vit > 0.

Let us now assume that A generates a positive semigroup.
Let us denote by {e;};—1., the canonical basis of R™. We have, for i # j

a; = (Aeje)

= (lim;_.g g(e“‘ej —€j),e)

. 1
— hmt_,o z (<€tA€j, 6i> — <€j, 61>)

= lim,_ E(etAej,ei) >0
O

The next theorem states the existence of a dominant eigenvalue of the
generator of a positive semigroup in R™.

Theorem 0.0.9 [64] If a matriz A generates a positive semigroup (e');>o,
then s(A) is a strictly dominant eigenvalue.

Proof: Applying Perron’s theorem (that says that the spectral radius r(7")
of a matrix T such that T > 0 is an eigenvalue of T" with positive eigenvector,
see [49] ) to the matrix A + A (defined in the proof of Theorem 0.0.8) we
obtain that r(A + AI) = s(A 4+ AI) is an eigenvalue of the matrix A + AI.
The definition of spectral bound implies that s(A+ AI) is a strictly dominant
eigenvalue of A + A and therefore s(A) is a strictly dominant eigenvalue of
A. O

Theorem 0.0.10 In the hypotheses of Theorem 0.0.9, if moreover the ma-
triz A is irreducible, then s(A) is a simple eigenvalue and the eigenvector
corresponding to s(A) is strictly positive.

Proof: 1t is immediate applying Frobenius theorem to the matrix A + A
defined in the proof of Theorem 0.0.8. O
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Remark 0.0.11 In order to see why the wrreducibility is important, let us
briefly prove the strict positivity of the eigenvector corresponding to s(A)
giwen by Theorem 0.0.10.

Applying Perron’s theorem to the matrix A+ Xl defined in the proof of Theo-
rem 0.0.8, we obtain that s(A+ \) is an eigenvalue of A with corresponding
positive eigenvector. Let us denote it by v. That is, we have

(A+ M7 = s(A+ A7 = (s(A) + A)7.

So, U is an eigenvector of A corresponding to the eigenvalue s(A). By defini-
tion, U is invariant under A.

The irreducibility of A implies that U is not only positive but strictly positive
(because the only order ideals invariant under A are {0} and R").

Let us go back to the mathematical formulation of the ESS.

As the hyperbolic non trivial equilibrium point of (9), 4,, is completely
determined by x, we can write A(z,y) := A(4,(x),y) and think of the fitness
as a function A : R% ~— R. Note that A(x,z) = 0 for any « (because it is the
dominant eigenvalue of the operator A(u,,x)).

The following result means that all the mutants trying to invade a resident
population with evolutionarily stable strategy & have negative fitness (and
so do not succeed).

Theorem 0.0.12 A walue of the evolutive variable & is a global (local) ESS
if the condition

Az, y) < Mz,2) Yy#z (for all y sufficiently close to T) (11)

holds.
A walue of the evolutive variable & is not a global (local) ESS if the opposite
strict inequality holds for some y (arbitrarily close to I ).

Proof: The linear part of System (10) at the equilibrium (.., 0) is
v A(t,,0,z) + Az(d,,0,2)d,. A-(u,,0, ), v

ul

U’ 0 A(d,,0,y) U’

t

The set of eigenvalues of this matrix is the union of those of the operator
A, x) + Az(U,, x)u,, all of them having negative real part because this op-
erator is the linear part of the equation (9) at the (hyperbolic) asymptotically
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stable equilibrium ,, and those of A(w,,y). The statement follows from the
definition of A(zx,y). O

The principal significance of the theorem is that it states that a (local)
global ESS is a (local) maximum in the direction of the second variable of
the fitness function A\(x,y). So we have proved the following theorem

Theorem 0.0.13 A value & of the evolutive variable is a local ESS if (Z, )
s a critical point of the fitness of the mutant population, which is a strict
maximum, in the direction of the second variable.

Adaptive dynamics models the interaction between the resident and the
mutant. It is described as a substitution sequence of strategies: If the mu-
tant growth rate is positive, then the mutant population can spread and a
displacement of the evolutive variable value can occur. If the mutant growth
rate is negative then the mutant population dies out.

The analysis of the adaptive dynamics, when the space of strategies is one-
dimensional, can be made by plotting the sign of the fitness, A(z,y), and
that of its second derivatives. The sign plots of the fitness function are called
Pairwise invasibility plots (see figures at the end of this chapter). They
were first used by Van Tienderen and De Jong in [59].

On the main diagonal y = x, A(z,y) vanishes by definition because it is the
fitness of the resident population at demographic equilibrium, i.e. a 0 eigen-
value of the matrix A.

The coordinate of a point of intersection of the diagonal with another curve
on which A(z,y) is zero is called a singular strategy.

So, from the mathematical point of view, a singular strategy is a critical
point (i.e., a zero of the gradient vector) of the function A(x,y) lying on the
straight line y = 2 (which is a zero level curve). More precisely, it is a saddle
point of A(z,y) which is assumed to be non-degenerate.

Notice that a singular strategy Z is a global ESS if and only if A(Z,y) < 0
for y # 2 and that it is a local ESS if A\, (2, 2) < 0.

On the other hand, a singular strategy x, is called convergence-stable (see
[13], [23]) if a resident population with strategy « close to z, can be invaded
by mutants whose strategy y is still closer to x,. That means that z, is an
attractor for the evolutionary dynamics.

In terms of the fitness function A(x,y), this can be formulated by saying that
there is an € > 0 such that |y — x| < |z. — 2| < € implies A(z,y) > 0 i.e.,
A(z,y) is positive above the diagonal y = = and to the left (and close to) z.
and below the diagonal and to the right (and close to) x, (see figures at the
end of this Chapter). Equivalently, (z, — )\, (z,2) > 0if 0 < |z, — 2| < ¢,
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i.e., \y(z,z) is decreasing in a neighborhood of z,. A sufficient condition for
this is D11y Do A (@x, T4) = Ay (T, o) + Agy (24, 24) < 0.
Combining this inequality with

Da1yDa M@y, @4) = Aga(Te, 1) + 2059 (4, T4) + Ayy (24, 24) =0

(as A(z,z) = 0 for all x), one obtains a sufficient condition in order that a
singular strategy z, is convergence-stable, namely Ay, (2., ) > Ay (s, )
(see [23].)

A singular strategy that is both an ESS and convergence stable is called a
continuously stable strategy or CSS (see [20], [23]).

Continuously stable strategies represent the final outcome of the evolutionary
process.

+

Tx T

Continuously stable strategy ESS that is not convergence stable
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Chapter 1

A finite-dimensional model for
the adaptive dynamics of the
maturation age

1.1 Introduction

In this chapter we study a time continuous model with two groups of age.
Juveniles (non fertile individuals) are assumed to be born with a birth rate
depending on their mean maturation age 7T'. The same parameter T' plays
the role of transition rate from the juvenile stage to the adult one. The death
rates of both juveniles and adults are density depending only on the respec-
tive population numbers. This corresponds to assuming that the two groups
of age feed on different resources. We assume that the birth rate is an in-
creasing function of the maturation age, so establishing a balance between
the need to grow and consequently to remain as a juvenile a long period in
order to increase the fertility when becoming an adult, and the increased risk
of dying before maturity when this is delayed.

Our interest is the study of the maturation age from the evolutionary point
of view. The same idea has been succesfully used to illustrate several pro-
perties of the so-called evolutionarily stable strategies, as for instance in [18]
(inspired in the paper by Kaitala and Getz [30]) in a discrete time and dis-
crete evolutionary variable model and in [17] and [28] in an age-dependent
model (see also [7]).
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1.2 The model

We consider a biological population distributed into two groups of age: juve-
niles and adults.

Let u(t) denote the number of individuals of the young population at time ¢
and v(t) the number of individuals of the adult population at time ¢.

The type of an individual is given by the expected value of the length of its
juvenile period T

After becoming an adult every individual produces offspring at a constant
rate which depends on 7. We denote it by b(7T').

The mortality rates are density-dependent in such a way that there is not
competition for the resources between juveniles and adults.

Let us build up the model making the following assumptions :

(a) The maturation age is exponentially distributed with mean T so that
the transition rate from juveniles to adults is Fu(t).
Let us note that the exponential distribution is the only possible prob-
ability distribution of the maturation age that gives a transition rate
term independent of the age distribution of individuals and so it is the

only one allowing an unstructured (with respect to age) model.

(b) The mortality rate of the young population, m;(u), is a smooth, strictly
increasing and bounded function such that m;(0) > 0.

(¢) The mortality rate of the adult population, my(v), is a smooth, increa-
sing and bounded function such that my(0) > 0.

(d) The fertility, b(T"), is a smooth, strictly increasing and bounded function
with strictly negative second derivative. It satisfies b(0) = 0 and there
exists T such that b(Tp) > m»(0).

Then the following system of ordinary differential equations constitutes the
model

u'(t) = b(T)o(t) —ma(ut))u(t) — Zult),

1
V(1) = ult) — ma(u(®)e(t),
where ’ indicates time derivatives and u(t) > 0 and v(¢) > 0 (because it does
not make sense to consider negative population numbers).

Remark 1.2.1 The hypotheses on the fertility and mortality functions are
“natural” biological hypotheses that will guarantee existence of a unique non
trivial equilibrium point and of a unique evolutionarily stable strategqy value
of the age at maturity of System 1.1.
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1.3 Ecological Dynamics

A complete description of the asymptotic behaviour of the (positive) solu-
tions of System (1.1) depending on the value of the parameter 7" is possible
by means of the theorem that we will formulate at the end of this section
based on the following technical results.

Lemma 1.3.1 Let f; and fy be positive, continuous and increasing functions
defined on [0, 00). Suppose that one of them is strictly increasing. Then there
exists a unique non trivial solution of the system

v = fi(u)u,

u= fa(v)v.

if and only if the following conditions hold

f1(0)£2(0) <1,

T fi(w) lim fou) > 1.
Proof: A couple (u,v) is a nontrivial solution of the system if and only if
F(u):= fo(fi(w)u) fi(u) =1 and v = fi(u)u.
F' is a continuous and strictly increasing function and
F(0) = f2(0)f1(0) <1
and
Jug Flu) = i, folw) Jg, ) > 1

are necessary and sufficient conditions for the existence of a (unique) u > 0
satisfying F'(u) = 1. O

Lemma 1.3.2 System (1.1) has a unique non trivial equilibrium point if and
only if the parameter T satisfies

mi(0) < l( T 1) — £(T), (1.2)

1 /b(T
M>—( —1)2; ), 1.3
12T M, g(T) (1.3)
where
M := lim my(u), My := lim my(u).
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Proof: The equilibria are the solutions of the system

1

v = m(mmuw%)u = filu

u = Tma(v)v = fa(v)v.

The statement readily follows from Lemma 1.3.1.
O

Lemma 1.3.3 Let h : [0,00) — R be a C? function satisfying :
R(T)>0,n"(T)<0, h(0) <0, h(T) bounded and h(T,) > 0 for some T.

Then 7 has a unique critical point which is a maximum.

Proof: Existence follows easily applying the Weierstrass theorem and using

T T
that % >0 forall T > T, and limp_ % = 0.

On the other hand, as the derivative of the function

is positive when
h(T) < 0, a critical point is only possible when A(7T) > 0. Furthermore, a
W)
W(T)
when h(T") > 0. This gives uniqueness. O

critical point is a zero of the function — T which is strictly increasing

Corollary 1.3.4 The function f(T) defined in Lemma 1.3.2 has a unique
critical point which is a maximum.

b(T
Proof: We can write f(T) = ™2 where h(T) := % — L. It is straight-
ma
forward to see that f(T') satisfies the hypotheses of Lemma 1.3.3. O

Corollary 1.3.5 Let us assume that there exists Ty such that b(T,) > M.
Then the function g(T) defined in Lemma 1.3.2 has a unique critical point
which is a mazimum. Otherwise, g(T') satisfies

sup ¢(7) =0.
T€(0,00)

Proof: Applying Lemma 1.3.3. O
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1/ o(T) 1 /u(T)
Th 1.3.6 Let f(T) = —(—— ) d g(T) = —(——1),
eorem et f(T) T\ (0) and g(T) 7\ %
where My := lim, oo mq(u), My :=lim, . ma(u).
If the conditions
T 1.4
mi(0) < max f(T) (1.4)
M, > sup ¢(T) (1.5)
Te(0,00)

hold, then there exists an interval (T, Ty) such that if the parameter T' belongs
to (Th,Ty), System (1.1) has a unique non trivial equilibrium point which is
a global attractor (except for the zero solution) and otherwise 0 is a global
attractor of (1.1). Moreover the non trivial equilibrium describes a curve in
the open first quadrant parametrized by T € (T1,Ty) and tending to the origin
of coordinates when T tends to the extreme points of the interval.

Proof: When the hypotheses are satisfied, by Corollaries 1.3.4 and 1.3.5, there
exist 77 < T3 such that f(71) = f(T3) = m1(0) and so, for any T' € (11, T3)
the hypotheses of Lemma 1.3.2 hold. This gives existence and uniqueness of
the non trivial equilibrium point.

On the other hand, if T" ¢ (T}, T5) from Lemma 1.3.2 it follows that there is
not non trivial equilibrium.

In both cases, any rectangle with two of their sides lying on the coordinate
axes and with a vertex in the region of the first quadrant where the two
components of the vectorial field are negative is positively invariant. These
rectangles do not contain periodic orbits due to the direction of the vectorial
field on the isocline lines (see figures below). The statement about asymptotic
behaviour follows from the Bendixson-Poincaré theorem.

T e (1h,T3) T ¢ (11, 1) -

The main statement of the theorem is that, under suitable hypotheses,
a non trivial equilibrium attracts any positive solution whenever the age at

33



1.3. Ecological Dynamics

maturity belongs to some interval and that the population die out otherwise.
This is a convenient scenario in order to deal with the evolutionary aspects
of the age at maturity.

Nevertheless, this is not the only possible situation. Indeed, the concept of
ESS and, more in general, the evolutionary dynamics, have been studied in
ecological systems with attractors not reduced to an equilibrium, but con-
taining periodic orbits or even more complicated objects (see [51],[43]).

Interpretation of the results

The results of the former theorem can be interpretated using the concept
of the expected number of offspring of an individual in its lifespan, Ry.
Let us compute Ry for our model.

Let N be the random variable of the number of offspring in the lifespan
of an individual, let Z be a random variable taking the value 1 if a young
individual taken at random reaches maturity and the value 0 otherwise, let
N, be the random variable of the number of offspring in the lifespan of an
adult individual and, finally, let ¢ be the random variable of the lifetime of
an individual after becoming adult (exponentially distributed with expected
value —)

Notice that Z =11is the event that an exponentially distributed variable
X with expected value —- takes a value larger than another independent

exponentially distributed random variable T, with expected value T
So,

P(Z=1) = P(X>Y)= [~ f mie mlweTdedy
IR 1
_—1 = .
TT‘i‘ml 1—{—Tm1

Now, using the concept of conditional expectation and the equality
E(E(Y]X)) = EY,
we can write, as N =0 if Z =0,
EN = E(E(N|Z))=E(N|Z=1)P(Z=1)+E(N|Z=0)P(Z=0)
= (EN,)P(Z =1).

On the other hand, as b(T") is the number of births per adult individual and
unit of time, the expected value of N, conditioned to a lifetime as adult ¢ is
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b(T)t. So,
Ry =EN = E(E(Ny|t))P(Z =1)=b(T)E(t)P(Z =1) =b(T)
or equivalently

b(T)

1
T
ma(v) 7 +ma(u)’

Ry =

for fixed v and wv.

- If condition (1.4) of Theorem 1.3.6 is not satisfied, i.e. if Ry < 1 for any
value of T in ideal conditions (zero population numbers), then condition
(1.5) holds automatically and for all T', 0 is a global attractor of the
system.

- If condition (1.4) of Theorem 1.3.6 is satisfied but condition (1.5) does
not hold, i.e. if Ry > 1 for some T in starvation conditions (infinite
population numbers) then there exist two disjoint intervals (74, 7T3),
(Ty, Ty) with T} < T3 < Ty < T, such that if T € (0,71] U [T3, 00)
then 0 is a global attractor, if T € (Ty,T3) U (Ty,T,) then there is a
unique non trivial equilibrium which is a global attractor (except for
the zero solution) and, finally, if 7" € [T, Ty] then all the trajectories
of the system but the zero one are unbounded.

Nevertheless, notice that this last situation has few biological signi-
ficance because it requires small mortality rates for large populations
compared to fertility.

1.4 Existence and Uniqueness of the ESS

In this section, existence and uniqueness of an evolutionarily stable strategy
for System (1.1) is proved by means of the mathematical formulation intro-
duced at the Preliminaries.

System (1.1) can be written in the form

/

AN (1.6)
where .
—mq(u(t)) —x b(x)
A= (1.7)
T —ma(v(t))
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where z = 7 and b(z) = b(1) =0b(T).
As the matrix modeling the dynamics of the mutant population when the
environmental conditions are the equilibrium of the resident population (de-

noted by (u,, v,)),

A(ily,y) = , (1.8)
y —ma(vr)
has a dominant eigenvalue (by Theorems 0.0.8 and 0.0.9 in Preliminaries),

the fitness function is well defined in our model. It will be used in order to
calculate the conditions of ESS.

We begin with a result that gives sufficient conditions such that a value
of the evolutionary variable is an ESS.

Proposition 1.4.1 Let & be a positive value of the evolutionary variable.
Let F(\, x,y) the characteristic polynomial of the matriz (1.8).
A sufficient condition for & being a local ESS of System (1.1) is that it satisfies

F,(0,2,2) =0,
(1.9)
F,,(0,2,4) > 0.

Proof: 1t suffices to show that the conditions (1.9) and the following condi-
tions

(1.10)
(which imply the sufficient conditions of ESS given by theorem (0.0.13) in the
Preliminaries) are equivalent and this follows easily taking implicit deriva-

tives of the equation F'(\,x,y) = 0 with respect to y, evaluating at (&, )
and noticing that F)\(0,z,z) > 0. O

A direct application of Proposition 1.4.1 gives

1 1
Theorem 1.4.2 In the hypotheses of Theorem 1.3.6, let T € (T’ T) satis-
, 2 11
fying

~

(2b(2))" [a= ma(0(2)),
(2b(x))" |:< 0,
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where 0(Z) is the second component of the non trivial equilibrium of System
(1.6), (1.7) with parameter .
Then % is a local ESS of System (1.1).

Theorem 1.4.3 (ezistence of the ESS)
In the hypotheses of Theorem 1.3.6, there exists at least one local ESS of

1 1
System (1.6), (1.7), which belongs to the interval (E, ﬁ)

Proof: We only need to show that the conditions given by Theorem 1.4.2
1 1

).

hold for some  in (E, T
The equation

(ab(x))], = ma(0(2))

can be written in terms of 7" in the form

(b(T) = TV(T)),

|7

= my(v(T)),

T

|
where 7' = — and v(T) = o(7).
T
Let G(T) = b(T) =TV (T)—m2(v(T)) be defined for T' € [T7, T by extending
v continuously at the extreme points of the interval.

Notice that then v(T7) = v(T3) = 0. Therefore,

G(Tl) = b(Tl) — le,(Tl) — m2(0>,
G(TQ) = b(Tg) - TQb’(TQ) — mg(O)

We conclude from Corollary 1.3.4 and Theorem 1.3.6 that

—b(Th) + m»(0) + T10'(T)

f(Ty) = T2m,(0) > 0,
pimy = TR RO EDIE) o,
Hence that
G(Tl) < 07
G(Tg) > 0

and finally that there exists at least a T € (T}, Ty) such that G(T) =
What is left to show is that the condition

1

(x@(x))” |3<0 where &= % (1.11)
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holds.
An easy computation shows that

~

(zb(x))" = T*0"(T).

The function T3"(T) is negative for any 7. Then condition (1.11) holds for
any x, in particular for z. This completes the proof. a

Theorem 1.4.4 (uniqueness of the ESS)
In the hypotheses of Theorem 1.4.3 the ESS is unique.

Proof:
The equations of the equilibrium and the condition of ESS yield the sys-
tem

A~

b(z)v — (ma(u) + z)u =0,

zu — mao(v)v =0, (1.12)

(mi)(:p))l = my(v),

for (positive) unknown u, v and x.
A solution of (1.12) (u, v, x) also satisfies the system

( g _ mg(v) _ 07
(zb(z))" = ma(v), (1.13)
zb(z) RN

L ma(u) +x (2b(z))’.

The two last equations allow to write  and v as functions of u (x, and
v(u)) as follows.
my(u) +
critical point x,, which is a maximum and satisfies (it is the only solution

of)

Notice that for any fixed u > 0, the function x — has a unique

A~

Tub(%) .
(zb(x)) ()

Indeed, this condition is equivalent to that the first derivative vanishes,
whereas the second derivative evaluated at any critical point x, equals

(1.14)
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(x?)(x))”

|Iu

and, hence, it is negative, implying the two first statements.
my(u) + x,

Therefore, using the two last equations in (1.13) we have

zb(x
v(u) = m2_1<max #) (1.15)
z my(u) +x
Moreover, x, and v(u) are increasing and decreasing functions respec-
tively and this can be seen as follows. First, =, satisfies the relation

(x@(x)), = max M,
= my(u) +x

and the assertion about the monotony of x, follows because the left hand
side is a decreasing function of = (remember that (xl;(x))" < 0) and the right
hand side is a decreasing function of w.

Second, (1.15) directly gives that v(u) is decreasing.

So, a solution (u,v,z) of (1.13) is necessarily of the form (u,v(u), z,) where
(due to the first equation) u is a zero of the function

u ma(v(u))

F(u) :=

v(u) Ty

Uniqueness follows from the fact that F' is a strictly increasing function. O

1.5 A sketch on evolutionary dynamics

Let us return to the notation of the Preliminaries, let us assume that the
model system (9) is two dimensional and that the equilibrium population
of the resident , depends on the evolutionary variable in the form u,.(z) =
(u(z),v(x)). The fitness of a mutant with evolutionary variable y invading
a resident population z is now A(z,y) = A(u(z),v(z),y) (recall Definition
0.0.2).

Using the implicit function theorem and the definition of singular strategy
some results about the derivatives of the equilibrium populations with respect
to the evolutionary variable evaluated at a singular strategy are obtained.
The first of them does not refer specifically to System 1.6, 1.7 and it is in
some sense, a generalization of Result 3 [42] (see also the paragraph preceding
Proposition 1.5.5).

On the other hand, they will be used to prove that an ESS of System 1.6,
1.7 is always convergence-stable (see Proposition 1.5.4).
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Lemma 1.5.1 Let x, be a singular strategy. Let wus assume that
Ay(u(zy), v(zy), ) and Ay (u(xy),v(z,), ) have the same sign. Then u'(x.)
and v'(x,) have different signs or both vanish.

Proof: As A(u(z),v(z),x) = Az, x) = 0 for all x, we have
Ay(u(z), v(x), 2)u'(z) + Ay (u(z),v(z), 2)v" (2) + Ay (u(z),v(z), 2) = 0.

Using the fact that in a singular point Ay(u(z.), v(z.), z.) = A\y(2s,2.) =0
we obtain

Au(u(zy), v(zy), 2w () + Ay (u(,), v(x,), 20 (2,) = 0 (1.16)
The last equation gives the statement. O

Lemma 1.5.2 Let (u(x),v(z)), z € (T T =) be the curve of non trivial equi-
libria of System 1.6, 1.7. The followzng claims hold

a) v'(x) >0 if x is such that v'(xz) = 0.
b) u'(x) <0 if x is such that v'(z) = 0.

Proof: The proof is straightforward taking the derivative with respect to x
of the second equilibrium equation in 1.6, i.e.,

zu(x) — mo(v(z))v(x) = 0.
U

Lemma 1.5.3 Under the hypotheses of Lemma 1.5.1, if & is an ESS of Sys-
tem 1.6, 1.7, then u'(z) < 0 and v'(z) > 0.

Proof: By Lemma 1.5.1 and Lemma 1.5.2 /(%) and v/(z) have different
sign (they cannot vanish).
Let us assume that «/(Z) > 0 and v'(2) < 0. Let z¢p = sup{z € [T , )
u'(z)v'(z) = 0}. Notice that xo exists by continuity since u'(+ - )v (Ti) >0
and u'(z)v'(z) < 0.
We distinguish two cases :

a) To = %2
This implies v/(z) < 0 for all z > T% and hence v(z) < 0 a contradiction.

b) w0 # 7
If u'(xg) = 0, then v'(xz9) > 0 by Lemma 1.5.2. As by hypothesis
v'(Z) < 0 there must exist & € (zo, ) such that ¢'(Z) = 0. This is a
contradiction with the fact that x is the supremum. If v'(zg) = 0 an
analogous argument leads to a contradiction too.
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1.5. A sketch on evolutionary dynamics

O

Proposition 1.5.4 Under the hypotheses of Theorem 1.4.3, the ESS T is
convergence-stable.

Proof: Taking implicit derivatives twice of the characteristic equation of the
matrix (1.8), FI(A\, z,y) = 0, and evaluating at (Z,2) we get the following
equalities

_F,, (0,4, 2)
)\ A — YYy\~
w(#) F\0,4,2)
(1.17)
—F,.(0,2,7)
)\xx Aa L = TH A A AN
(:E m) F)\(O,ZL’7$)

As Fy(0,2,2) = ma(v(Z)) +my(u(2)) + & > 0, the sign of \,,(Z,Z) and that
of \yx(Z,Z) only depend on those of F,,(0,Z, %) and F,,(0, Z, Z) respectively.
As the equilibrium condition implies

~

my(u(z))me(v(z)) + xme(v(z)) — b(z)x =0,
and we have

F(0, 2, y) = ma(u(z))ma(v(x)) + yma(v(2)) = b(y)y,

we obtain )

F(0,2,y) = zb(z) — yb(y) + (y — z)ma(v(z))
So,

For(0,2,2) = (:L“b( ))‘T 2%(7712(1)(:13)))'50,

Fp(0,2,8) = —(ab()),,
sufficient for

).

(x
Since (zb(z))" < 0 for any x (see the proof of Theorem 1.4.3) and mQ( ) >0,
the last inequality holds whenever v'(Z) > 0.
Let us consider the function A(u,v,y) implicitly defined by the characteristic
equation det (A (@, y)—AI) = A%+ (ma(v)+mq(u)+y) A+ (ma (u)+y)ma(v)—
b(y)y = 0 where A is defined in 1.8 and @ = (u, v). Using the implicit function
theorem and the equality A(u(z),v(Z),z) = A(#,2) = 0 we obtain

These equalities imply that the condition A, (2, ) > Ay, (2, Z) (
d
convergence-stability) is equivalent to (.CEb( ))/ o — (ma(v(z))

o (@) (u(@))
Aulul@).0(@).3) = o+ y + (@)’
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—(ma(u(@)) +y)mjy(v(@

Ay(u(),v(2),2) = mQ(U(@)+y+m1(U( )

and AU( ( )7U( )7 )SO
If the last inequality is strict, Lemma 1.5.3 implies v’'(Z) > 0. Otherwise,
v () = 0 by 1.16 and v'(Z) > 0 again by Lemma 1.5.2. O

In the literature of evolutionary dynamics (see [42],[17]), it is usual to
substitute in Equation (9) in the Preliminaries the linear operator A(u, z) by
A(E(@),z) where E is a function from the state space to a (lower) dimen-
sional space. E(i) is called the environment determined by a population @
because it summarizes the feedback of the population numbers on the pop-
ulation growth rate.

In the model dealt with in this chapter, the function E is simply the iden-
tity and so does not reduce the dimension of the state space, which is two
dimensional. Nevertheless this is not always the case. Indeed, one can even
find papers where one-dimensional environments are associated to infinite
dimensional state spaces (see [12]). The one-dimensional environment makes
some things easier. In particular, there is an interesting characterization of
the ESS when the environment is one-dimensional and the fitness function
A(E, z), i.e. the dominant eigenvalue of the matrix A(F,x), is increasing (de-
creasing) with respect to E. Namely, a value of the evolutionary variable &
is an ESS if and only if it is a point of minimum (maximum) of the function
E(z) := E(u(z)) where u(x) is the equilibrium of Equation (3.8)(see [17] and
Result 3 in [42]).

In this context we give a general result about evolutionary stability.

Proposition 1.5.5 Assume that the environment is one-dimensional and
that the fitness function is strictly monotonous with respect to E. Let & be an
ESS such that the critical point (Z,%) of the fitness is non-degenerate. Then
T 18 convergence-stable.

Proof: Let us recall that A\(x,y) = A(E(z),y) is the fitness of the mutant y
invading a resident .

We first prove that the curve where the fitness vanishes (which, together with
the diagonal determines the ESS value) is symmetrical with respect to the
diagonal.

Assuming A(z,y) = A(E(z),y) = 0, we claim that A(y,z) = A(E(y),z) =0
too.

Indeed, as A(y,y) = A(E(y),y)

= 0, using the monotony of the fitness with
respect to F, it follows that E(x) =

E(y). This gives A(y,z) = A(E(y),z) =
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1.5. A sketch on evolutionary dynamics

AE(z),z) = Mz, x) = 0.

The symmetry of the zero level curves, the non degeneracy condition and the
fact that Z is an ESS give that for z close to Z, |y — | < |z — 2| implies that
y can invade z, i.e. A(z,y) > 0. O
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Chapter 2

An infinite-dimensional model
for the adaptive dynamics of
the maturation age

2.1 Introduction

In this chapter we study an integro-differential equations model for the dis-
tribution of individuals with respect to the age at maturity which is obtained
by considering densities of the individuals with respect to the evolutionary
variable in the ordinary differential equations model of Chapter 1.

In the model described in this chapter the mutation is already included and
it is given by an integral operator that models non-clonal newborn output.
Existence and uniqueness of positive global solutions of the initial value prob-
lem is studied using the standard theory of semilinear evolution equations
(see [48]).

It will be shown that, under some conditions on the variables constituting the
model, there exists a steady state and that, when the mutation rate tends to
zero, the steady state becomes concentrated at the ESS value of the ordinary
differential equations model for the age at maturity described in Chapter 1.

2.2 Description of the model

We consider a population distributed into two groups of age: juveniles and
adults. Let u(x,t) and v(x,t) be the density of young and adult individuals
(respectively) at time ¢ with respect to the trait = £ where T' is the ex-
pected value of the length of the juvenile period of an individual.

We suppose that the maturation age is an exponentially distributed random
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2.2. Description of the model

variable so that the per capita transition rate from juveniles with trait x to

adults is z (independently of the age distribution of the population). The in-

flow of newborns will be given by the integral operator fooo B(y)ﬁa(x, y)v(y, t)dy
where b(y) is the trait specific fertility of the adult population and G.(z,v)

is the density of probability that the trait of the offspring of an individual

with trait y is z.

The mortality rates depend on the total population of each age group. So, we

are assuming that there is no competition for the resources between juveniles

and adults.

The model leads to the following integro-differential system

w(x,t) = fooo l;(y)ﬁg(x, y)v(y, t)dy — ml(fooo u(y, t)dy)u(x, t) — zu(x,t),

vz, t) = zu(z,t) —mo( [ vy, t)dy)v(z,t).
(2.1)

Let us make the following hypotheses on the functions appearing in the
model:

- The mortality rates, m;, are smooth, strictly increasing and bounded
functions such that m;(0) > 0.

- The fertility function b(T) satisfies the same assumptions as in Chapter
1, that is, it is a smooth (in [0,00)), strictly increasing and bounded
function with strictly negative second derivative and such that b(0) = 0.
As a consequence, b(z) = b(1) has “similar” properties, in particular
zb(z) is bounded in [0, 00) and (ﬂ)(&:))” = SV'(L) <0 for z > 0.
From now on we will use the simpler notation b(z) for b(x).

- (. is a strictly positive globally lipschitzian function that by defini-
tion, satisfies fooo Be(z,y)dz = 1 (the probability of having offspring of
whatever strategy is one) and such that the improper integral converges
uniformly with respect to y on bounded intervals.

Let us also formulate some assumptions that we will need throughout the
chapter:

(H1) For all € > 0 there exists 6 > 0 such that for all y > 0, suppf.(-,y)
contains the interval (max(0,y —d),y + 9),

(H2) supppf.(z,-) C [z —e,x + €] for € > 0 sufficiently small,
(H3) lime—o [ B:(z, y)dy =1,
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2.2. Existence and uniqueness...

r+e -
(H4) Tim, o [y — 2)B:(x, y)dy 0

min ([ (y — 2)20:(x,y)dy, [ (y — )2B(x, y)dy)

Let us note that, the fact that fooo B(z,y)dx = 1 and hypothesis (H2)
imply that, for any continuous function with compact support f,

/0 " f@)Bela,y)de 2 f ().

Let us also note that hypotheses (H3) and (H4) would be implied by
assuming symmetry of (., although we do not explicitly ask for it.

That is, if we would assume that (.(z,y) is symmetrical and moreover
that [~ 20.(x,y)dz = y then we would have [ f.(z,y)dy = 1 and

fooo(y —z)0B.(z,y)dy = 0.

2.3 Existence and Uniqueness of positive so-
lutions of the Initial Value Problem

The semilinear form of System (2.1) allows us to apply some results that can
be found in [48] in order to study the initial value problem.

2.3.1 Previous Results

System (2.1) can be written in the following way

(2), = 4 (2) = (2)

—z 0 0 Jo b(y)B(z,y) - dy

where

x 0 0 0
A+ K is an operator defined in the Banach space
X = L'0,00) x L'(0,00)
and the non-linear part of the system is
f: LY0,00) x L*(0,00) — L'0,00) x L'(0, 00)
(u(t),v(t)) o ( —ma(fy° u(z, t)dz)u, —ma( [y vz, t)d:z:)v).
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2.3.1. Previous Results

Remark 2.3.1 In Chapter 1 we defined the mortality rates my and msy only
for positive values. In order to have the nonlinear part defined for all functions
of the space X = L'(0,00) x L'(0,00) we extend the functions my and my in
a Lipschitz (and bounded) way for negative values of the arguments.

Therefore our initial value problem is

(g)t = A (Zj) + K (5) + f(ult), v(d), .

(u(0),v(0)) = (uo, v0)-

Theorem 2.3.2 The operator A+ K is the infinitesimal generator of an
analytic semigroup with domain

D(A+K) = D(A) = {u € L*(0,00) such that zu € L'(0,00)}x L'(0, o0).

Proof: The semigroup generated by the operator A defined by

()= ()

can be computed explicitly and is the following analytic semigroup

uo () ugp(z)e " )
T(t = :
(00 )= (oot 12 i
As the perturbation by a bounded operator of the generator of an analytic

semigroup is the generator of an analytic semigroup (see [48]) we obtain that
A+ K generates an analytic semigroup. O

Theorem 2.3.3 The analytic semigroup (S(t))i>0 generated by the operator
A+ K is positive.

Proof: The positivity of a semigroup can be characterized in terms of its
resolvent operator (see [14] p.161). Hence, R(\, A) is positive for all A > w(A).
Since K is a bounded operator we have

ROLA+K) =" ROA) (KRN A)" for A > w(A) + K],
k=0
(where |- | stands for some norm equivalent to || - || (the norm of X), see [48]),
which is positive. O
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2.3.2. Local Existence and Uniqueness

2.3.2 Local Existence and Uniqueness

Definition 2.3.4 A function z := (u,v) : [0,T) — X is a (classical) solu-
tion of (2.2) on [0,T) if z is continuous on [0,T"), continuously differentiable
on (0,T), z(t) € DA+ K) = D(A) for 0 <t < oo and (2.2) is satisfied on
[0, 7).

If (2.2) has a (classical) solution, z(t), then (see Section 4.2 in [48]) it satisfies
the integral equation

2(t) = S(t)z0 + /0 S(t—s)f(z(s))ds (2.3)

where S(t) is the semigroup generated by A + K, i.e., S(t) = A+t
and f is the nonlinear part of the initial value problem (2.2).
It is therefore natural to define

Definition 2.3.5 A continuous solution z of the integral equation (2.3) is
called a mild solution of the initial value problem (2.2).

The following result ensures the existence and uniqueness of mild solutions
of the initial value problem (2.2).

Theorem 2.3.6 For all initial condition (ug,vo) € L*(0,00)x L*(0, 00) there
exists 0 < thax < 00 such that the initial value problem has a unique mild
solution (u(t),v(t)) in a mazimal interval of existence [0, tmax)-

Moreover if tyax < 00, then limy_y__ ||(u(t),v(t))]] = oo.

Proof: Tt suffices to show that f is locally lipschitzian. This implies the state-
ment of the theorem (see [48] p. 185).

As m; and my are C! functions, it is easy to check that f is locally Lips-
chitz. Indeed, if we consider z;(t) = (u1(t),v1(t)), 22(t) = (ua(t),v2(t)) two
elements of a ball or radius R of L'(0,00) x L'(0,00) and we call

Puo= [ (e e, Q1= [ u(a ),
Pyi= 5wl e, Qo= [ vala ),
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2.3.3. Continuous dependence on initial conditions

we have

1/ (ua(t), vi(t)) = fuz(t), v2 ()| L1 (0,00)x 21 (0,00) =

| = ma (Pr)ur +my (Po) gl 1(0,00) + | = ma2(Q1)v1 + ma(Q2)v2l| L1 (0,00) =
| = ma (Pr)ug + ma (Pr)us — mq (Py)ug 4+ ma (Po) w11 (0,00)+
(

| = ma2 Ql)?ﬁ + my (Q1)U2 —ma (Q1)U2 + my (Q2)U2||L1(0,oo) =

I (1) (2 = 1) + (0 (P2) = ma () )| 3 0 000+

[ma(Q1) (v2 — v1) + 2 (mz(Q2) - mQ(Ql)) 21(0,00) <
[my (Py)||lug — w1l 11(0,00) + MiR| Py — Pi|+
’m2(Q1)|HU2 — 1|11 (0,00) + MaR|Q2 — Q1] <

<|m1 (P1)| + M1R> llug — 1| £1(0,00) + <|m2<Q1)| + M2R> lva = v1|L1(0,00) <

D<||U2 — 1|21 (0,00) + [Jv2 — Ul||L1(o,oo)> = D||z2(t) — 21(t) || £1(0,00)x L1 (0,00)
where M; i My are the lipschitz constants of the mortality rates and

D := max <]m1 (Pl)’ + MlR, ’mg (Ql)‘ + MQR)

2.3.3 Continuous dependence on initial conditions

In this subsection we show that two local solutions corresponding to initial
conditions that are close in the norm of the space L'(0, 00) x L (0, 00) remain
close to each other.

Proposition 2.3.7 Let z(t) and Z(t) be two local solutions of the initial value
problem (2.2) corresponding to initial conditions zy and Zy respectively. Then
the following inequality

12(t) — Z2(t) || 21 0.00) x L1 (0.00) < C LT\ 20 — 20| £1(0,00)x L1 (0.00)

holds for all 7 < min(tmax(20), tmax(Z0)) where C' and a are the constants
given by the (semigroup) inequality ||eAT5| < Ce® and L is the Lipschitz
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2.3.4. Global Existence of solutions

constant of the function f in a bounded set that contains the sets {z(s) : s €
[0,7]} and {Z(s) : s € [0, 7]}.

Proof: By definition of mild solution, z(¢) and Z(t¢) satisty

t
2(t) = eAHE)t +/ eAHEI=9) £((5))ds,
0

t
3(t) = AR5 4 / eAHEIE=9) f(%(5))ds.
0
Using the equalities we obtain

12(t) = Z(O)|| L1 (0,00)x L1 0,00) < Ce™||20 — Zo|£1(0,00)x L1 (0,00)

+ e [T CLem||2(8) — 2(8)] £1(000) x L1 (0,00) A5,

and finally, by Gronwall’s inequality

|2(2) = Z(t)[| L1 (0,00)x L1 (0,00) < CelOEF )| 2 — 20| £1.(0,00) x L1 (0,00)

2.3.4 Global Existence of solutions

Theorem 2.3.8 For all initial condition 2o = (ug,vy) € L' (0, 00) x L'(0, 00)
there exists a unique mild solution of (2.2), z(t), defined in [0, c0).

Proof: Let us assume tp,,x < 0o. By Theorem 1.4 p.184 in [48] we only need
to show that
limsup [|2(t)]| < oo.

t—tmax

Using the equality of the last proof we have

12(t) |21 0.00)xL1(0,00) < Ce™| 20| L1(0,00)x L1 (0,00)

a 3 —as
+ MCe fo € ||Z||L1(0,oo)xL1(0,oo)d57
where M is the bound of the mortality rates.
And, using Gronwall’s inequality we can conclude that

12(E) || L1 (0,00) x L1 (0,00) < C'||Zo||Ll(o,oo)xLl(o,oo)e(Mc+a)t-

Therefore

limsup ||z(t)]] < oo

t—tmax
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which proves the theorem. O

The smoothness of the mortality functions m; and msy imply that mild
solutions of the initial value problem (2.2) with initial conditions (ug, vg) be-
longing to the domain A+ K are classical solutions of (2.2) (by the regularity
Theorem in p. 187 in [48]).

2.3.5 Positivity of solutions

The positivity of solutions is needed in order that the problem makes biolog-
ical sense.

Let us begin by showing the positivity of local solutions of the initial value
problem (2.2).

Theorem 2.3.9 FEvery local solution of (2.2) with positive initial condition
20 = (ug, Vo) 18 positive.

Proof: Let A be a constant bigger than the maximum of the bounds of the
functions m; and ms.

If we add and substract A ( :}L ) to the initial value problem (2.2) we get

(Z)t = (A+ K-\ (ZL) + flu(t),v(t) + A(Z%)

(u(0),v(0)) = (uo, vo)-
(2.4)

The mild solutions of this problem, and therefore also those of problem
(2.2) are limit of a recurrent sequence in [0, ¢max), (2 )n>0, given by the for-
mula

Zngp1 (1) = S(t) 20 + /0 St — 8)(f(za(8)) + Azn(s))ds,

where S (t) is the semigroup generated by the operator A + K — AI, that is,
S(t) = e MS(t).

As zp is positive, the semigroup 5’(7&) is positive and A is bigger than the
bound of m; and ms, we obtain that z; is positive.

By induction over n we have that (z,),>¢ is positive.

Since the cone of the positive functions of X is closed, we obtain that z(¢) is
positive. O

The positivity of local solutions will be used to show positivity of global
solutions.
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2.4. Stationary Solutions

Theorem 2.3.10 FEvery global solution of (2.2), z(t), with positive initial
condition zy = (ug, Vo) 1S positive.

Proof: Let us denote by C the cone of the positive functions in L!(0, c0) x
L0, 00).

Let us consider the set I = {t > 0: z(s) >0 Vs <t}. By Theorem 2.3.9 I
is not empty.

The proof is completed by showing that [ is closed and open.

We first prove that I is closed :

Let T = sup{t € I}. Assume that 7' ¢ I. This means that z(7") belongs to
the complement set of C', which is an open set.

As z(t) is continuous, there exists t' < T such that z(#') belongs to the
complement set of C' too. Therefore 7' is not the supremum which is a con-
tradiction.

It remains to prove that [ is open :

We only need to show that, if 7 € I then ¢t C [r,7 + €] € I (because by
definition of I, t € [0,7] C I)

If 7 € I, z(r) € C. By the above theorem, there exists ¢ > 0 such that
t € [1,7+ €| € I and this completes the proof. O

2.4 Stationary Solutions

From now on, we will use the following notation

fooo u(y,t)dy := P(t) = Total population of young individuals at time ¢,

Jo vy, t)dy = Q(t) = Total population of adult individuals at time ¢.

The equilibria of System (2.1) will be given by solutions of the equations
Jo b()B-(z, y)o(y)dy — mi(Plu(z) — zu(z) = 0,

zu(x) — mo(Q)v(z) = 0.

Isolating v(z) in the second equation and substituting it in the first one we
obtain

(2.5)

1@) /OOO b(y)Be (7, y)yu(y)dy — zu(x) = mqi(P)u(x). (2.6)

mg(

For simplicity in the notation from now on we will denote p := ms(Q).
So, in order to find non trivial stationary solutions it is necessary to find
(positive) eigenfunctions u,(z) corresponding to an eigenvalue, A, satisfying

A =my(P) (2.7)
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2.4.1. The eigenvalue problem

of the operator B, defined in L'(0, 00) in the following way
Bu = K,u+ Au, (2.8)
where
(Au)(z) = —zu(z),

Ly (2.9)
(Kuu)(r) = [ ;b(y)ﬁs(%y)U(y)dy-

As we are looking for a positive eigenfunction we can assume that it has
norm 1, that is, [ u,(z)dz = 1.
Let us consider the eigenfunction @,(x) = c,u,(x) where ¢, satisfies \, =

ma(cy).
On the other hand, substituting @, (z) in the second equation in (2.5) gives

v(x) = ﬁu#(aj)

Integrating, we have Q = Su fooo zu,(z)dr and, finally
o

mg(% /OOO xu#(x)dx) _

Any solution p of the last equation gives a stationary solution of (2.1),

(cpupu(z), C—”xuu(m)), provided that A, belongs to the set of values of m;.

And conversely, any mnon trivial solution of (2.5) is of the form

(cpup(x), %xuu(x)) for a fixed point of the function

w— m2<% /000 xuu(x)dx)

2.4.1 The eigenvalue problem

The aim of this section is to show the existence of a dominant eigenvalue
of the operator B,. Even though we are working in L'(0,00), most of the
results we will formulate in this section hold, more in general, for an arbitrary
Banach lattice X (that is, a Banach space X with an ordering < such that
any two elements f, g in X have a supremum and such that if | f| < |g| then
£l < |lgll, where | f| = sup(f,—f), the absolute value of f).

Let us start by giving some definitions that can be found in [14], [24], [45]
and [55].

Definition 2.4.1 [2// The boundary spectrum, o,(A), of a generator A
is the intersection of the spectrum with the line {A € C: ReA = s(A)}.
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2.4.1. The eigenvalue problem

Definition 2.4.2 [}/5] A linear subspace J of a Banach lattice X is called
ideal if u € J and |v| < u implies v € J.

Definition 2.4.3 [}5] An element u in the positive cone of a Banach lattice
X having the property that the closed ideal generated by u is all of X is called
a quasi-interior point of X .

Definition 2.4.4 [1}], [55] Let X be a Banach lattice. Given a positive lin-
ear operator T from X into itself, the closed ideal J in X is called T- in-
variant if T'(J) C J.

The operator T is called irreducible if {0} and X are the only T-invariant
closed ideals.

Equivalently, T is irreducible if there exists m € N such that (T™f g) > 0
whenever 0 < f € X, 0< g€ X' (where f >0 means f >0 and f #0).
Furthermore, T is called strongly irreducible if Tu is a quasi-interior point
for all 0 < u € X. A strongly irreducible operator is irreducible.

Definition 2.4.5 [45] A semigroup T(t) with generator A is called irre-
ducible if the linear operators T'(t) are irreducible for all t > 0.

The importance of the following theorem is that it ensures the existence of
a strictly dominant eigenvalue for certain perturbations of the generator of
a positive semigroup.

Theorem 2.4.6 [2/] Suppose that A is the generator of a positive semigroup
and that K is a positive bounded linear operator on a Banach lattice X . If
KR(X, A) is compact for some Ao € p(A) and if s(A+ K) > s(A) then
o(A+K) is a finite union of "subgroups” (i.e. op(A+K) = U;_ {s(A+K)+
i Z} (o € R)) and consists only of poles of finite algebraic multiplicity.
Moreover if K is irreducible then s(A+ K) is a strictly dominant eigenvalue
of algebraic multiplicity one and the semigroup generated by B := A+ K 1is
wrreducible.

It is trivial to prove that K, (defined in (2.9)) is a positive bounded operator
(remember that, by hypothesis yb(y) is a bounded function) and that A (also
defined in (2.9)) generates a positive semigroup (see the proof of Theorem
2.3.2).

Next, we give some results that we need in order to prove that B, (= A+ K,)
satisfies all the assumptions of Theorem 2.4.6.

The first one is a standard compactness criterion in LP spaces.
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2.4.1. The eigenvalue problem

Proposition 2.4.7 [}/
Let @ C R™ be an open set and let F' be a bounded subset in LP($2) with

1 <p<oo.
Let us assume that

1. Forall €¢>0 foral wCCQ and m,f(x):= f(x+ h) there exists
d >0, 0 < dist(w,0N) such that
I7nf = fllzrw) < e
forall he€R"™ with |h|<d and forall f€F.

2. For alle >0 there exists w CC €2 such that
| fllzrw) <€ forall f€F.

Then F' is a precompact set in LP(£2).
An application of Proposition 2.4.7 gives

Proposition 2.4.8 Let A and K, be the operators defined by (2.9). Let
R(X, A) be the resolvent operator of A. Then the operator K,R(1, A) is com-
pact.

Proof:
The resolvent operator of A can be computed explicitly

R\ A)f(x) = xf:__x))\ for X € p(A).

Let us consider the unit ball B of L'.
We will show that

F = {K,R(1,A)f : feB}

- U el By sen)

is precompact .
Let us note that I is bounded. Indeed,

1Pl = subger J7 | 1 Lot (220 o

< sunger 7 L )] 7 e )y

IN

b(0)
-
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2.4.1. The eigenvalue problem

We have, assuming that w = (0,1), for all g = K,R(\, A)f € F,1 >0, h >0,

1709 — 9llrw) = [, [(Thg — g)(z)|dz

= f(f (Uooo %b(y f( ))(ﬁa( +h,y)—ﬁa(x,y))dy\>dx

y+1

1

IA

1

l Z/b( ) !
— L

IN

b(0) e
< —=Lhl if h
< <e if h< 0L

= (L1 18+ ) = Bl )l )y

where we have used that b(y) < b(0) and that 5.(x,y) is a globally lipschitzian

function.
We also have

I oo Y f(y)
9llL1(0,00nw) = ’f =b(y)B-(v y)(y— dy‘dﬁﬂ

— I W] Bl g)dady

1 o0
< b (B0) 7 B y)de) <<

where the last inequality is due to the following results on (. and b

1. VM Ve>0 V§>0 L > 0 such that if y < M then

/OO Be(z,y)dx < 6,
L

lim b(y) = 0.

Y—00
Indeed, given ¢, let M, be such that

bly) <pe if y=> M.,
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2.4.1. The eigenvalue problem

and, for this M. let L be such that if y < M,

/L Be(z,y)dzr < m

Then, if [ > L we have

b o0
%/ Be(z,y)de <e if y< M.,
!

b o0 1
<y> / ﬁa(xay)d$ < —ME = E if Y > Ms'
Koy o

By Proposition 2.4.7 F is a precompact set, i.e., K,R(1,A) is a compact
operator.
O

In order to be able to apply Theorem 2.4.6 to the operator B, := A+ K,
we have to prove the irreducibility of the operator K. It is the statement of
the following result.

Proposition 2.4.9 Let us assume that (H1) holds. Then the operator K,
defined in (2.9) is irreducible.

Proof: We have to show that, given v € L', v > 0 and ¢ € (L') = L*,
¢ > 0, there exists m € N such that

< Kju,9> >0.
Let us consider m = 1. We have
< Ku,¢> = [ Ku(z)p(x)de

= )y %b(y)ﬂs(%y)uw)dycé(x)dx > 0.

It might happen that the support of (-, y) has empty intersection with the
support of ¢(z)u(y) and then

< Ku,¢> =0.

By hypothesis for all € there exists 6 > 0 such that for all y > 0, suppf:(-,y)
contains the interval (max(0,y —d),y + 9).
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2.4.1. The eigenvalue problem

Kiu(r) = Ku(K,(u(z))
= K Jy b y)uly)dy)
= I U 2) J5T ) B2 )y

= I ) (57 2080 2)6 (2, )z July) .

If we denote

/000 Eb(z)ﬁa(x,z)ﬁa(z,y)dz = Bg(x,y),

we have

Kiul) = [ L)t puira.
where Be(x,y) satisfies that for all y > 0, suppﬁe(-,y) contains the interval
(max(0,y — 26),y + 20).

This is so because (.(x,y) is strictly positive whenever there exists a z such
that |z — z| < d and |z — y| < J, i.e., whenever |z — y| < 20.

Thus, for m big enough we will have

< K™u(x),p(x) > > 0.

The former proposition implies the next result

Theorem 2.4.10 Let us assume that (H1) holds. Then, the semigroup gen-
erated by the operator B,, is positive and irreducible.

Proof: Since K, is a bounded positive operator and A generates a positive
semigroup, A + K, is the generator of a positive semigroup.
Irreducibility follows from Proposition 2.4.9 and the fact that the pertur-
bation by a bounded (positive) irreducible operator of the generator of a
positive semigroup generates an irreducible semigroup (see [45] p. 307). O

The only hypothesis of Theorem 2.4.6 that we still have to prove is that

s(A+ K,) > s(A) which, in general, is difficult to verify. In order to show it,
let us first formulate two results.

59



2.4.1. The eigenvalue problem

Proposition 2.4.11 Let us assume that (H2),(H3) and (Hj) hold. Then
for all 1 < 1 there exists € > 0 such that for all [c,d] C (0,00) there exists a
positive function u with supp u C [c,d] satisfying

/ Be(z, y)u(y)dy > lu(z).

Proof: Let us consider u(x) a positive smooth function with supp v C [¢,d]

and such that u” is increasmg in [c, (], and decreasing in [d’, d], for ¢ and d’
—c

satisfying ¢ < ¢/—¢ and d'—e < d. Notice that this is only possible if £ <

restricting already the size of €. We also assume that u is strictly positive in
[ —e,d" + ¢€]. The former hypotheses imply the following inequalities that
we will use in the proof

w(x) > ko, |u(2)] <k u'(x) > —ko

for some kg > 0, k; >0, ks > 01in [¢ —e,d +€].
By the Taylor formula and the hypotheses on (3. we have

Jo Bl y)uly)dy = f " Be(z,y)u(y)dy

= u(x) [T B, y)dy + ' (2) [T (y — 2) B2, y)dy

+ %f;f; W) — 2Pl )y,

(2.10)
where z — e < £(y) < x +&.

Let us consider three cases:
a) r € [d,d].

k ko
Then u'(x) > —k—lu(x) and u”(z) > k—u( x) and (2.10) yields
0 0

[ Be(zyuy)dy > ulx) [777 B(z,y)dy

(R oy

25 2 = 00,0 )y Jul)

which 1mphes the statement of the Proposition (using that
hma_)gf Bz, y)dy = 1, lim._g fj_f(y — 2)B(z,y)dy = 0 and

hma—>0 f:c—e - ZE) ﬁa(ajv y)dy = 0)
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2.4.1. The eigenvalue problem

b) x € [e, ).
Then, since u”(z) is increasing we have u”(§) > v”’(z) if y > z and
therefore
1 z+e U” T T+e
5/ u" (€)Y — 2)*Be(z,y)dy > é )/ (y — 2)*B:(x, y)dy

where we have used also that [ _u”(£(y))(y — x)?B(z,y) > 0.
Moreover, using that u”(x) is increasing we have

u'(x) = /r u”’(s)ds < u'(z)(z — ¢).
Then (2.10) yields
[ ez yuy)dy > ulx) [777 B(z,y)dy
+ ( —u"(z)(z — ¢) f;f;(y —2)B:(z,y)dy

u//(l,)

2 fmerE(y - I)Zﬁs(x,y)dy>u(m)

which implies the statement of the Proposition (using (H3) and (H4)).

c) x €[d,d].
It follows from the same argument as in b).

|

Corollary 2.4.12 Let us assume that (H2),(H3) and (H4) hold. Let f(z)
and g(z) be functions such that f(x) > 0 in (0,00). If f(z) — g(x) > M in
[e,d] C (0,00) then there exists a positive function v(x) with supp v C [c,d]
such that

o0

i Be(z,y) f(y)v(y)dy — g(x)v(x) > Mo(z).

Proof: By Proposition 2.4.11 we have that, for all [ < 1 there exists € > 0
such that there exists u with supp u C [c, d] satisfying

/0 " e yuly)dy > tu(a).
u(2)

Taking v(z) = —— we have

f(x)
/000 Be(z,y) f(y)o(y)dy > 1f (z)v(z).
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2.4.1. The eigenvalue problem

Then
Jo7 Be(x,y) f(y)o(y)dy — g(z)v(z) > (1f(z) — g(x)))v(x)
> Mou(x)
for [ such that 1 — [ is small enough, that is, when ¢ is small enough. a

We can now formulate the theorem that ensures the existence of a dom-
inant eigenvalue of the operator B, (defined in (2.8) and (2.9)) under some
hypotheses on the functions appearing in the model.

In order to prove it we will use the inequality

s(A) >sup{peR : Af>puf forsome 0< fe DA} (2.11)

(where recall that f > 0 means f > 0 and f # 0 ) formulated in [45] for
the spectral bound of the generator, A, of a strongly continuous positive
semigroup in C(K), the space of all real-valued continuous functions on a
compact space K.

The proof given in [45] is also valid for the generator of an analytic positive
semigroup in a Banach lattice and for the generator of an eventually compact
semigroup in a Banach lattice (a semigroup (7(t)):>o is called eventually
compact if there exists tg > 0 such that T'(ty) is compact (and hence T'(t) is
compact for all ¢ > ¢ )), being the clue that, in all cases the growth bound
of the semigroup coincides with the spectral bound s(A).

If the Banach lattice is either L' or L? and A is the generator of a positive
Cy-semigroup, then also the growth bound of the semigroup coincides with
the spectral bound (in these particular cases only positivity of the semigroup
is needed, see [14], [45]) and therefore (2.11) is valid.

More recently, in [62] and [63], Weis has proved the general case, that is,
that for a positive semigroup 7'(¢) on LP, 1 < p < oo, with generator A, the
growth bound of T'(t) equals the spectral bound of A.

Theorem 2.4.13 Let us assume that (H1), (H2), (H3) and (H4) hold and
that there exists § > 0 and an interval [c,d] such that the inequality
xb(x)
I
holds. Let B, be the operator defined in (2.8) and (2.9). Then, for e small

enough, s(B,,) is a strictly dominant eigenvalue with algebraic multiplicity 1
of the operator B,, and moreover, s(B,) > m4(0).

— x> (1+6)mi(0) Vz € [c,d] (2.12)
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2.4.1. The eigenvalue problem

Proof: We are going to apply Theorem 2.4.6 to show that s(A + K,) is
a dominant eigenvalue with algebraic multiplicity 1 of the operator B, =
A+ K, (where A and K, are defined in (2.9)).

In order to see that A + K, satisfies the hypotheses of the theorem it only
remains to prove that s(4 + K,) > s(A) = 0.

Moreover, as the dominant eigenvalue has to be in the image of m; (see (2.7))
we have to prove s(A+ K,) > m4(0) > 0.

Using the characterization (2.11) for the spectral bound of the generator of
a positive semigroup

s(A+K,) >sup{A e R: (A+K,)u> Au forsome 0<veDA+K,)},

we are reduced to find a non vanishing v(x) > 0 such that the inequality

I's %b(y)ﬁs(x, yo(y)dy > ((1+0)mi(0) + z)v(), (2.13)
or, equivalently,
57 ) Bt o)y = wo(@) 2 (1+ 8)ma (0)u(z) (2.14)
holds Vx > 0.

This follows immediately from Proposition 2.4.11 and Corollary 2.4.12 (with
() = 2 and g(z) = 2.

So there exists €9 = €¢(p) such that the statement of the theorem holds when
e < eo(p). O

In order to give a result about the eigenfunction corresponding to the
eigenvalue s(B,,) we will apply the following theorems

Theorem 2.4.14 [14] Let (T'(t))i>0 be a positive irreducible Cy semigroup
generated by the operator A and s(A) > —oo a pole of the resolvent R()\, A)
on a Banach lattice X . Then s(A) is a first-order pole with geometric mul-
tiplicity one. Moreover there exists a quasi-interior point xo of X such that
Axy = s(A)xg and a strictly positive point z§ of (XT)* such that A*zf =
s(A)xy, (where A* denotes the adjoint operator of A).

Theorem 2.4.15 [45] Suppose T is an irreducible semigroup on the Banach
lattice X and let A be its generator. Assume that s(A) = 0 and that there
exists a positive linear form ¢ € D(A’) with A'¢p < 0. If Po(A) NiR is non-
empty, then 0 is the only eigenvalue of A admitting a positive eigenvector.

The following theorem is a consequence of Theorems 2.4.14 and 2.4.15.
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2.4.1. The eigenvalue problem

Theorem 2.4.16 Let (T'(t))i>0 be a positive irreducible Cy semigroup gen-
erated by the operator A and s(A) > —oo a pole of the resolvent R(\, A) on a
Banach lattice X . Then s(A) is a first-order pole with geometric multiplicity
one and there exists a quasi-interior point xo of X such that Axy = s(A)xo.
Moreover s(A) is the only eigenvalue of A admitting a positive eigenvector.

The existence and uniqueness of a strictly positive eigenfunction corre-
sponding to the eigenvalue s(B),) is guaranteed by the following theorem

Theorem 2.4.17 Under the hypothesis of Theorem 2.4.13 there exists a
strictly positive eigenfunction u,(x) corresponding to the eigenvalue s(B,,)
of the operator B,,.

Moreover, s(B,,) is the only eigenvalue of B,, admitting a positive eigenfunc-
tion.

Proof: By Theorem 2.4.10 we have that the semigroup generated by B, is
irreducible.
If )\ is an eigenvalue with finite algebraic multiplicity of an operator then A
is a pole of the resolvent of this operator.
In this situation, Theorem 2.4.14 gives the existence of a strictly positive
eigenfunction of the operator B, (a L'- function which is positive almost
everywhere).
The uniqueness is obtained applying Theorem 2.4.16.

O

So far we have proved that the spectral bound, s(B,,), of the operator B,
is a dominant eigenvalue with corresponding strictly positive eigenfunction
u,(x). But, in order to have stationary solutions we also needed the dominant
eigenvalue of the operator B, to be in the image of m;. By Theorem 2.4.13
we know that s(B,,) > m;(0).

The next theorem gives an upper bound for the spectral bound that we
will use to derive sufficient hypotheses in order that the inequality s(B,) <
mq(o0) holds.

Proposition 2.4.18 Let s(B,,) be the spectral bound of the operator B,, (de-
fined in (2.8) and (2.9)). Then s(B,) < M, := max (%@) — ).

Proof: We can write the operator B, in the following way
B =Tf,(z)u(z) + g(z)u(x)

where f,(x)u(x) = ixb(m)u(m) , g(o)u(zr) = —zu(x),
To(x) =[5 B=(z, y)v(y)dy.
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2.4.1. The eigenvalue problem

We have ||T|| = 1. This implies Reo(T) < 1 because the spectrum of a
bounded operator B is a subset of the closed disk || < || B|| (see [31] p. 176).
Therefore s(T) < 1.

This implies that for all § > 0 and for all v >> 0, v € D(T) the measure
of the set {z : Tw(x) < (14 d)v(x)} is strictly positive, because otherwise
applying the characterization for the spectral bound (2.11) we would obtain
S(T) > 1, a contradiction.

So, taking u >> 0 (that means u strictly positive almost everywhere), u €
D(B,) we have that for any ¢ > 0 there exists « such that

Byu(z) = Tfu(x)ulz)+ g(r)u(r)
< (T4 0)fu(@)u(z) + g(x)u(z)
< <MM + 6 (max, #))u(m) 4.

This gives, using (2.11) again,

s(B,) < M, + 5(max zb(z)

; u)v&.

Therefore s(B,,) < M,,.

Remark 2.4.19 Observe that the former theorem is valid for all € > 0.

Corollary 2.4.20 Let s(B,,) be the spectral bound of the operator B, defined
in (2.8) and (2.9). If the inequality

b
max (x (x) _ ) < my(00),
holds, then s(B,,) < mq(00).
Proof: 1t is straightforward by Proposition 2.4.18. a

From the former theorems and the strict monotony and continuity of m;
we can conclude that, in the hypotheses of Theorem 2.4.13 and Corollary
b b
2.4.20, that is, for u € (sup ybly) , sup yoly)
mi(00) +y’ " ma(0) +y
there exists a unique c¢,, such that m(c,) = s(B,).
yb(y) yb(y)
mi(o0) +y’ " mi(0) +y

) and ¢ small enough,

Hence, for each p € (Sup ) we have a unique

G, (z) = cyu,(x) satisfying
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2.4.2. The fixed point problem

1 [~ . _ .
[ b ) — o 0) = (P ).
0
In order to obtain stationary solutions we still have to find out u. If we

integrate and apply ms in the second equation of (2.5) we obtain

u Jy wuy(x)de
) )

M:m2<
1

Summarizing, we may define

Fu(u) i mp (2 ru ) (2.15)

for o € (sup mly(bo%’)) 5 Sup miﬂ(’[(f)/ly) and ¢ in intervals of the form (0,eq(u))
with go(p) > 0 given by Theorem 2.4.13. Then we will have that the eigen-
function u, will be the first component of an stationary solution if and only

if 1 is a fixed point of the function F.(pu).

2.4.2 The fixed point problem

In this section we will show that (in some cases) the function F.(u) has (at
least) one fixed point, and therefore we will have (at least) one stationary
solution of (2.1).

We will start formulating some results of [31] and [15] that we will use in
order to prove continuity of F.(u).

Definition 2.4.21 [31] Let us consider the set C(X,Y") of all closed opera-
tors from the Banach space X to the Banach space Y .

IfT, S e C(X,Y), their graphs G(T'), G(S) are closed linear manifolds in
the product space X X Y. Let us call

o(T, 5) = 6(G(T), G(5)),

where §(M, N) = sup,cs,, dist(u, N), where Sy = unit sphere of M .
Finally, (T, S) = 6(G(T), G(S)) = max[6(T, S),5(S, T)].

Theorem 2.4.22 [31] Let T' € C(X,Y) and S =T+ A € C(X,Y) such
that A € B(X,Y). Then

~

0(5,T) < [|All
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2.4.2. The fixed point problem

Theorem 2.4.23 [31] Let T € C(X) and let o(T) be separated into two
parts o'(T), o"(T) by a closed curve T'. Let X = M'(T) @ M"(T) be the
associated decomposition of X. Then there exists a & > 0, depending on T
and T, with the following properties: any S € C(X) with (S, T) < & has
spectrum o(S) likewise separated by I into two parts o’(S), o”(S). In the as-
sociated decomposition X = M'(S) & M"(S), M'(S), M"(S) are respectively
isomorphic with M'(T) and M"(T). In particular dimM'(S) = dimM'(T),
dimM"(S) = dimM"(T') and both o' (S) i ¢"(S) are nonempty if this is true
forT.

The decomposition X = M'(S) @& M"(S) is continuous in S in the sense that
the projection P[S] of X onto M'(S) along M"(S) tends to P[T] in norm as

~

(S, T) — 0.

Lemma 2.4.24 [15] Let Ty € B(X,Y) and assume that ro € R is a simple
eigenvalue of Ty. Then there exists a value 6 > 0 such that whenever T €
B(X,Y) and |T—To|| < 9, there is a unique r(T) € R satisfying |r(T)—ro| <
d for which T — r(T) is singular.

The map T'— r(T') is analytic and r(T') is a simple eigenvalue of T. Finally,
if Ker(Ty—ro) = span{xo} and Z is a complement of span{zo} in X, there
is a unique null vector x(T) of T — r(T) satisfying x(T) — xy € Z.

The map T — x(T) is also analytic.

Proposition 2.4.25 The function F.(u) defined by (2.15) is continuous.

Proof: If we prove that both ¢, and fooo zu,(r)dx are continuous with respect
to u, the assertion of the theorem follows.

We have ¢, = mj'(s(B,)). Hence, we only need to show that the dominant
eigenvalue s(B,,) of the operator B, is continuous with respect to p.

Let us define the operators T" and S in the following way

1 [0.9]

Tu:= Byu=— [ by)B(z,y)yuly)dy — zu(z),
M1 Jo
1 oo

Su:= By,u=— b(y)Be(z, y)yu(y)dy — zu(x).
H2 Jo

S can be written as S =T + A where A is the bounded operator

Au= (=) [ ety

M2 M1

Let us consider I'y a closed curve containing mq(co) and s(7") (= dominant
eigenvalue of T') and such that s(7") is the unique element of o(7") inside I';.
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2.4.2. The fixed point problem

By Theorem 2.4.23 there exists d; > 0 such that any operator T € C(X)
satisfying 6(T,T) < 6, has only one eigenvalue inside of T';.

Choosing p, sufficiently close to pu1, by Theorem 2.4.22 we have that S(S, T) <
I|A|| < &1. Therefore there exists a unique eigenvalue of S inside I';. This
eigenvalue is dominant because of the restriction s(B,) < m(c0).

The proof of the continuity of s(B),) is completed by showing that the dis-
tance between s(S) and s(7') is small.

Indeed, for all . > 0 such that §. < d; there exists v > 0 such that if
|jy — pa| < 7y, then §(S,T) < .. The curve corresponding to 8., namely T,
is contained in I'y and has radius €. By Theorem 2.4.23 there is one eigen-
value of S contained in I'. and it has to be s(S) because otherwise we would
have two eigenvalues of S inside of I'y.

It remains to prove that [ zu,(x)dz is continuous with respect to p. We
will apply Lemma 2.4.24 to the operators Ty = B, and T' = B, with
pu # py. We consider Ty, T € B(X,Y) where Y = L'(0,00) and X =
{z € L'Y(0,00) : zu € L'(0,00)} (Banach space with the norm |jul|x =
S Tl + i eu(@).

For ps close enough to py, ||T'— Tp|| < 6 and by Lemma 2.4.24 the applica-
tion that associates to each operator the eigenfunction corresponding to the
eigenvalue s(77) is analytic and hence continuous. O

Theorem 2.4.26 Let (H1),(H2),(H3) and (H4) hold. If moreover

yo(y)
and by)
Yoy

then, for e small enough we have a stationary solution (u.,v.) of System
(2.1).

Proof: Let us take u; = mo(0) and ps = ma(oo). Notice that under the
conditions (2.16) and (2.17) F.(u) is defined on the interval [uq, ps] for any
¢ small enough. By the monotonicity of my we have

¢y | xuy, (r)de
Fs(ﬂl):ma( i J (@) ) > my(0) = pu,
H1
Cuy | TUy, (x)de
F.(uo) = m2< ) MM () ) < ma(00) = pa.
2
By Bolzano’s theorem we obtain that there exists p. € (u1,p2) such that
F(ps) = pis. O
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Remark 2.4.27 Assuming mq(0co) sufficiently big, condition (2.16) holds
automatically. Then, in case that condition (2.17) does not hold, denoting

b
[y = sup(#;/ly) we will have that the inequality
F,
=) <1
M3

implies the existence of at least one stationary solution.

2.5 Small Mutation

In this section we would like to study the steady states of System (2.1) that,
recall, is

w(z,t) = fooo b(y)Be(x,y)v(y, t)dy — ml(fooo u(y, t)dy)u(z,t) — zu(x,t),

v(x,t) = zu(z,t) —mo( [, vy, t)dy)ou(z, ),

when the size of the mutation, e, is very small.

We have proved, under some conditions on the functions appearing in the
model and for £ small enough, the existence of a steady state of System (2.1),
namely (us(x),v.(x)), where u.(z) = ¢. . Ue (%) , Ue . () is the normalized
eigenfunction of eigenvalue m;(c., ) = s(B.,,.) of the operator B, ,_, and p.
is a solution of the fixed point problem

Cop [° xusﬁ(x)dx) R,
H 3

Let us start by giving some results about the dominant eigenvalue of the
operator B, , defined (as B),) in (2.8).

b
ab(z) ). Notice that, as (:cb(a:))” <0,

N:m2<

Let us recall that M, = max(

b
there is only one point x, such that M —x, =M,
1
Proposition 2.5.1 Let us assume that the hypotheses of Proposition 2.4.11
hold. Then
s(B.,) = M,.

Proof: By Proposition 2.4.18 we only have to show that for all § >
0 s(B.,) > M, — 9 when ¢ is small enough. Let us consider the same
decomposition of B. , as in the proof of Proposition 2.4.18, that is
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2.5. Small Mutation

Be,,uu = Tsfu(x)u(x> + g(x)u(x),
where f,(z)u(x) = i:nb(x)u(x) , g(x)u(r) = —zu(x) and

(Teu)(@) =[5~ Be(z, y)uly)dy.
Let us fix 6 > 0 and let v be such that if | — z(,| < v (where, recall, z,

b
satisfies 2ubl) x, = M,) then
v
[fu(@) = ful@n)] <

Y

l9(z) —g(z,)] <

=l RS>

)
Note that the last inequality is equivalent to assume v < 2 because g(z) = .

Let us consider a smooth function u(z) > 0 with suppu C [z, —~, x,+7]. Let
us denote v, (x) := f,(x)u(z). Let us assume for the present that T.v,(z) >
v, (x) — v, (x) for some 6. Then

Beyu(z) = Tofu(z)ulr) + g(v)u(z)

A

z  fulw)u(z) = 0fu(x)ulr) + g(z)u(z)

v

Ju(z)u(z) — S(max fuu(x) + g(x)u(z)
(fulz) = §)ulx) = d(max f,)u(x) + (g9(z,) — §)u(x)

= Muu(z)— (§+5+ 6(max fu))u(z)

v

> (MH - (5)u(3c),
where the last inequality holds if and only if

J

o< 2(max f,)

(2.18)
What is left to show is
T, (x) > vy(x) — du,(x), where & satisfies (2.18).

By Proposition 2.4.11 we only have to choose € small enough such that (2.18)
holds.
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O

The former proposition yields information about the convergence of the
spectral bound (which is a dominant eigenvalue under the hypotheses of
Theorem 2.4.13) of the operators B, , when ¢ tends to zero.

We are also interested in the convergence of the corresponding eigenfunction.
But first, we formulate some results that we will use in the forthcoming.

Theorem 2.5.2 [53/(Banach-Alaoglu) Let X be a topological vector space
and X' its dual space. The set Bx, ={f € X' : ||f|| <1} is compact in
the weak star topology.

The theorem says that denoting by X’ the dual space of X then ¢, € X’
bounded has a subsequence ¢, for which there exists ¢y € X’ such that

e—0

Pnp — Y0

in the weak star topology, that is, for all u € X,

<u7 ¢nk> io> <u7 900>'

Proposition 2.5.3 [}/ Let ¢, be a sequence of X'. If @, — @ in the weak
star topology and if f, — f strongly in X then (f.,on) — (f, @).

If we consider the space of the continuous functions with compact support
on the interval (0, 00), C.(0, 00), its dual space is the space of Radon measures
on (0,00). Let us denote it by M.

L'(0,00) can be identified with a closed subspace of M by the isometry
T : L'(0,00) — M defined by

(TFou)arc — /0 " fu,

(see [4] for more details).

By the Banach-Alaoglu theorem, for every sequence ¢,, going to zero, the
sequence u., ,(z) € L'(0,00) C M of normalized eigenfunctions correspond-
ing to the eigenvalues s(B:, ,) has a subsequence u,, () that converges in
the weak star topology to a measure ug,(x). The following result gives us
this limit explicitly.

Proposition 2.5.4 Let us assume that the hypotheses of Theorem 2.4.13
hold. If the limit uo () of the subsequence u., ,.(z) is not zero, then it is an

b
eigenfunction of the multiplication operator x_(:(:) — x corresponding to the
1

ergenvalue M,.
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2.5. Small Mutation

Proof:
The subsequence u., ,(z) satisfies

B., e, () =5(B:,, u)te, ().

Taking f € C.(0, 00),

(f, Benk,uuank,,u> = S(Benk W uEnk7M>'
By the Banach-Alaouglu theorem and Proposition 2.5.1,

S(Bsnk,u)<fa usnk,u> = M, (f, uou)-

And to end with,

(f, Be,, e, = i fooo f(z) fooo b(y)p.,, (z, y)yuenk,u@)dydx
- fooo f(:v)fﬁugnk#(:l?)dai —

% 157 yb(y) f(y)uo(y)dy — [3° f(2)zug ,(x)da =

- $)u0,u>

where we have used that

[ s e <2 ) unitonmy)

and Proposition 2.5.3.
O

A multiplication operator, B, induced on C.(0,00) by some continuous
function ¢ : (0,00) — R is defined by Bf := qf.
The spectrum of B is the closed range of ¢, that is, o(B) := {q(z) : z € (0,00)},
(see, for instance, [19] for more details on multiplication operators).
The definition of B can be generalized to an operator on M by

(f, Bp) = (fB,¢)

for any f € C.(0,00) and ¢ € M.
Any real number in the image set of ¢, ¢(z), is an eigenvalue of B with cor-
responding eigenvector the Dirac measure concentrated at the point x, J,.
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2.5. Small Mutation

Moreover, any eigenvector of B is of the preceding form. Finally, o(B) co-
incides with the point spectrum of B if and only if {¢(z) : z € (0,00)} is a
closed set.

So what we have proved in Proposition 2.5.4 is that there is a subsequence
of u, ,(z) with limit ad,, for some a > 0. Now we are going to prove that
Ue,, () has limit and it is 0,,. For this, we will use three results, the first one
concerning the convergence, when ¢ goes to zero, of the integral of u. ,(x) and
zu. ,(x) outside a certain bounded interval and the other two, more general,
about some properties of a family of functions that converge (in the weak
star topology) to a Dirac measure.

Proposition 2.5.5 Let us assume that the hypotheses of Theorem 2.4.13
hold. Let u. ,(z) be the family of eigenfunctions of eigenvalue s(B.,) of the
operator B. . There exists a bounded interval K containing x, such that

/ e () de =50,

/ wu ,(z)de =50,

uniformly with respect to u on intervals |a,b] with a > 0.

e—0

Proof: By Proposition 2.5.1 s(B. ,) — M,. Therefore, as z, is a strict
(and unique) maximum point, for any bounded interval K containing z,
there exists e such that for ¢ < gq

xb(x)

s(Be,p) > .

—z if z€ K" (2.19)

xb(x)

whenever x € K¢ and ¢ < g¢. If we integrate over K¢ the equality

Furthermore, there exists C'x > 0 such that (S(BE,#) +x— ) > Ck

0= (vau - 3<B€,u))u€7u(x)

we obtain
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2.5. Small Mutation

0 = fee (S5 20080, 9)uc )y — w1, (@) = (Bey e, (@) ) d
= Jiee (i 200)8:0, ) () + [ BB (2, y)1te )y
4+ Jie(—2 — s(B.y))ue u(x)d
= Sy (20 ueny) fie Aol y)d) dy
e (B0 (v) See Belw,9)dw )y + [ieo(—2 = s(Bey) e u(w)de
< Sy (B0)uev) S O:, )z ) dy

+  Jie <%(‘T) -z — s(BE#)>u5#(x)dx

where we have used Fubini’s theorem and that [,. G.(z,y)dz < 1.
By (2.19) and the former inequality we have that, for £ small enough

Ck [retep(x)dz < [r. < — @ +x+ S(BE7N)>u€7M(x)dx

< Jx (%b( Y)te (Y chﬁaxy)d:v>dy

for some Ck > 0.
As

/K (Lbtwpuept) [ atep)dr)ay <o,

we obtain

/ e, (z)dz =5 0.

In the same way, we obtain, for € small enough

C Jie tucp(@)dz < [i. ( ( bop1 g o ”)>muavu(x)dx

< Jx (%b( Y)Ueu(y) [ie Be( y)dw>dy
for some Cx > 0 (such that s(B.,) — Cxx > # —x if € K°), and thus
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/ 2., (z)dz =5 0.

|

Lemma 2.5.6 Let us assume that we have a sequence of normalized pos-
itive functions u., () such that u., (z) == ad,, in the weak star topology
and such that there exists a bounded interval K containing o and such that
[ice te, (x)dx == 0. Then a = 1.

Proof: Let us choose f a positive continuous function with compact sup-
port such that f(z) =1 for all x € K and f(x) < 1 for 2 € K¢. Then we can
write

/O°o f(@)ue, (z)dz = /Kugn(x)dx + . F(2)u., (z)dz.

As u., () =3 ad,, in the weak star topology, the left hand side tends to a
when € goes to zero.
As [ tie, (x) f(z)dz < [, ue, (z)dx and [, u., — 0 we have that

/ ue, (z)dz = a.
K

Finally as, by hypothesis, [~ u.,(z)dz =1 we have

1:/ usn(az)dx:/ ugn(x)dx+/ ue, (z)dz =5 a,
0 K c

and hence a = 1.
O

Lemma 2.5.7 Let us assume that we have a sequence of positive functions
ue, () such that u., (x) => 8,, in the weak star topology and such that there
e—0

exists a bounded interval Ky containing xo and such that [, ue, (z)dx — 0.
1
Then for all bounded interval K containing xq in its interior we have

/ ue, (2)de == 0.

Proof:
It is obvious if K; C K.
Let us choose K C K. Let f be a continuous function with compact support
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such that f(z) =1 for all z € Ky \ K, f(z9) = 0 and f(z) < 1 otherwise.
Then,

(f ) = /O " e, (2)dz = f (o) = 0.

As f and u., are positive

/0 " F@)us, (2)dz > /K S (e = /K et

Therefore

/ u., (z)dz =5 0.
K\K

And thus,

/ ue, (x)dx :/ ugn(:c)dm+/ U, (2)dz == 0
c c Kl\K

1

and the proof is complete.
O

Theorem 2.5.8 Let us assume that the hypotheses of Theorem 2.4.13 hold.
The family of eigenfunctions u. ,(x) corresponding to the eigenvalues s(B. )
satisfies

e—0

Uep (1) — Uou(7) = 0a,
in the weak star topology.
Proof: As ||u.,|| = 1 by the Banach-Alaouglu theorem any sequence u., ,(z)
with €, — 0 has a subsequence that converges. By Propositions 2.5.4 and

2.5.5 and Lemma 2.5.6 the limit is the same for any of these subsequences.
This gives the statement. O

So far we have proved the following convergences for the dominant eigen-

values s(B.,) = mi(c.,) and the corresponding normalized eigenfunctions,
ue (), of the family of operators B, ,

s(B.,) — M

s

U (z) = Oz,
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2.5. Small Mutation

(the second convergence in the weak star topology).

Let us remind that the steady states of System (2.1) are given by ¢, ,u. ,()
where 1 = p. is a solution of the fixed point problem pu = F.(u) (F-(u) de-
fined in (2.15)).

Under the hypotheses of Theorem 2.4.26 we know that the fixed point, u.,
exists. However, later on in this section we will see that, for € small enough,
it exists under weaker conditions than the ones in Theorem 2.4.26.

Now we will give some results about the convergence of the sequences c.
and p. which will allow us to give the final result about the convergence of
the steady states of System (2.1) when e tends to zero.

Proposition 2.5.9 Let us assume that the hypotheses of Theorem 2.4.13
and Corollary 2.4.20 hold. Then

e—0

Cep — u(z,)

uniformly with respect to p where u(x,,) is the first component of the equilib-
rium of the system
v = b(x)v(x) —my(u)u — zu,
(2.20)
Vo= zu— pv
/

£

for x =, , the value that satisfies (zb(z)), = p.

Remark 2.5.10 The value x satisfying (a:b(x))/ = W coincides with the value

satisfying (xb;x) — x) = M, = max <$b/ix) — x)

Proof: The continuity of m; and Proposition 2.5.1 give

Cep = ml_l(S(Ba,u)) o ml_l(Mu)-

The maximum of the function <@ —x) is attained at the value that satisfies

(xb(x))/ |z, = p.
The non trivial equilibrium of System (2.20) is given by the only solution
u(z) of

—my(u(z)) —z b(x)

x 1t
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2.5. Small Mutation

That is u(z) = m;* (%(m) - :E)

Therefore m; ' (M,) = u(z,,).
O
In order to give the result about the convergence of the sequence u. we
need the following proposition.

Proposition 2.5.11 Let us assume that the hypotheses of Theorem 2.4.13
hold. Let u. ,(x) be the sequence of normalized eigenfunctions corresponding
to the eigenvalues s(B.,,) of the operator B, ,. Then

e—0

TUe p,(T) — 3,04,

in the weak star topology.
Moreover

oo
/ v, (x)de = 1,
0

Proof: By Theorem 2.5.8 we have that

Vg € C, / g(x)u. ,(v)dz == g(z,).
0
Therefore, if we call g(x) := xf(z) we have that

VieC. [ f@)auc,(x)de = [5° g(x)ue,(x)da

e—0

— 9(z.) = @uf(zy)
This proves the first part of the theorem.
Since we have just proved that

T () = 0z,
in the weak star topology and moreover, by Proposition 2.5.5 we have that

there exists a bounded interval such that f e xue ,(z)de =% 0 then in the
same manner as in the proof of Lemma 2.5.6 we can say that

/ ru. ,(r)de =5 2,
0
Let us now define
u(x,)x
Faly) i= my (20 (2.21)
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for pn € (sup mlyig’)) 5 Sup miﬂ(’é@)/iy) where u(z,) has been defined in Propo-

sition 2.5.9 as the first component of the equilibrium of the system

v = b(x)v(r) —mi(u)u — zu,

vo= zu— v,

for x = x,, , the value that satisfies (xb(a:))?x = p. Notice that the con-
dition on g implies the existence of u(z,) and hence that of Fo(p).
Let  be and ESS of System (1.6), (1.7) (as in Theorem 1.4.2) and let
u@uoﬂuo) _

us call g = mo(v(2)). Then z,, = & and Fy(py) = m2< .
0

mQ(%) — mo(v(2)) = 0.

Since in Theorems 1.4.3 and 1.4.4 it has been proved that, under the hy-
potheses of Theorem 1.3.6, there exists a unique ESS of System (1.1), we
have that there exists a unique fixed point pg of Fo(u).

Furthermore, Fy(i) is a monotonous function.

Lemma 2.5.12 The function Fo(u) (defined in (2.21)) is strictly decreasing.

Proof: x,, satisfies (xb(x)),(xu) = p. Taking the derivative with respect
to pu we obtain that

dx 1

@ B (:cb(:v))” =

that is, z, is strictly decreasing with respect to p.

Y

e

Furthermore, as u(z,) = my'(M,) where M, = max ( — z) and my

is an increasing function, we have that u(z,) is strictly decreasing and the
proof is complete. O

The next, technical result about convergence of a family of functions will
be used to prove the convergence of the sequence pi. to po (the fixed point of

Fo(p))-

Lemma 2.5.13 Let f. be a family of continuous real functions that converge
pointwise to fo.

Let us assume that either (x — xo) fo(z) > 0 or (x — xg) fo(z) < 0 for 0 <
|z — 20| <y for some vy > 0.

Then for all n < ~ there exists €y such that for € < ey, f- has at least one
zero x. such that |x. — zo| < 7.
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Proof: As fo(zg —n) < 0 and fo(xo +n) > 0 (for instance), by the pointwise
convergence of f. to fo we obtain that there exists ¢y such that if ¢ < g,
then f.(xg — n)fe(xo +n) < 0, and by continuity, there exists x. satisfying
fe(ze) = 0 and |z, — x| < 7. O

Proposition 2.5.14 Let us assume that the hypotheses of Theorem 2.4.13
Cep fooo xu,,,(v)de
and Corollary 2.4.20 hold. Let F.(u) = mQ( ’ ’ ) (already de-

fined in (2.15)) and Fo(u) defined by (2.21). Then, there exists a sequence of
fized points of F.(u), denoted by p. satisfying

e—0

He — Mo

where pg is the fived point of Fy(u).

Proof: By Propositions 2.5.9 and 2.5.11 we have that
Fo(1) = Fo(p).

Let us define Go(p) := Fo(p) — p.
We have seen that there exists g satisfying Go(uo) = 0. Moreover, by Lemma
2.5.12, Go(po) is a strictly decreasing function.
Therefore, applying Lemma 2.5.13 we obtain that there exists a sequence of
zeros of the functions G.(u) := F.(u) — u that converge to the zero of Go(1)
and this proves the proposition.
O

Let us recall that x,, := & and that & satisfies (:rb(x))l |2= to, where
is the solution of the fixed point problem Fy(u) = u i.e. & is the ESS value
of the ordinary differential equations model studied in Chapter 1.

Finally, we are able to give the result that tells us how the steady states
of system (2.1) behave when the size of the mutation tends to zero.

Theorem 2.5.15 Let us assume that the hypotheses of Theorem 2.4.26 hold.
Let (u(z),v(2)) be the steady state of System (1.1) when x = &. The se-
quence of equilibrium solutions of System (2.1) given by Theorem 2.4.20,

(ue(z),ve(x)), satisfies
(ue (), ve(w)) == (u(2)dz, v(2)d3)
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in the weak star topology.
Moreover, for any bounded interval K of (0,00) containing & in its interior,

/ us(z)de =50

/ ve(z)de <=5 0.

Proof:
For any f € C, we have

<fa Ba,ueua —ma (Ce,us)ua> = 07

or, equivalently, (as u.(z) = c. . ue . (7)),

<f’ B&MEU‘E,ME —m (CE7N5)U57M5> = 0 (222)

Since u,. () is a normalized family, the Banach Alaoglu theorem gives
Ue pie () = o () (2.23)

in the weak star topology, for some measure ug(z) (in principle for a subse-
quence of any sequence €, — 0). We omit the notation ¢, .
Using Proposition 2.5.14 we obtain that for any f € C.,

xb(x)

Ho

B.,.f =5 ( — ac)f uniformly, i.e.,

in the supremum norm.
Therefore by Proposition 2.5.3 and (2.23),

o xb(x
(s Bepen) =5 48, (22— )
Ho
Moreover
Cope —5 u(). (2.24)
Indeed,

|c<57/ls - u('i')| S ’cavﬂs - u(x,U«a)| + |u(xﬂa) - u($MO)|
= |Cs,us - U(xua)| + |mf1(Mus> - mfl(Muo)|
< 0 if e<egg
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by Proposition 2.5.9 (the first term), and because M, is continuous with
respect to p, and m; ! is also continuous (the second term).
Using again Proposition 2.5.3 and (2.23),

(fyma(Cep ue ) == (fyma(u(@))uo) = (f, Myouo)-
Therefore we have
xb(x)

(f, Be i te . — ml(ca,us)ua,m) = (f, (T —T— Muo)U0>-

So, equation (2.22) yields that wug is an eigenfunction of eigenvalue M, of

the multiplication operator — x, that is, ug = ad;.

Since by Proposition 2.5.5 thlége exists a bounded interval K containing &
such that ch Ue . (x)d =% 0, then, applying Lemma 2.5.6 we obtain a = 1,
that is ug(z) = 6;. As above, the uniqueness of the weak star limit implies
(2.23). This, together with (2.24), implies

e—0

uc(v) = Cepue Ue . (z) — u(Z)dg,

in the weak star topology.

Finally, in the same way as in the proof of Proposition 2.5.11
ou() = zue(x) - Tu(Z)0s
He Ho

(in the weak star topology) and the first statement is proved.

By Proposition 2.5.5 and using that p. % po and c.,. — u(Z) we have
the existence of a bounded interval K containing & such that

/ u(z)dr =50,

/ vs(:c)dx:/ (@) 4, =,
: e

Lemma 2.5.7 gives the second statement. O

Summarizing, under reasonable hypotheses, we have proved the existence
of a family of equilibrium solutions (u.(x),v.(z)) of System (2.1) that, when
the size of the mutation (¢) tends to zero, tend to concentrate at the ESS
value Z of the finite dimensional age at maturity model (1.1). Moreover, the
total population at equilibrium of System (2.1) (the integral of (u.(z),v-(x)))
tends to the equilibrium of (1.1) for the value Z of the parameter.
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Chapter 3

Small mutation rate and
evolutionarily stable strategies
in some (abstract quasilinear)
equations

3.1 Introduction

We start this chapter by formulating another integro-differential equations
model for the distribution of individuals with respect to the age at maturity
that is obtained by considering densities of the individuals with respect to
the evolutionary variable in the ordinary differential equations model for the
age at maturity of Chapter 1.

The difference between the model in Chapter 2 and the one in this chapter
is that in Chapter 2 € was a parameter measuring the mutation size because
we were assuming that a mutation, perhaps very small, occurred in every
reproduction whereas in the model described in this chapter, ¢ will stand for
the probability of mutation.

More in general, in Sections 3.3 and 3.4 we study a (rather) general class
of selection-mutation infinite dimensional models that include the age at
maturity model presented in Section 3.2. When the mutation rate tends to
zero this models become “ecological” models, that is, ordinary differential
equations models where all individuals have the same type.

It will be shown, under some conditions on the variables constituting the
infinite dimensional models, the existence of a steady state converging, when
the probability of mutation tends to zero, to a Dirac mass at the point of
ESS of the ordinary differential equations models obtained when the mutation
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tends to zero.

3.2 Description of a model for the matura-
tion age

The model equations are:

w(z,t) = (1=eb(x)v(z,t) +e [ b(y)y(z, y)v(y, t)dy
—ma (fy° uly, t)dy)u(z, t) — zu(z, t), (3.1)

v(x,t) = zu(x,t)— mg(fooov(y,t)dy)v(:p,t).

We assume the same hypotheses as in Chapter 2 for the functions appear-
ing in the model. The main difference in the equations (between the model
in Chapter 2 and the one here) is in the inflow of newborns term, that,
in System (3.1) is given by (1 — e)b(z)v(z,t) + € [;° b(y)y(z, y)v(y, t)dy,
where (1 — e)b(x)v(z,t) represents the inflow of clonal newborns and
e [.7 b(y)v(z,y)v(y, t)dy represents the inflow of nonclonal newborns, where
b(y) is the trait specific fertility of the adult population and ~y(x,y) is the
density of probability that the trait of the mutant offspring of an individual
with trait y is x. So € stands for the probability of mutation.

v is a strictly positive globally lipschitzian function that satisfies
Jo” v(z,y)dz = 1 (in a non clonal reproduction, the probability of having
offspring of whatever strategy is one) and such that the improper integral
converges uniformly with respect to y on bounded intervals.

We can rewrite model (3.1) in the following way (that will be useful in
the next sections)

Uy u u u
= Ae’p,Q = B&P,Q +eT

o v v v
—my(P)—z (1—¢)b(x) u

= (3.2)
x —ma(Q) v
0 J5 by)y(z,y)-dy u
+e

0 0 v
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where P := [~ u(x,t)dz, Q := [;° v(z,t)dz (total population of young and
adult individuals, respectively, at time ).

3.3 The eigenvalue problem for a general class
of operators

As in Chapter 2 our aim is to study the equilibria of System (3.1) when
the probability of mutation, ¢, is very small (in this case meaning that, in
every reproduction, the probability of mutation is very small). We will do
this by studying an eigenvalue problem. However, we will not only study the
eigenvalue problem for the operators defined in (3.2) but for a more general
class of operators to which the operators defined in (3.2) belong and that we
define next.

That is, in this section we are going to study the behavior when ¢ € (0, 1)
goes to zero of the (dominant) eigenvalue of a linear operator of the form

A. = B.+¢eT (3.3)

in the space X of L' R"-valued functions defined on an interval, I, of R
(bounded or not), endowed with the natural Banach lattice structure.

Let us now formulate the hypotheses on this operators:

From now on we will assume that for any ¢ > 0, A, is the generator of a
positive Cy semigroup.

Moreover, for any ¢ > 0, we assume that the spectral bound s(A.) is a
dominant eigenvalue \. of algebraic multiplicity 1 of the operator A, with
corresponding strictly positive eigenfunction u.(x). This holds, for example
(see [14] pag 209) if A. is the generator of a positive analytic irreducible
semigroup and s(A.) > —oo is a pole of the resolvent R(\, A.) .

For any € > 0, B. is a matrix valued multiplication operator, that is, when
we fix a value x we obtain a matrix, that we will denote by B.(z).

Let us assume that the operator B, — By is bounded and such that ||B. —
Bo|| =3 0. The elements of the matrix B.(x) depend smoothly on z. More-
over the off-diagonal ones are non-negative and B.(z) is an irreducible ma-
trix. So, by Theorems 0.0.8, 0.0.9 and 0.0.10 in the Preliminaries, B.(z) has
a strictly dominant eigenvalue with a corresponding strictly positive eigen-
vector.

For ¢ > 0, let us denote by u.(x) the dominant eigenvalue of the matrix

B.(x).
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Let us remind that the spectrum of a matrix valued multiplication operator
M, where o : I — M (n), (M (n) is the space of all complex n x n matrices)
is given as 0(M,) = Ugero(a(x)) (see [45]).

Let us define p. := sup Reo(B.) = sup,, ().

Let us assume that for any ¢ > 0 there exists z. such that u. = p.(z.) =
max, ().

Let us assume that the maximum value of p(z) is attained at a unique .
Finally, we assume that T is a positive bounded operator.

In Chapter 4 we will prove that (fixed the nonlinearities) System (3.1)
satisfies all the preceding hypotheses and therefore we will be able to apply
all the results that we will obtain for the operators (3.3). There are more
examples of models that can be written using the operators (3.3). That was
the reason to study the eigenvalue problem in a more general way and not
only for System (3.1). In Chapter 4 we will give another example.

We begin with a result about the dominant eigenvalue \. of the operator
A..
In order to prove it we will use the inequality (2.11) of Chapter 2, that recall,
is

s(A) >sup{peR : Af>puf forsome 0< fe D(A)} (3.4)

(where f > 0 means f >0 and f # 0 ) and A is the generator of a strongly
continuous positive semigroup.

Since we are working in the Banach lattice L!(I,R™), the spectral bound of
the generator of a positive semigroup and the growth bound of the semigroup
coincide and therefore we can use (3.4) (see Chapter 2 for more details).

Proposition 3.3.1 Let A\, and ug(x) be the dominant eigenvalues of the
operator A, and the matriz By(x) respectively. Then

e—0

Ae — po(Zo)
where xq is the (unique) point where the mazimum value of po(x) is attained.

Proof: We begin by showing that for all 0 > 0 there exists ¢ such that
for any e < g,

s(As) = Ae > po(xo) — 0.

The continuity hypotheses on B.(z) imply that there exists 7 > 0 and gy > 0
such that p.(x) > po(zo) — 0 whenever x € J := [xg — 1,20 + 1] and & < &y.
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3.3. The eigenvalue problem for a general class of operators

For any « and € > 0, let ¥, . be the (unique except for a scalar factor) positive
eigenvector corresponding to the eigenvalue p.(z), that is

Ba(l')ﬁx,s = M5<x>6x,s'
We are going to apply (3.4) to the function

U () = U X ()

which belongs to D(A.). Notice that this latter coincides with D(B.) (because
eT is a bounded operator) and that any bounded measurable function with
compact support belongs to the domain of the multiplication operator.

We have

(B=0:)(2) = X, () B=(2)Tr.c = X, (2)(po(w0) — 8)Tre = (ho(0) — 8)Te ().
As €T is a positive operator, we get

A0 (x) = BU.(x)+ eTv.(x)

> (po(zo) — 0)v:(),

and by (3.4),
Ae = s(AL) > po(zg) — 0.

Now we will show that for all § > 0 there exists €9 such that for any
e <¢g
)\5 < Ng(l’o) + 0.

In order to prove it we will use a result about perturbation of the spectrum of
a closed operator of [31] that says that if T"is a closed operator and S = T+ A
where A is a bounded operator then

L' Cp(8) if Al <min IR DI,

where p(S) is the resolvent set of S, R(&,T') is the resolvent operator of T
and T is a closed subset of the resolvent set of T' such that ||R(¢,T)| ™! has
positive minimum.

The operator A, can be written as A, = By + T + B. — By.
Since by hypothesis By is the generator of a positive semigroup, namely Ty (¢),
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3.3. The eigenvalue problem for a general class of operators

we have that the resolvent operator of By equals the Laplace transform of
the semigroup:

R(¢,By) = /0 h e STy (t)dt

for Re(§) > w(Tp) (the growth bound of the semigroup, that, since we are
working in L'(I,R") coincides with the spectral bound of the generator).
Therefore, if Re(§) > s(By) = po(zo) we have

¢
Reg — puo(wo)

(where C'is such that || Ty(2) < Cew(T0)).
If we consider I's = (po(xo) + 6, +00) with § > 0 then

mini > mlng_uio(xo) — é
¢els [|R(E,T)|| — ¢ers  C Cc

[R(E, Bo)ll <

e—0

Finally, since by hypothesis || B. — By|| — 0, taking ¢ small enough, we have
)
leT + B. — Byl| < c and therefore \. < po(xo) + 9. O

In the second part of the proof of the previous proposition we have showed
that, for all § > 0 there exists € small enough such that A, < po(zg) + 0. It
is possible to show that \. < pg(zg) for all e € (0,1), under the following
additional hypothesis:

(H) The operator A. can be written as
Ac=B.+eT=CH+ (1 —¢)S+€T

where S is a positive bounded operator such that for all @ € X there
exists a set of positive measure such that Su(x) > Ti(z), i.e., S and T
are such that T"— S is not positive.

Under assumption (H), taking . () the positive eigenfunction corresponding
to the eigenvalue )., we have, for z in a set of positive measure,

Aetle(z) = Actie(v) = Be(v)u.(v) + T ()
— Cii.(z) + (1 —¢)Sii.(x) + Tii. ()
< Cuc(z) + St (x)
= By(x)i.(x).
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3.3. The eigenvalue problem for a general class of operators

So, applying (3.4) to the operator By(x) there exists a set of = of positive
measure such that A. < ug(x) and therefore A. < po(zo) (for all € € (0,1)).
Let us note that, in model (3.2), the hypothesis (H) holds automatically and
moreover, that it has a natural biological interpretation.

Indeed, B, pg can be written as

B&RQ = CP,Q+(1—€)S

—my(P) —z 0 0 b(x)
= +(1—¢)
T —ma(Q) 0 0

Let us prove that for all @ € L' x L' there exists a set of positive measure
such that S« > T« where

0 b(x) 0 f;7b(y)y(z,y) - dy
S = and T =
0 0 0 0

Indeed, otherwise, for almost every =,
| bunte ey - byt > o
0

Integrating the left hand side with respect to  and using fooo Y(z,y)dz =1
we obtain

| (] v et = bayet) )z =o, (35)

a contradiction. So, in model (3.2) hypothesis (H) holds.
Let us note that, in model (3.2), the total number of newborns is given by

Ji= (1= 2e)o(@) + & J7 bw)r (e, y)o(y)dy ) de.

Assuming that (3.5) holds, we obtain

S (=) + = bz yu(y)dy)dz =

— > b@p@)de + 2 f3 (b@)e(@) - 5oy y)o(y)dy)de) =

= [ b(z)v(z)dz.

Therefore equality (3.5) biologically means that the total number of newborns
does not change because of the mutation.
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Once we have studied the dominant eigenvalue of the operators A. de-
fined in (3.3), we are going to analyze how the corresponding eigenfunction
behaves when ¢ tends to zero.

It is convenient to choose the eigenfunctions . (z) corresponding to \. sat-
isfying
() || = 1.

Proposition 3.3.2 Let M be the space of measures of Radon, the dual space
of the normed space of continuous functions with compact support C.(I,R™).
For every sequence &, going to zero, the sequence ., (v) € L'(I,R™) C
M of normalized eigenfunctions corresponding to the eigenvalues A\, of the
operator A, (defined in (3.3)) has a subsequence i, (x) satisfying

i, () = do(x)

in the weak star topology, for some measure iy(x), i.e., for any fE C.(I,R"),

(frite,,) = (f ).

Proof: Tt is just an application of the Banach Alaoglu theorem. O

Let B be a matrix valued multiplication operator on C.(I,R"). In the
same way as in Chapter 2, we can generalize this definition to a matrix
valued operator on M by

(f.Bo) = (f'B, ),

(where ¢ denotes transpose) for any f € Co(I,R") and ¢ € M.

Then o(B) = Ugero(B(z)). More precisely, a complex number is an eigen-
value of B(x) with corresponding eigenvector 1, if and only if it is an eigen-
value of B with corresponding eigenfunction #,d,. Moreover, o(B) coincides
with the point spectrum of B if and only if U,c;0(B(x)) is a closed set.

Proposition 3.3.3 If the limit uy(x) of the subsequence ., () is not 0,
then it is an eigenfunction of the multiplication operator By corresponding to
the eigenvalue puo(xg).

Proof: Let us assume that the weak star limit does not vanish.
The subsequence ., () satisfies

Bgnk (m)ﬁgnk (flj) _'_ €nkT1’_[:5nk ($) = )\Enk ﬁEnk (x)
Taking f € C. we have
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3.3. The eigenvalue problem for a general class of operators

<JRBenk ) ﬁenk> + Eny, <JF7 Tﬁsnk> = >\5nk <JF7 ﬁsnk> (36)
As ftBank is a sequence of continuous functions with compact support, it
converges (uniformly) to fiBy. Then by Proposition 3.3.2 and Proposition
2.5.3 in Chapter 2, .
<-]RB€nk7ﬁ5nk> — (f" By, @)-
As T is a bounded operator,

gnk <f_.: T'L_I:Enk> - 07
and by Proposition 3.3.1 and Proposition 3.3.2,

Ao (f i) — po(0)(f o).
Then, equation (3.6) yields

(f!Bo, o) = po(0)(f, o).

That is, i is an eigenfunction corresponding to the eigenvalue p(zg) of the
multiplication operator By. O

So, we have proved that there is a subsequence of ., () with limit
AUy, 005, for some a > 0, where ¥, is the normalized eigenvector corre-
sponding to the eigenvalue pg(zg) of the matrix By(zg) (where po(xg) =
max, fio(x)).

Notice that, in principle, a may depend on the subsequence.
Now we are going to prove that, under an additional hypothesis, u.(x) has
limit and this is Uy, 004,-

Theorem 3.3.4 Let po(z) be the dominant eigenvalue of the operator Bo(x).
Let xqy be the (unique) point where the mazimum value of po(z) is attained.
Let us assume that for 1 = 1..n, there exists a bounded interval K containing
To such that

[ie wi(z)de == 0,

where u’ is the i-component of the eigenfunction . corresponding to the
eigenvalue \. of the operator A..

Then the family of eigenfunctions u. corresponding to the eigenvalues A,
satisfy

— e—0

Ue > Uy = U:vo,O(szo‘

in the weak star topology.
Moreover

fori=1,..,n.
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3.4. Equilibria of some (abstract quasilinear) equations

Proof: As ||u.(z)|| = 1, by the Banach-Alaouglu Theorem any sequence ., ()
with ¢, — 0 has a subsequence that converges. By Proposition 3.3.3 the limit
is of the form av, od,, for any of these subsequences. So,

/00 uink (x)f(x)de — avfcmof(xo) for all f e C.(I,R). (3.7)
0

We choose f a positive continuous function with compact support such
that f(z) =1 for all z € K and f(z) < 1 for € K°. Then we can write

/000 uénk (z)f(z)dr = / uink () f(z)dx +/ uénk () f(x)dx.

K c

By (3.7) the left hand side goes to avfﬁo,o.
As

0< / (@) f (@) < / i, (@)

c

and [;. u, dz — 0, we have that

i i
/ ug, (z)dz — avy, o
K
Therefore

o0 . .
/0 ug, (z)dz — avy, o

n [e.9]

Since by hypothesis " | [~ ul(x)dz = Y7 vl o = 1, it follows that a = 1.
Therefore the w*-limit is the same for any subsequence. This gives the first
statement and hence the second. O

3.4 Equilibria of some (abstract quasilinear)
equations

Let us consider the nonlinear equation
ty = A-(F(1))d = Be(z, F(4))u + T4 (3.8)

where F' is a (linear and continuous) function from the state space X =
L'(I,R") to a m-dimensional space. For fixed E = F(@) we assume all the
hypotheses of Section 3.3 on A.(F). In particular, that A.(E) has a domi-
nant eigenvalue A\.(F)(= s(A-(F))) with a normalized (positive) eigenvector
U g(x). Moreover we assume that i, p(x) is the only positive eigenvector of
A.(F) and that the elements of B.(x, F) depend smoothly on E.
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3.4. Equilibria of some (abstract quasilinear) equations

Remark 3.4.1 Let us note that in model (3.1), F is given by

F:L'Y(]0,00),R*") — R2*

(w,0) — (P,Q).

Formally speaking, as long as one does not have an existence and uniqueness
theorem for the initial value problem, @(xz) € X is a positive equilibrium of
(3.8) if and only if there exist ¢ > 0 and E € R™ such that @(z) = ci. g(x)
and ¢ and E satisfy

A(E) = s(A(E)) = 0,
(3.9)
F(ci.p) —E = 0.

Let us assume that for every (sufficiently small) € > 0 there exists a solution
(e, E:) of (3.9) (and therefore an equilibrium solution . (z) of (3.8)).

On the other hand, let us consider the n-dimensional ordinary differential

equations system
0; = Bo(z, G(x, V)V (3.10)

where for fixed x, G is a (linear) function from R" to R™, x € [ is a real
parameter and By(x, E) is a n X n matrix. As above, for fixed G(z,?) we
assume the hypotheses of the previous section. In particular that By(z, E)
has a dominant eigenvalue po(x, F') with a normalized (positive) eigenvector

Uz E-

F and G are related as follows:

F is a linear and continuous function from L!(I,R") to R™, that is, each
component F, i = 1..m, belongs to the dual space of L'(I,R™) and therefore,
it is of the form

F,: LMI,R") — R
u(x) = (ul(ﬂf)w-»un(?ﬁ)) — iy [ ai(@)u(x),

where (a1(z), ..., an(x)) € (L*°)".
Then

F:LY(I,R") — R™
i) — (XL Jrea(@u(), ... 320 [; am(@)ui(2)),
where, for fixed j, (j =1,...,m), (a1;(x), ..., an;(z)) € (L>)™.
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3.4. Equilibria of some (abstract quasilinear) equations

Let us denote (Y0, [; an(@)ui(x), ... iy [; aim(2)wi(2)) = [, a(z)u(z),

where a(x) = (a;j(x)) is a n X m matrix.

Since, formally, for fixed E, A.(E) =% Ay(E) = By(z, E) it is natural to ask

G(z, V) = F(U,)
to hold, obtaining then the following relation between I’ and G :

Given F' : M" — R™ (note that, as we want F' to be defined in the
space of Radon measures, we will also ask a;; to be continuous (for fixed i
and j)), then for 7 € R"

Gla, ¥) = F(565,) = / o(2)75,dz = a(z)7.

I
Given G : I x R® — R™ then for v € L'(I,R")

F(7) = /1 G(z, #(x))dz = /1 a(z)F(z)dz.

Remark 3.4.2 In the case of model (3.1) By is given by

i (Ul) () —z ) "

V2

where U = (v1,vg).

In this case
G:R® — R?

(1)1, UQ) — (Ul, Ug).

Notice that, for any x, v € R" is a positive equilibrium of (3.10) if and
only if there exist ¢ > 0 and E € R™ such that v = c¥, g and ¢ and E satisfy

[Lo(ZE,E) = Oa
(3.11)
G(x, CULE) —FE = 0.

For any F > 0 we assume that the function x — po(z, F) attains its maxi-
mum value in a point zg.
Let us now assume that there exists a solution (co, Fy) of
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3.4. Equilibria of some (abstract quasilinear) equations

MO(xE7E> = 07
(3.12)
G(.CL“E,CUQCE7E) —F = 0.

So, we have an equilibrium solution of (3.10) for x = zp, := &, namely
Ui- = 0017$E07E0'

Furthermore, & is a value of ESS of System (3.10) because it satisfies
po(z, Ey) < po(z, Ep) = 0 (a definition and discussion of ESS in the con-
text of System (3.10) has been done in the Preliminaries).

Let us assume that (c., E.) =5 (co, Ey). Notice that this can be expected
due to Proposition 3.3.1 which gives the convergence of the first equation of
(3.9) to the first one of (3.12) when ¢ tends to 0 and to Theorem 3.3.4 that,
in some cases, implies that F(cii. p) % G(2g, CUyy.p)-

Then, for a continuous function with compact support f (x) we have that
fi(z)B.(z, B.) =5 f%(:z:)Bo(m, Ep) uniformly (i.e., in the supremum norm).
Using the same argument as in Proposition 3.3.3 and Theorem 3.3.4 we
obtain that the family of normalized eigenvectors . g converge in the weak
star topology to the measure avy, g0z, , where Uy, g, is the normalized
eigenvector of eigenvalue 0 of the operator B(z, Ey).

Indeed, by the Banach Alaouglu theorem there is a subsequence ., | Eep, (x)
of the normalized equilibrium solutions that converges to a measure uy(z).
Moreover it satisfies

B5nk (m7 Egnk )/L_[ank 7E5nk ('r) + enkTﬁenkvEsnk ('Z‘) = Asnk /I’_[ank 7E5nk ('r) - O

Taking f € C. we have

—

<ftBénk <x7 Eank )7 ﬁﬁ?nk ’E‘Enk > + Enk <f’ Tﬁffnk ’EE"k > = >\€nk <f7 ﬁ5nk7Eenk > = 0
(3.13)

By Proposition 2.5.3, using that
f'B., (v, E., ) — f'By(z, Ey)

and

ugnkaEsnk uo

(in the weak star topology) it follows that
("B, (,Ex, ), lic,, k., ) — (['Bo(x, By), iio).
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Therefore, when ¢ tends to 0, equation (3.13) yields

(f'Bo(x, Ey), o) = 0

i.e. Uy is either 0 or it is an eigenfunction of eigenvalue 0 of the operator
By(z, Ey), that is, ty = Uy, 50z, for a > 0.

Moreover, if we assume that for i = 1..n, there exists a bounded interval
K containing z such that

chu;Es(x)dx — 0,

then by the same argument as in the proof of Theorem 3.3.4 we obtain
that a = 1 and therefore the following

Theorem 3.4.3 The family of equilibrium solutions u.(x) of System (3.8)
satisfies

e—0

Ue(z) — U0z

in the weak star topology. Moreover, [ ul(z)dx == vL.

Summarizing, under reasonable hypotheses, System (3.8) has a family of
equilibria . that tend to concentrate at the ESS, Z, of the finite dimensional
“limit” system (3.10) when ¢ tends to 0. Moreover, the integral of . (the
total population at equilibrium) tends to the equilibrium of (3.10) for the
value Z of the parameter.
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Chapter 4

Two examples: age at maturity
model and prey predator model

4.1 Introduction

This chapter is devoted to the application of the convergence results obtained
in Chapter 3 for the equilibria of some abstract (quasilinear) equations to two
models. The first one is the age at maturity model that we started Chapter
3 with, for which we obtain that, when the probability of mutation tends to
zero, the steady states converge to a Dirac mass at the point of ESS of the
ordinary differential equations maturation age model in Chapter 1 .

A predator prey model is also studied, as another example of the class of
models for which the convergence results od Chapter 3 hold.

4.2 A model for the maturation age

Let us recall the maturation age model of Chapter 3

w(z,t) = (L—e)b(z)v(z,t) +e [§~b(y)y(z,y)v(y,t)dy
—my (fy" u(y, t)dy)u(z, t) — zu(z, t), (4.1)
vz, t) = zu(z,t) —mao( [77v(y, t)dy)v(z,t).
In order to apply the results of Chapter 3 we write it in the following way
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uy u u u
= Ae’p’Q = B€,P,Q +eT

o v v v
—my(P)—z (1—¢)b(x) u

= (4.2)
x —mo(Q) v
0 J5 by)y(z,y)-dy u
+e

0 0 v

where P := [“u(x,t)dz, Q :== [;° v(x,t)dz (total population of young and
adult individuals, respectively, at time t).

4.2.1 Existence and Uniqueness of positive solutions
of the Initial Value Problem

Existence and uniqueness of positive global solutions of the initial value prob-
lem follow, as in Chapter 2, from a standard application of the theory of
semilinear evolution equations.

System (4.1) can be written in the following way

(), =2 (0) + e () = e

where
-z 0 0 (1—e)b(x)+e [ by)y(z,y)-dy
A - K =
z 0 0 0
and

[ LY0,00) x L'(0,00) — L'(0,00) x L'(0,0)
(u(t), v(t)) (=5 e, )y, —ma( [ (e, t)dr)o)
In the same way as in Section 2.2 in Chapter 2 we obtain existence and
uniqueness of positive global solutions of the initial value problem for System

(4.1).
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4.2.2 The eigenvalue problem

In this subsection we will prove the existence of a dominant eigenvalue
Ae(P, Q) of A, pg (defined in (4.2) as the linear operator that we obtain when
we fix the nonlinearities in System (4.1)) and of a corresponding strictly pos-
itive eigenfunction.
In this model it is not possible to apply, as in Chapter 2, Theorem 2.4.6
in order to obtain the existence of a simple strictly dominant eigenvalue of
A. po because it is not possible to decompose the operator A, p¢ in the sum
of two operators (denoted in Theorem 2.4.6 by A and K) satisfying all the
hypotheses of Theorem 2.4.6.

Let us first recall some results about spectral properties of positive linear
operators on ordered Banach spaces (see [45], [55], [24]).

Definition 4.2.1 [}5] [55] A positive semigroup (T'(t)) on a Banach lattice
X with generator A is called irreducible if there is no closed ideal which is
invariant for every operator T(t) except {0} and X.

Equivalent conditions are:

- Gien f € X, g € X', both positive and non-zero, then (T (ty)f,g) >0
for some ty > 0.

- For some (every) X > s(A), R(\, A)f is a quasi-interior point of X+
(i.e., the minimal ideal containing it is the whole X ) whenever f > 0
(where R(\, A) denotes the resolvent operator of A).

Theorem 4.2.2 [}5] Let T(t) be an irreducible semigroup on a Banach lat-
tice and let A be its generator.

If s(A) is a pole of the resolvent then there exists a > 0 such that the bound-
ary spectrum (see Definition 2.4.1) op(A) = s(A) + iaZ. Moreover, o,(A)
contains only algebraically simple poles.

The following abstract theorem is a consequence of the previous one. We
will use it to prove (in Theorem 4.2.15) the existence of a simple strictly
dominant eigenvalue of A, pg.

Theorem 4.2.3 Let us assume that A is the generator of a positive analytic
irreducible semigroup on a Banach lattice and that s(A) is a pole of R(\, A),
the resolvent operator of A.

Then s(A) is a strictly dominant eigenvalue of algebraic multiplicity one.

Proof: By Theorem 4.2.2 the boundary spectrum of a generator of an
irreducible semigroup such that s(A) is a pole, o,(A), is 0p(A) = s(A) +iaZ
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with a > 0 and contains only algebraically simple poles (i.e. algebraically
simple eigenvalues).

As the semigroup generated by A is analytic, it is sectorial, and therefore
s(A) is the unique spectral value having maximal real part, that is, it is a
strictly dominant eigenvalue. O

Next, we will prove (immediately after Proposition 4.2.4, in Proposition
4.2.11 and in Proposition 4.2.14) that A. p¢ satisfies the hypotheses of The-
orem 4.2.3.

Proposition 4.2.4 The operator B. pq given in model (4.2) is the infinites-
imal generator of an analytic semigroup with domain

D(B.pg) = {u € L'(0,00) such that xu € L'(0,00)} x L*(0,00).
Moreover, the semigroup generated by B, pg s positive.

Proof: The semigroup generated by the operator L defined in D(B. pg) by

H(0)= ()

can be computed explicitly and it is the following analytic semigroup

uo () ugp(z)e ™"
S(t) = —axt :
vo(x) vo(x) + (1 — e ™ )ug(x)
As the perturbation by a bounded operator of the generator of an analytic
semigroup is the generator of an analytic semigroup (see [48]) we obtain that
B. p¢ generates an analytic semigroup.
The positivity of the semigroup generated by the multiplication operator

B, pg follows from the non-negativity of the off-diagonal elements of B, pg
(see Theorem 0.0.8 in Preliminaries). O

Since the perturbation by a bounded positive operator of the generator

of an analytic semigroup is the generator of a positive analytic semigroup we
obtain that A. po generates a positive analytic semigroup.
In order to prove that s(A. pg) is a pole of finite algebraic multiplicity of
the resolvent operator R(\, A. pg) we will apply Theorem 2.4.6. Let us prove
that A, p satisfies the hypotheses of Theorem 2.4.6 needed in order to obtain
that s(A. pg) is a pole of finite algebraic multiplicity of R(\, A. pg).

Proposition 4.2.5 Let B, pg and T be the operators defined in (4.2) and let
R(\, B: pg) be the resolvent operator of B. pq. The operator TR(\, B: pg)
18 compact.
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Proof: As R(\, B pg) is a bounded operator, we only have to see that T is
compact.
Let us consider the unit ball B of L'. We will show that

{5 (@, by) fly)dy - fe B}

is a precompact set .
Let us note that F'is bounded since

IF|| = supsep [y | fo~ (2, 9)b(y) f(y)dy|dz
< b(0)supsep Jy- 1FW)] fo (@, y)dady
< b0).

We have, for v € F', 1 >0, h > 0 and m,v(x) := v(z + h),

o = vllpoy < 0@ fo v(@ + by y) — (@, y)|dedy
< b(0) [°1f(y)] fo Lhdzdy
< bO)Lhl <e if h <

Ll’

where we have used that b(y) < b(0) and that ~ is lipschitzian .
We also have, for [ sufficiently large,

[vllLi00) = f If0 ) f(y)dy|dx
< Jo b)) [T vz y)dalf(y)ldy

< SUPeo00) (0(Y) [ Y2, y)dy) <,
where the last inequality is due to the following hypotheses (see Section 3.1)

1. VK Ve >0 3L > 0 such that if y < K then

/ Y(z,y)de <e
L

lim b(y) = 0.

Yy—oo
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4.2.2. The eigenvalue problem

Indeed, given ¢, let K. be such that
bly) <e if y=K.

and, for this K. let L be such that if y < K.

/Loo Y(z,y)dr < ﬁ

Then, if [ > L we have

b(y) /Zoo Y(z,y)de < b(O)b(g—O) =e if y<K,

b(y)/ Y(z,y)de <e if y> K.
l

By the standard compactness criterion in LP-spaces stated in Chapter 2 (see
Proposition 2.4.7) F is precompact, and so TR(\, B. pg) is compact. O

Now we proceed to state Lemma 4.2.6 which will be used in the proof of
Proposition 4.2.10 that is needed to prove Proposition 4.2.11.
In accordance with the notation of Section 3.3, p.(P, @, z) will stand for the
dominant eigenvalue of the matrix

—my(P) —z (1—¢)b(x)
(4.3)
xr —m2(Q)

From now on we will assume that for all ¢ > 0, P and @) are such that

ma(Q) < mi(P) + (1 — £)b(0). (4.4)

Now, we proceed to prove that condition (4.4) is necessary and sufficient
in order that the function u.(P,Q, ) has a maximum point and moreover
that this maximum point z(P, @), say, is always unique.

Lemma 4.2.6 Let u.(P,Q, ) be the dominant eigenvalue of the matriz (4.3).
The function pu.(P,Q,x) has a unique (strict) mazimum point z(P, Q) if and
only if hypothesis (4.4) holds.
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4.2.2. The eigenvalue problem

Proof: The characteristic polynomial of the matrix (4.3) is
ple,x,A) == N+ (2 +my(P) +m2(Q)) A+ (z +my (P))mao(Q) — (1 —&)xb(x).

Taking derivatives twice (with respect to z) of the equation p(e,z, \) = 0 we
obtain

(2N () +2) X (2) + (2A(2) + 2z +m1 (P) +ma(Q)) N (z) — (1 —¢) (xb(x))" = 0.
At a critical point &, X'(Z) = 0 and the former equation yields

(1-— 5)(xb(x))£
ONE) + & +my(P) + ma(Q)

As (:cb(a:))( < 0 (see (1.11) and hypotheses of Section 1.2) and
2M(Z) + T + my(P) + ma(Q) > 0 we obtain that \"(z) < 0, that is, any
critical point is a maximum, which implies that the continuous function A(x)

has, at most, one critical point.
On the other hand, since

N (F) =

A(0) = —min(my(P), my(Q)) > lim A(z) = —ma(Q),

r—00

we can conclude that A\(x) will have a maximum point if and only if A'(0) > 0.
Taking derivatives once of the equation F'(x, \) = 0 gives, if m;(P) # m2(Q),

“M0) — ma(Q) + (1 — ) (ab(a))]
bmo = 20(0) + my (P) + ma(Q)

min(my (P), ma(Q)) — ma(Q) + (1 — £)b(0)
[my (P) —ma(Q)] .

=0

N ()

Therefore, if my(P) > mo(Q) then

_ (1=2)b(0)
=0T my(P) — ma(Q)

and if mo(Q) — (1 — £)b(0) < my(P) < mz(Q) then

N(z) >0

(1 —¢)b(0)
ma(Q) —my(P)

Finally, the case m;(P) = my(Q) gives lim, o+ N'(z) = 400 and the state-
ment is proved. O

> 0.

)\/(x)|x:0 = _1 +

103



4.2.2. The eigenvalue problem

Let us remind that we wanted to see that A. po (defined in (4.2)) satisfies
the conditions of Theorem 4.2.3. We have already seen that A, p¢ generates
a positive analytic semigroup.

We would like to apply Theorem 2.4.6 to ensure that s(A. pg) is a pole of
finite algebraic multiplicity of the resolvent operator R(\, A. pg).

Let us note that the only hypothesis of Theorem 2.4.6 (of the hypotheses that
are necessary to obtain that s(A. pg) is a pole of finite algebraic multiplicity
of R(\, Az pg)) that we have not proved yet is the inequality s(A:pg) >
S (B57 p7Q).

In order to do it let us first write down some results from [58].

Definition 4.2.7 [58/ A linear closed operator B on an ordered Banach
space X with closed conver cone X, is called resolvent positive if the
resolvent set of B, p(B), contains a ray (w, co)such that R(\, B) is a positive
operator for all X > w.

Definition 4.2.8 [58/ Let A = B+C where B is a resolvent positive operator
and let C': D(A) — X be a linear operator such that the operators

F(\) = CR(\, B)

are positive for X\ in a ray (a,00) C p(B). Then C is called a positive
perturbator of B.

Theorem 4.2.9 [58] Let X be an ordered Banach space with normal and
generating cone X, and A = B + C be a positive perturbation of B. Let
sprF'(X\) denote the spectral radius of F(X). Then sprF(\) is a decreasing
convex function of X and exactly one of the following three cases holds:

i) sprE'(X) > 1 for all A > s(B). Then A is not resolvent positive.

ii) sprE'(X) <1 for all A > s(B). Then A is resolvent positive and s(A) =
s(B).

iii) There exists Ay > Ay > s(B) such that
sprF(Aa) < 1 < sprF(Ay).

Then A is resolvent positive and s(B) < s(A) < oo. Further the spectral
radius of F(\) is a decreasing, log-convex function of X > s(B)) and
s(A) is characterized by

sprF(s(A)) =1, 1€ a(F(s(A))).
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4.2.2. The eigenvalue problem

Proposition 4.2.10 Let A. pg and B.pg the operators defined in (4.2).
Then S(Aap’Q) > S(B&RQ).

Proof: First notice that B, p is resolvent positive because it generates a
positive (analytic) semigroup (Proposition 4.2.4). As T'is a positive bounded
operator we have that A, pg = B. pg + €T is the generator of a positive
(analytic) semigroup. Since the resolvent of an operator A is expressed by
the semigroup, T'(t), generated by A, by

R(\A) = / h MNT(t)dt

for A > w(A) (see [45]) we obtain that R(\, A. pg) is a positive operator for
A > w(Aeng)(= 5(Aerg)

Hence, case i) of Theorem 4.2.9 is discarded and so there exists Ao such that
sprF'(A2) < 1, where F(A) := eTR(\, Bz pg)-

Therefore we only have to prove that there exists A > s(B. pg) such that the
spectral radius of the operator F'(\) is bigger than or equal to 1.

Since by Proposition 4.2.5 the operator TR(\, B pg) is compact, it spec-
trum o (T R(\, B: pg) is not empty. Then s(TR(X, B: pg) € o(TR(\, B: pg)
(because the spectral bound of the generator of a positive semigroup on a
Banach lattice belongs to the spectrum of the generator unless it is empty,
(see [45] p. 292).

We are reduced to prove that s(eT'R(\1, B: pg) > 1 for some A\; > s(B: pg)
(because it implies spr(F(\) > 1)).

Computing explicitly TR(\, B; pg) we obtain

TR\, B.po) ( / ) _

g
oo yf(y)
e (T T+ @) = =990
= (A +mi(P) +y)g(y)
" (A +mi(P) +y) (A +m2(Q)) — (1 - é‘)yb(y))dy

0

Applying the characterization (3.4) yields that it suffices to prove that there
exists f(xz) > 0, (f(z),0) € D(Be pg) such that

/0 N %w W) f(y)dy > 1) (4.5)
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4.2.2. The eigenvalue problem

where p(e, A, y) := (A +m1(P) +y) (A + ma(Q)) — (1 — €)yb(y).
Let us choose f(x) := X[z—sz+s), 0 to be chosen and & satisfying

p<87 S(BE,P,Q)a i.) = 07

%p(€7 )\7 y) |(€7S(BS,P,Q)7Q) = O

The existence of this Z is guaranteed by the fact that the function
x — pe(P, @, x) has a strictly positive maximum point (see Lemma 4.2.6).

Substituting f(x) in (4.5) yields

z+0
eyb(y) . X
———(x,y)dy > 1 for x€|x—4 1+
/235 P(& )\1,9)7( y) v [ ]

As y(z,y) is a strictly positive continuous function, there exists a constant
K such that vy(z,y) > K > 0 for (z,y) € [ — 6,2 + 6]> and any § > 0 (such

that 6 < z).
Therefore,
i+s  €yb(y) s+s  €yb(y)
= y(x,y)dy > [ ————Kd
0 p(e,Al,y)V( )y 5 peAny)
yb(y)

> 20e K min,ciz_s5.15 ——t—-.
- velr=oi+d p(e, A\, y)

So, the inequality (4.5) is implied by
20eK  min —PW o (4.6)
yeli—0.a+3] p(e, A1, y)

If, for every fixed e, we develop by the Taylor formula p(e, \1,y) (as a
function of the two last variables) at the point (s(B: pg),2) we have, for any
y € [& — 0,% + d] and for some z such that |z — 2| < |z — y|,

p(e;Ay) = k(= s(Bepq)) + (M — (B pg))

— 2 (yb(y))"(2)(y — 2) + (A — 8(B-po))(y — 1)

< (ki +6)(M — s(Bepg)) + k202 + (M1 — s(B-pg))?

where k1, ky are constants.
So choosing 6 ~ (A — S(B€7P7Q))% for A1 close enough to (and bigger than)
s(Be,pg) the inequality (4.6) holds.

O
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4.2.2. The eigenvalue problem

Proposition 4.2.11 Let A.pg be the operator defined by (4.2). Then
s(Acpg) is a pole of finite algebraic multiplicity of R(\, Acpg).

Proof: By Propositions 4.2.4, 4.2.5, 4.2.10 and the first part of Theorem
2.4.6 in Chapter 2. O

So far, we have proved that A, p generates a positive analytic semigroup
and that s(A. pg) is a pole of finite algebraic multiplicity of the resolvent
operator of A; pg.

If we prove that the semigroup generated by the operator A. p is irreducible,
then, by Theorem 4.2.3 we obtain the existence of a simple strictly dominant
eigenvalue of the operator A, pg.

To prove the irreducibility we will first formulate a result that ensures
the irreducibility, under some hypotheses, of a certain perturbation of a gen-
erator of a positive semigroup.

The perturbation by a bounded operator of the generator of a semigroup
generates a semigroup ([48], [45]...). The perturbation by an unbounded op-
erator of the generator of a semigroup does not always generate a semigroup.
However, there are some cases, under some additional hypotheses, when it
does, like, for instance, in the following result of Voigt, that we will use next.

Lemma 4.2.12 [61] Let E be a real AL-space. Let A be the generator of a
positive Cy semigroup on E. Let B : D(A) — E be a positive operator and
assume that there exists X > s(A) such that |B(\ — A)~!|| < 1. Then A+ B
s the generator of a positive semigroup.

An AL-space (abstract L-space) is an L-normed Banach lattice, where an
L-norm is a lattice norm x — ||z|| on a vector lattice, E, that satisfies the
axiom

lz+yll = llzll +llyll (2,5 € B+ (the positive cone))

(see [55]).

The former result of Voigt works only when the space is an AL-space. Oth-
erwise there are counterexamples given by Arendt in [3].

Let us now formulate the result about the irreducibility of a certain pertur-
bation of a generator of a positive semigroup.

Theorem 4.2.13 Let B be the generator of a positive semigroup in an AL-
space X. Let K : D(B) — X be a positive operator and assume that there
exists Ao > s(B) such that | KR(\o, B)|| < 1 (where R(\, B) is the resolvent
operator of B) and that the operator K R(\o, B) is irreducible. Then B + K
18 the generator of a positive irreducible semigroup.
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4.2.2. The eigenvalue problem

Proof: The fact that B + K generates a positive semigroup follows from
Lemma 4.2.12.
Let us consider arbitrary f € X, ¢ € X* (dual space of X) such that f >0,
¢ > 0. As R()\o, B) is positive, R(\g, B)* is also positive and its kernel reduces
to {0}. So R(Ao, B)*¢ > 0 and since by hypothesis K R(\g, B) is irreducible,
there exists m such that

0 < ((KR(Xo, B))"™f, R(Xo, B)"¢) = (R(Xo, B)(K R(Xo, B))™ f, ¢)-

As [|[KR(\o, B)|| < 1 we can write

1

R(\o,B+K) = R(\,B)(I—KR(X\,B))"

= R\, B) >0, (KR, B))".

807 <R()\07 B + K>f7 ¢> = ZZO:O<R(KR)nf7 ¢> > 07 i'e'7 R(A()a B+ K)f
is a quasi-interior point of (L*)* and therefore, the semigroup generated by
B + K is irreducible.

O

Proposition 4.2.14 The semigroup generated by the operator A.pg (de-
fined in (4.2)) is irreducible.

Proof:
In order to prove the result we have to consider a different decomposition
of A. pg, namely,

—my(P)—z (1—¢)b(x)
0 —ma(Q)

0 e f()oo b(y)7($v y)

T 0

_|_

The resolvent operator of BE, p,o can be computed explicitly

1 (1 —e)b(z)
R A+ my(P)+2z) (A+mi(P)+x)(A+me(Q))
R(/\, BE,P,Q) = .
! M (@)
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4.2.2. The eigenvalue problem

It is easy to check that for Ay big enough || T.R(Ag, Bz pgo)|| < 1.

Let us show that the operator T, R(\, B. pg) is irreducible.

Let us consider a closed ideal .J of the Banach lattice X = L'(0,00) x
L'(0,00). We will assume that T.R(\o, B. pg)J C J and we would like to
prove that then, either J = {0} or J = X.

Obviously T.R(\o, Be.pg)J C J = TeR(Mo, Bepo)(JNXT) C J.

On the other hand, if we assume that T.R(\o, B..po)(J N XT) C J, as for
all u € J we have the decomposition u = u* — v, with ut,u™ € JN X+
(where ut = sup(u,0), u~ = sup(—u,0), the positive and negative part,
respectively), then

T.R(X\o, Be.po)u = T.R(N\o, B po)u™ — T.R(\o, Bepo)u™ € J,
that is,
T.R(\o, B-po)(JNXT) C J = T.R(No, B.pg)J C J.
Therefore
T.R(\o, Bepg)J C J < T.R(N\o, B.po)(JNXT) C J. (4.7)

In the Banach lattice L'(0,00) each subset S of (0,00) determines a closed
ideal
Js={f€L'(0,00) st fig=0 ael,

and conversely, every closed ideal has this form (see [55], III, §1).
Then

J = JsxJsg, = {feL'(0,00) st f, =0 ae}
x {fel'0,00) st fig, =0 aec}

for some subsets S; and Sy of (0, 00).
u

Let us assume that for arbitrary ( v ) e J N X7 necessarily

T.R(Xo, B-.pg) ( ; > el (4.8)

If we prove that then, either J = {0} or J = X then by (4.7) we will obtain
that T.R(X\o, B pg) is irreducible.
So, by assumption (4.8) we have

/ b(y)y(z,y)v(y)dy =0 for almost every z € Sy, (4.9)
0
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4.2.2. The eigenvalue problem

and
xu(x) n (1 —e)b(x)v(x)
(Ao +mi(P)+z) (Ao +mu(P) + ) (Ao +ma(Q))
(1 —e)b(x)v(x)
(Ao +mi(P) + x) (Ao + m2(Q))

L —0 ac. (4.10)

Since v(z) € Jg,, we have [

then (4.10) yields

} =0 a.e. and
|5y

zu(x) B
[()\0+m1(P) o), =0 ae (4.11)

i.e. u(x) = 0 almost everywhere in Sy. That is, we have that for all u €
Js, N(L')* (so, it satisfies u, = 0 a.e.) also uj;, = 0 a.e. holds. This implies

S, C 8. (4.12)

Moreover, since, v(y) > 0, then (4.9) implies that either S; has zero measure
or v(x) =0 a.e. in (0,00) and so Sy = (0,00). Then, by (4.12) we have that
either S; and Sy have both measure zero or S; = Sy = (0, 00), and therefore
cither J = X or J = {0}, that is, T.R(\o, B:.pg) is irreducible.
Finally, by Theorem 4.2.13 we obtain that the semigroup generated by the
operator A, pg is irreducible.

O

We can now give the theorem that ensures the existence of a simple
strictly dominant eigenvalue of the operator A, p¢o defined in (4.2).

Theorem 4.2.15 The spectral bound of the operator A. pg, s(Acpg), is a
strictly dominant eigenvalue of algebraic multiplicity one and its correspond-
ing eigenfunction is strictly positive.

Proof: Since A, p is the generator of a positive analytic semigroup, the first
statement is given by Proposition 4.2.11, Proposition 4.2.14 and Theorem
4.2.3.

By Theorem 2.4.14 in Chapter 2 we obtain existence of an eigenfunction of
s(A. po) which is a quasi interior point of the positive cone of L'(0,00) x
L'(0,00), that is, a strictly positive function almost everywhere. O

Theorem 4.2.16 The dominant eigenvalue s(A. pg) of the operator A. pg
is the only eigenvalue of A; pg such that the corresponding eigenfunction is
positive.

Proof: Applying Theorem 2.4.16. O
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4.2.3. Steady states

4.2.3 Steady states

In this subsection we will show the existence, under reasonable hypotheses,
of a family of equilibrium solutions of System (4.1). Moreover we will show
that, when the probability of mutation (¢) tends to zero, the equilibrium
solution tends to concentrate at the ESS value of the maturation age model
(1.1). We will apply the results of Sections 3.3 and 3.4.

For ¢ € (0,1) and positive P and @ let s(A: pg) = (P, Q) be the domi-
nant  eigenvalue  of the linear  operator A.po and let
U pq(r) = (ulpo(x),u?po(x)) be the corresponding normalized positive
eigenvector. Then the equilibria of System (4.2) will be given by (P+Q)u., po(z)
where P and () are the solutions of

)\E(P7Q) = 07
(4.13)
U.(PQ) = 0,

where

o Jo wlpglr)dz P
\Ijs(Pu Q) T fooo UE’P’Q(I‘)d.% - @

For £ = 0 we can consider System (4.2) as the following system in R?

Uy u —my(P)—z  b(x) u
SR\, @
t 2 (4.14)

For positive P, @ and x let ug(P, @, x) be the dominant eigenvalue of the
matrix By po(x) and let 1o po(r) = (uy po(x), ug po(x)) be the correspond-
ing normalized positive eigenvector.

Let us define fig(P,Q) = max, uo(P,Q,z) = pu(P,Q,z(P,Q)) and

ﬁo,p’Q = ﬁo}RQ(Q?(P, Q)) .
The equilibria of the following system

Ut u

= Bo,ro(z(P,Q))

V¢ v

will be given by (P + Q) pg where P and () are the solutions of
/jl’()(Pu Q) = 07

\IJO(PaQ) = 07

(4.15)
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4.2.3. Steady states

1
where o (P, Q) = up,po(@(P,Q)) B B

u(Q),P,Q(x(Pa Q) Q
Let us give some lemmas that we will need in order to prove the existence
(for € > 0) of steady states of System (4.2) and to describe their behavior
when € goes to zero.
Let us recall the definition of strongly irreducible operator.

Definition 4.2.17 Let X be a Banach lattice. A positive bounded linear op-
erator B is strongly irreducible (B > 0) if Bf is a quasi-interior point
forall f € Xt f#£0.

Remark 4.2.18 A strongly irreducible positive operator is called strictly pos-
itive in [2].

Proposition 4.2.19 [2] Let Ay, Ay be resolvent positive operators with dense
domain such that

0 < RN\ AL < RN Ay)  for A>maz {s(A1,s(A42))}.
Assume that
a) Ay # Ay and
b) s(A;) is a pole of the resolvent of A;, i =1,2.
Then s(A1) < s(As).

Lemma 4.2.20 The dominant eigenvalue of the operator A. pg (defined in
(4.2)), Ae(P,Q), is a continuous strictly decreasing function with respect to
P and Q.

Proof:

Let us first prove the continuity of \. with respect to P.
Let us consider Py, P, such that |P, — P| < 4.
We can write A. p, g = A: p, o + L where

ml(PQ) — ml(Pl) 0
I —
0 0
Using Theorem 2.4.22 in Chapter 2 we have
0(Acp@ Acpo) < NI

112



4.2.3. Steady states

and applying the results of continuity of a finite system of eigenvalues (see
[31] pag 213) we get the continuity of A\. with respect to P.
The same reasoning applies to prove the continuity with respect to Q).

We proceed now to show that A.(P, Q) is decreasing with respect to P.
Let P, < P,. Since m; is a strictly increasing function we have for all ¥(z) > 0,

Ae’thﬁ(fL’) Z A&pQ’Ql_J)(.T) (416)

and A&th 7é A57p27Q .
Since, for any closed linear operators A and B,

R(\ A) — R(\, B) = R(\, A)(A— B)R(\, B)

holds whenever D(A) = D(B) and A > max(s(A),s(B)), inequality (4.16)
implies R(\, Ac p.g) > R(N\, Acp,.0)-
As by Proposition 4.2.14 the semigroup generated by A p, o is irreducible
(and therefore its resolvent is strongly irreducible) and by Proposition 4.2.11,
s(Ac p,g) is a pole of the resolvent of A, p g, Proposition 4.2.19 implies
Aa(Pla Q) > )\a(P27 Q)
Obviously, the same proof applies for the dependence of A\. on Q).

O

The following is a somehow parallel result to the previous one for the ¢ =0
finite dimensional associated problem (4.14).

Lemma 4.2.21 Let puo(P,Q,x) be the dominant eigenvalue of the matrix
Bo,pq(x) defined in (4.14). Let fio(P, Q) = max, puo(P, Q, ).
Then [ig(P, Q) is a continuous, strictly decreasing function of P and Q.

Proof: Computing explicitly uo(P, @, x) we have

ol P.Q,2) = 5 (~(m(P)a-+ma(Q)) 4/ G (P) + & — mal Q) + 4b())

which is a continuous function of P and Q.
Since the maximum of uo(P, @, x) with respect to x is unique, fio(P, Q) is a
continuous function of P and ().

In order to check the monotonicity we compute the partial derivatives of
fio( P, Q) with respect to P and ) that are

Ofio(P, Q) _ o Ofig(P, Q) _ o
oP OP’ Q) 0Q’
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aMO(Panx(P7 Q)) =0.

T
If we denote by F(P,Q, o, ) the characteristic polynomial of By po(z),
taking implicit derivatives of the equation F'(P,Q, o, z) = 0 with respect to
P and () we obtain

where we have used that

o —my(P)(po(P, Q. x) + ma(Q))

oP 2u0(P,Q, 7) + x + my(P) +ma(Q)’
o —mh(Q) (mo(P,Q, ) + 2 +my(P))
Q) 2010(P, Q, ) + 2 +my(P) +ma(Q)

Since /Lo(P, Q,.T) + m2(Q) > 07 Mo(P,Q,I> + T+ ml(‘P) > 07
2u0(P, Q,z) +x+myi(P)+ma(Q) > 0 and the mortality rates are increasing
functions we conclude that Otto <0and — <0.

oP aQ _

We proceed with the study of the solutions of System (4.2) when € goes
to zero.
In order to be able to apply the results of Section 3.3 we need the following
lemmas.

Proposition 4.2.22 Let 4. pg(x) be the (normalized positive) eigenfunction
corresponding to the dominant eigenvalue A\.(P,Q) of the operator A.pg
given by (4.2). Let po(P,Q,x) be the dominant eigenvalue of the matriz
By po(z) defined in (4.14) and let x(P, Q) be the point where the mazimum
of no(P,Q, ) is attained.

There exists a bounded interval of (0,00), K, with x(P,Q) € K and such
that

Je il po(@)de == 0 i=1,2,

uniformly with respect to P and ) on compact sets.

Proof:

By Proposition 3.3.1 we have A\.(P, Q) == 1o(P, Q, z(P,Q)) > uo(P,Q, x)
for all x.
Let us take an open interval K containing z(P, Q) and ¢y such that for
0<e<eyand x € K¢

)\E(Pv Q) > /’I’O(PJ Qv'r) = Sup{/"’ eER: B()(P,Q7.T)17 > :uﬁ
for some 0 < v € R?}.
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Here we understand A\g(P, Q) = uo(P, Q, z(P,Q)).
Then for € < gy and for all x € K¢, there exists ¢ € {1,2} such that

(Bo(P,Q, 2)uc pg(x))’ — A(P,Q)ul po(x) < 0. (4.17)
As for i = 2 we have
(BO(Pa Qa x)ua,P,Q(x))z = (AE,P,QUE,P,Q<3:))2 = )\E(P7 Q)UE,P,Q(‘T) (418)

the inequality (4.17) must hold for i = 1.
So, for x € K¢, using (4.17) and (4.18),

0 = ((Acpo — A(P,Q))uc po(z))’
= (B.pa@)uepo@) — A(P,Q)ul po(z) + £(Tuepo(x))’

< (Bo(P,Q,2)uepo(x) — A(P.Q)ul po() +&(Tuepg())’

zb(x
= (—ml(P)_x‘i‘WS_ZnQ(@_)\EvaQ)uéP,Q(x)

+ e by (e, y)ul po(y)dy
(4.19)
where we have used (4.18), (that is (B, (P, Q, l’)U&P’Q(I'))Q = A\ (P,Q)ul po(x),
xu;P,Q(x)

. 2 _
l.e., Ue’p,Q@j) T A (PQ)+m2(Q)

((Bepo(@)uerg()' < (Bo(P,Q, 2)ucpq(x))".

) and the inequality

Since

. xb(z)
A m ) = ) @)

and

—A(P,Q)) = —o0

. xb(x)
gy (= (P) =24 S O @)

(because A\ (P, Q) = s(A:.pg) > s(Bepg) > p=(P,Q,x) > —min(m; (P), ma(Q))
see the proof of Lemma 4.2.6), both limits uniformly with respect to e, P
and @ (on compact sets), and using (4.17), the Weierstrass theorem and the
continuity of A\.(P, Q) with respect to ¢, P, ), we obtain that

xb(z)
(P, Q) +ms(Q)

—A(P,Q)) = —mi(P) = A(P,Q) <0

—mi(P) a4 5 ~A(P,Q) < —C
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4.2.3. Steady states

for a constant C' > 0 independent of € € [0,&¢) and P, in a compact set
contained in the region defined by hypothesis (4.4).
Therefore, inequality (4.19) implies

0< ~Clpgla) +2 [ b o)l polu)dy
0

Integrating with respect to x in K¢ the last inequality we get

0 [ ulpola)dr+e / / b(y) (. 9)u? po(y)dyda > 0.
Ke cJO

As [ie (@, y)de < 1, b(y) < b(0) and [§™ w2 po(y)dy < 1, then

/ . /000 b(y)y(x, y)ul po(y)dydz < b(0).

So —C [cul po(x)de +eb(0) > 0 and thus

e—0

fKCuéP’Q(x)dx = 0.

For the second component applying the equality (4.18) in (4.19) (in this case

Ae,p.o+ma(Q) u2
xr €7P7

that ul po(z) = o(x)) we get

- xr

) < (“ml;ﬂ(&(ﬂ Q) + ma(Q)) +b(x)_AE<P,Q)<AE<P,Q>+m2(Q>>)ugRQ(x)

+ o b(w)y (@, y)u? poly)dy.
(4.20)

Using again (4.17), the Weierstrass theorem, the continuity of A\ (P, Q)
with respect to ¢, P, ), and the fact that

i (u(2.Q) +ma(@) (AP ) <o
tim ((0(P.Q) + ma(@)) (“ I AABLY gy ) = o

(where again we have used that A\.(P, Q) = s(A. pg) > s(B:pg) >
IUE(Panx) > _mln(ml(P)va(Q)))7
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4.2.3. Steady states

we obtain that

<—m1(P) B x(/\E(P, Q)+m2(Q))+b(x)—/\€(P’ Q)()\E(P7 Q) +m2(Q))> < _C

T T

for a constant C' > 0 independent of € € [0,eq) and P, Q in a compact set

contained in the region defined by hypothesis (4.4).
By the same argument as for the first component we obtain the convergence.
O

The following result gives the existence of stationary solutions of System
(4.2).

Theorem 4.2.23 Let us assume that the conditions

m2(0) < max, (mf?éﬁx>

(4.21)

mo(0c0) > max, (mlx(’;(ow))ﬂ)

hold. Then, for e small enough there exists a solution (P, Q) of (4.13) and
therefore a mnontrivial —equilibrium of System (4.2) (of the form

(PE + Q5)657P57Q€ (:U))
Moreover, it satisfies

—0
PEE POv

QE LO QOu
where (Py, Qo) 1is the solution of (4.15).

Proof: We have seen in Lemma 4.2.20 and Lemma 4.2.21 that the functions
Ae(P, Q) and [ip(P, Q) are strictly decreasing with respect to P and Q.
Then, their zero level curves define functions @ = g.(P) and @ = go(P).
From the continuity of g., go and Proposition 3.3.1 we can say that

9e(P) == go(P).

The solution set of System (4.13) is the intersection of the zero level curve of
U, (P, Q) with the graph of the function g.(P) and the solution set of System
(4.15) is the intersection of the zero level curve of ¥o(P, Q) with the graph
of the function go(P).
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4.2.3. Steady states

The statement of the proposition will be proved showing that a family of
zeros of the function

D (P) := Jo tpgp(@)dr P
‘ fooo uz7p7gE(P)(:v)dz g-(P)

tend, when e goes to zero, to the zero of the function

_ Uopge)(@(Pgo(P) P
BotF) = u(%,P,go(P)(x(P7 9(P)))  go(P)

By Theorem 3.3.4
Iy u; polz)dz = up po(@(P,Q))
fooo UE,P,Q(x)dx — U%,P,Q(x(Pa Q))
So ®.(P) <=5 &y (P).

Then by Lemma 2.5.13 in Chapter 2 it only remains to show that ®y(P)
changes sign and that the zero is isolated.

In Chapter 1 it was shown that there exists P such that ®y(P) = 0
because it corresponds to a solution (Z, Py, Qo) (where & = x(Py, Qo)) of
(4.15) which, recall, is the following system

fio(P,Q) = 0,
\I’o(Pa Q) = 0,
that is, an equilibrium solution of the system
Uy —-my(P)—z  b(x) U
v B T —may(Q) v

for an evolutionarily stable parameter value z.

We will finish the proof showing that ®((P) is a strictly decreasing func-
tion.
An explicit computation of the eigenvector gives

By(p)_ Me0o(P) P

a (P, go(P))  go(P)
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4.2.3. Steady states

Since go(P) is a strictly decreasing function we only have to show that
z(P, go(P)) is a strictly increasing function.
Taking implicit derivatives with respect to x of the equation
F(P,Q, po,x) = 0 (where, as in the proof of Lemma 4.2.21 F(P,Q, o, )
denotes the characteristic polinomial of By pg(z)) we obtain that

o % !
8_:6 - a—P - 8_:6 B 20 —|—m2(Q)
op (xb(x))” oQ (xb(x))” '
.. . 8#0 Ho .
From the explicit computation of 9P and % in the proof of Lemma 4.2.21
" ox ox
and the fact that (zb(z))” < 0 we conclude that 3 0 and 20 < 0, and
from this we obtain that
0x(P,go(P)) 0Ox 0w '(P) >0,

op 9P aQ”
and the proof is complete.
O

Theorem 4.2.24 Let jo(P,Q,x) be the dominant eigenvalue of the matrix
Bo.po(x) defined in (4.14) and let Uy pg(x) be the corresponding normal-
ized positive eigenvector. Let x(P,Q) be the point where the mazimum of
po(P,Q, ) is attained. Let (Py, Qo) be the solution of (4.15). Let us denote
by {t.(x)}es0 the family {(P: + Q:)Ue p. o.(%)}e>0 of stationary solutions
given by Theorem 4.2.23. Let us denote by & the value x(Py, Qo).

Then

e—0

t:(x) — (Po + Qo)tio,r,,qQ0(£)0z
i the weak star topology.
Moreover, for any bounded interval of (0,00), K, containing z,

Jicetip g (x)de =5 0 i=1,2.

Proof: Let us note that in Chapter 3 P. + ). and that Py + (g are called ¢,
and ¢g respectively. By Proposition 4.2.22 we have the existence of a bounded
interval K satisfying that [.. ul p o (z)dz 20 oi=1,2.

Since we are in the hypotheses of Sections 3.3 and 3.4, Theorem 3.4.3 gives
the convergence of ..

By Lemma 2.5.7, the second part of the statement follows. O

Summarizing, under reasonable hypotheses, we have proved (as for the
model in Chapter 2) the existence of a family of equilibrium solutions . ()
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4.3. Finite dimensional predator prey model

of System (2.1) that, when the probability of the mutation (g) tends to
zero, tend to concentrate at the ESS value & of the finite dimensional age
at maturity model (1.1). Moreover, the total population at equilibrium of
System (2.1) (the integral of u.(x)) tends to the equilibrium of (1.1) for the
value Z of the parameter.

4.3 Finite dimensional predator prey model

4.3.1 Introduction

The rest of the chapter will be devoted to the application of the convergence
results for the equilibria of some (abstract quasilinear) equations obtained in
Section 3.4 to a predator prey model.

We consider a general predator prey Rosenzweig-MacArthur model consisting
on two ordinary differential equations depending on a parameter x (that will
be considered an evolutionary variable) and such that the so called “func-
tional response” (defined by Solomon in [57] in terms of the relationship
between the number of prey consumed per unit of time per predator and the
prey density) will be given by a Holling’s type 2 functional response (see [26],
[52], [37]).

We will find necessary conditions to guarantee existence and uniqueness of
a globally asymptotically stable non trivial equilibrium and also necessary
conditions to guarantee existence and uniqueness of a convergence stable evo-
lutionarily stable strategy value of the phenotypic variable.

4.3.2 Description of the model

Let f(t) denote the number of individuals of a prey population at time ¢ and
u(t) the number of individuals of a predator population at time ¢, feeding on
the former.

Let us assume that in absence of predators, the prey population follows a
logistic growth law, i.e.,

f'=af —uf?

where a is the intrinsic growth rate of the prey and p the competition coef-
ficient among preys.

The parameter x will denote the “index of activity of the predator population
during daytime”. We assume that the searching efficiency of the predator will
depend on the parameter = in an increasing way. It will be denoted by §(x).
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4.3.3. Ecological Dynamics

We also assume that the mortality rate of the predator population will de-
pend on the parameter x in an increasing way due to a bigger risk of being
captured by another predator when the index of activity is bigger. It will be
denoted by d(x).

Predation rate is simulated using the Holling’s “disc equation” of functional
response, i.e., the expected number of prey consumed by a predator during
a hunting session is given by

B
P 1+ B(a)hf

where h is the time spent handling individual prey.

This comes from the following argument : the number of prey consumed by

a predator during a hunting session depends on the searching efficiency, the
time spent searching (we denote it by s) and the number of prey, i.e.,

fp = B(x)sf. (4.23)

As the total time t is the searching time plus the handling time times the
prey consumed,

(4.22)

t=s+hf,, (4.24)

isolating s in (4.24) and substituting it in (4.23) we obtain (4.22).
Therefore, the rate of prey consumption by all predators per unit time is

fou _ Bx)fu
t 1+ p(z)hf
Finally, let us denote by « the energy that the prey consumption gives to

the predator.
The following system of ordinary differential equations models the population

P = o) - 20 p0,
(4.25)
W) = (ap gt — dw)ul)

where 3(x) and d(x) are increasing bounded functions of x, satisfying 5(0) =
0 and d(0) = d > 0 whereas a, p, h and z are positive numbers.

4.3.3 Ecological Dynamics

In this section we are going to study the equilibria of System (4.25) and its
stability.
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4.3.3. Ecological Dynamics

EQUILIBRIA

In case of zero predator population (v = 0) we obtain two equilibria that
are (0,0) and (£,0).
In case of non zero predator population, from the second equation of (4.25)
we obtain that the equality

_B@f
1+ p(x)hf

must hold. Isolating f we obtain the first component of the third equilibrium
point which is

d(x)

dw)
3) (o — d(x)1)

As f denotes the prey population, we are only interested in positive equilibria.
Let us note that (4.26) is positive if and only if

fz) = (4.26)

a > d(z)h. (4.27)

Substituting f in the first equation of (4.25) (and assuming f # 0 because
otherwise we would obtain the trivial equilibrium again) we derive the second
component of the third equilibrium point which is

_ a(ape)(a — d()h) - pd(z))
B(x)*(a — d(x)h)”

Let us note that u is positive if and only if af(z)(a — d(x)h) — pd(x) > 0,
that is,

(4.28)

aB(a)d(x)h + pd ()
a > 300 , (4.29)

or, equivalently,

(4.30)

Remark 4.3.1 Hypothesis (4.29) includes the hypothesis o > d(x)h because

aB(@)d(@)h + pd()
() > d(z)h.
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4.3.3. Ecological Dynamics

Remark 4.3.2 A necessary condition in order that there exists x satisfying
a

(4.27) is d(0) < 7

A sufficient condition in order that there exists x satisfying (4.29) is

gd(oo) < B(c0)(a — d(co)h) (4.31)
where (3(00) 1= lim, . B(x).
Note that (4.31) is equivalent to d(oo) < 7i a so it implies d(0) < a
+h h
a3(c0)

Therefore we have obtained, three equilibrium points of System (4.25),
namely,

(fl’ul) = (070)7

<f27u2) = (;70)7

d(z) a(ap(z)(a — d(x)h) — pd(z))

(fs,us) = (ﬂ(ﬁ) (Oz _ d(x)h) ’ ﬁ(l‘)Q(OK — d($)h)2

).

LOCAL STABILITY

The differential matrix of System (4.25) is

g Bl __B@)f
I A R T R B
af(e)u ()]

T @ire 11 p@ny

The matrix D evaluated at the equilibrium point (fi,u;) = (0,0) has eigen-

values A\; = a and \y = —d(z). Therefore the trivial equilibrium point is
unstable.
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4.3.3. Ecological Dynamics

The matrix D evaluated at the equilibrium point (f2,u2) = (£,0) is

a
Blx)=
—a — p
a
1+ B(x)h—
1
a
af(z)—
0 £ 7 — d(x)
14 B(x)h—
Let us note that under the hypothesis (4.29) (of existence of a positive interior
a
af(z)—
equilibrium point (f3,u3)), the eigenvalue Ay = —,ua — d(z) of the

former matrix is strictly positive and therefore we can conclude that the
equilibrium point (fs, ug) is unstable under the condition of existence of a
positive interior equilibrium point. Moreover, ( fs, u2) is asymptotically stable
whenever (f3,u3) is not positive.

Finally, computing the determinant of the differential matrix evaluated at

the point (f3,u3) we obtain (using that % —d(z) =0),
3
. B(z) fs af(z)us
det(Dy(fyus)) = (1 T ﬁ(m)hfg) ((1 T ﬁ(m)hfg)Q) > 0.
Computing the trace of the differential matrix evaluated at the equilibrium
point (f5, u3) (using that %—d(@ =0 and % =a—uf3)
we obtain
trace(D‘(f&uS)) = a—2ufz — (1 +ﬁﬂ(f1)7§tzf3)2
a(B(z)hfs) — pfa(1 +26(x)hf3)
1+ B(x)hfs '

It can be easily proved that under the condition

af(x)h(a — d(z)h)
a+d(z)h

the trace is strictly negative and then (f3,us3) is locally stable.
Therefore, we have proved the following
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4.3.3. Ecological Dynamics

Theorem 4.3.3 Let x € (0,00) satisfying

aB(x)h(a — d(z)h) aB(z)(a — d(z)h)
ardah T (@) '

Then System (4.25) has a positive interior locally stable equilibrium point.

GLOBAL STABILITY

In order to prove global stability of the interior equilibrium point ( f3, u3)
we will use the same argument as in Lemma 2 in [44].

—d(x)h
Lemma 4.3.4 Let us assume ahf3(z) < p < aﬁ(x)%

z € (0,00). Then the equilibrium point (fs,us) is globally asymptotically
stable in the open first quadrant.

holds for some

af(x)h(a — d(x)h)
a+d(z)h
(condition for the local stability of the positive interior equilibrium) holds

automatically.

Remark 4.3.5 Let us note that if p > ah((x) then p >

Proof: Let us consider the function
1+ B(x)hf
H(f,u) = ————-.
V)= s
Obviously if f > 0 and v > 0, H(f,u) > 0.
If we denote by
Ba)u
1+ B(x)hf

T
1+ B(z)hf

Gi(fu) = (a—pf- )f.

GQ(fv U) d(x>)u7

we have that

aB(x)h — p — 2up(x)hf
B)u |
0

Under the hypothesis y > ahf(z) we have that %(GlH) + %(GQH) <0

and by the Bendixson-Dulac criterion we will not have periodic orbits in the
first quadrant. This proves the lemma. O

57(GHH) + 5 (GaH) =

0 0
u
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4.3.4 Adaptive Dynamics

Let us remark that in model (4.25) the environment reduces to the prey
population number f and hence, it is one-dimensional. This allows us to
compute the evolutionarily stable strategy in a different way than the one we
used in Chapter 1 (see [42]) because when the environment is one-dimensional
the following result can be used

Proposition 4.3.6 [}2] Let ¢ be the function that gives, for every resident
population with evolutionary trait x, the environment f, for which it is in
ecological equilibrium, i.e. p(x) = fi, and X\(z,y) := A(fz,y) the fitness of
the mutant population.

If the environment is one-dimensional and f — A(f,y) is decreasing (in-
creasing), then T is an ESS if and only if the function ¢ has a mazimum
(minimum) in x = Z.

Let us note that in model (4.25) only the predator evolves. The fitness of
the mutant is given by

aB(y) fa
L+ B(y)hfs

This function is increasing with respect to f,. Indeed,

Nfey) _ aBy)
0 fa (L+ By)htfs)?

By Proposition 4.3.6 in order to find ESS we have to find minima of the
function x — f,, i.e.,

> 0.

d(x)
Bz)(a = d(x)h)

From now on let us assume that the functions involved in the model are such
that, for fixed f, the function

fz) =

_aBa)f
1+ B(z)hf

has a unique critical point which is an absolute maximum that will be denoted
by x(f) and moreover that there exists f such that

Mz(f), f)=0. (4.32)

r— AM/f,x) = — d(z)
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Let us denote z(f) := Z (and note that f = f()).

This hypotheses imply that the function f(z) has a unique absolute mini-
mum, and therefore, that the predator-prey system has a unique evolution-
arily stable strategy value.

Indeed, taking derivatives with respect to z in the equation A(z, f(z)) = 0
we obtain the equality

Ao(@, f(2)) + As(, f(2)) f'(x) = 0. (4.33)

Using that A, (z, f) = (0 and that X is strictly increasing with respect to f we
have that f'(z) = 0.

Taking derivatives with respect to x in (4.33) and evaluating at & we obtain
that f”(z) > 0, that is, Z is a local minimum point of f.

Finally, to show that Z is an absolute minimum point of f, let us assume
that there exists z1 # & such that f(z;) < f(Z), then

Ay, [(2)) 2 My, f21)) = 0 = Az, f(2))

which contradicts the fact that # is the absolute maximum of A(z, f).
Summarizing, we have proved the following

Theorem 4.3.7 Let us consider the values of x such that

aB(z)h(a — d(z)h) af(z)(a — d(z)h)
atrdmh P T (@)

(condition for existence of a locally stable positive equilibrium). Let us assume
that, for fived f, the function

_aBa)f
1+ B(z)hf

has a unique critical point which is an absolute mazimum that will be denoted
by x(f) and moreover that there exists f such that

= A/f,x) = —d(z)

Mz(f), f)=0. (4.34)

Then x(f) := & is an ESS of (4.25). Moreover, the ESS is unique.

Remark 4.3.8 Let us note that the ESS, &, is convergence stable because we
are in the hypotheses of Proposition 1.5.5 in Chapter 1.

127



4.4. Infinite Dimensional Predator Prey Model

4.4 Infinite Dimensional Predator Prey Model

4.4.1 Introduction

In this section we formulate an integrodifferential equations model by consid-
ering densities of the predators with respect to the evolutionary variable in
the ordinary differential equations predator prey model (4.25). We will apply
the results of Section 3.4. to the infinite dimensional predator prey model ob-
taining convergence (when the probability of mutation tends to zero) of the
steady states to a Dirac mass concentrated at the ESS value of the ordinary
differential equations predator prey model (4.25).

4.4.2 Description of the model

The model equations are:

( IS px)u(z,t)

Fit) = (a—pf(t)— [y de)f(t),

dule,t) WB@) O t) Bl )
o = T Bnr Tl YT s hr )
\ —d(z)u(z,t), .
.35

where u(z,t) denotes the density of predator individuals at time ¢ with
respect to the trait x that denotes, as in Section 4.3, the index of activity of
the predators during daytime.
B(x) and d(x) are, as in Section 4.3 increasing bounded functions of = €
0, 00) satisfying £(0) = 0 and d(0) = d > 0 and a, u and h are fixed positive
numbers.
Finally, v(x,y) is the density of probability that the trait of the mutant
offspring of a predator with trait y is x. The parameter ¢ stands for the
probability of mutation. As in the maturation age model in this chapter, v is a
strictly positive globally lipschitzian function that satisfies fooo Y(z,y)dz =1
and the improper integral converges uniformly with respect to y on bounded
intervals.

4.4.3 Existence and Uniqueness of solutions of the ini-
tial value problem

The model (4.35) can be written as
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4.4.3. Existence and uniqueness...

f f
= g (4.36)
where
g: RxLY0,00) — R x LY0,00)
u(z)
(@=nf=J5 md@f
(f,u) — __of(@) fulz)
e
oo aply)july
+e [y Az, y)mdy — d(@)u(z)
Our initial value problem is
I\ f
= g
u u (4.37)

(f(to), ulto)) = (fo, uo).

Local existence and uniqueness. Continuous dependence on ini-
tial conditions

As g is bounded and Lipschitz in the region |f — fo| < 01, ||u — ug|| < 09
for some 67, 9, small enough, Picard’s theorem gives us existence and unique-
ness of local solutions (f (), u(t)) for |t —tg| < tmax(fo,u) of the initial value
problem (4.37).

Moreover, if ¢pax(fo, o) < 0o then limy o || (f (), u(t))|| = oo
Unlike in the previous models, in this one we can use Picard’s theorem to
obtain existence and uniqueness of local solutions of the initial value problem.

The fact that g is a locally lipschitzian function also implies that, given
z(t) == (f(t),u(t)) and Z(t) := (f(t), 0(t)) two solutions of (4.36) with initial
conditions zy := (fo,up) and Zg := (fo, Uo) respectively, the inequality

| 2(t) — 2(t)||R><L1(0,oo) < lzo — 20||R><L1(07oo)6L‘t_t0‘ (4.38)
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4.4.3. Existence and uniqueness...

(where L is the Lipschitz constant of g¢) holds for all
[t — to] < min(tmax(20), tmax(Z0))-

Inequality (4.38) is proved using the integral equation formulation of the Ini-
tial Value Problem (i.e. z(t) = z0+fti g(z(s), s)ds) and Gronwall’s inequality
(for more details see, for instance, [25]).

From (4.38) we obtain continuous dependence on initial conditions of the
Initial Value Problem.

Positivity of solutions and global existence

Let us consider z;(t) := (f1(t),u1(t)) a local solution of the initial value
problem (4.37), with to = 0, fo > 0, up > 0. We claim that f;(¢) is positive.
Indeed, if we consider 7" = inf{t : f1(t) = 0} then (fi(t),u;(t)) is a solution
of the initial value problem

0 = a0 - e an £,
ouw.t) o aB@fOuet) e oBu)f@u(.D
o = U swhr Tl T )
—d(z)u(z,t),
| (T um) = 0w,
(4.39)

As z(t) = (fa(t),us(t)) where fo(t) = 0 and uy(t) = uy(T)e 4@ 1)
is also a solution of (4.39) it contradicts the uniqueness of local solution of
the initial value problem (4.39) (note that fi(¢) is not identically 0 because

f1(0) = fo > 0).

From the first equation

IS Bla)u(z,t)
O 1+ B@)hf(t)

we can see that if — < f(t) then f'(t) < 0. Therefore f(t) is bounded above
o

Fit)y = (a—pft) - da) f(t),

in [0, tmax] (and we have just seen that it is bounded below by 0).

So we have that, if fo > 0, the first component of the local solution of the
Initial Value Problem (4.37) is positive, and moreover, that the first compo-
nent of a solution of (4.37) is bounded for positive ¢.
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In order to prove the positivity of u, let us note that the equation

Ou(z,t) - af@)f(t)u(z,?) oo af(y)f(t)uly,t)
o = T T YT S Y
—d(z)u(z,t),
can be written as
u; = Au+ B(t)u, (4.40)
where
Au = —d(x)u,
o aB@) f(Hu(x) oo af(y)f()uly)
PO = 09T B T T G mrn
A local solution of the initial value problem
u = Au+ B(t)u,
(4.41)
u(0) = up.
satisfies the integral equation
u(t) = ey + /t e =B (s)u(s)ds (4.42)
0

(see [48]) where e is the positive semigroup generated by the operator A
(that satisfies |ed| < Me™?).

Since we have just proved that f(t) is positive and bounded, B(t) is a pos-
itive and bounded linear operator (for all ¢). Therefore, if uq is positive, by
(4.42) u(t) is positive.

So far we have proved existence and uniqueness of positive local solutions
of the initial value problem (4.37). In order to obtain global existence of
solutions of the initial value problem (4.37) we only have to prove that, if
tax < 00,

Jim[=(0)] < o0
where z(t) is a local solution of the initial value problem (4.37) defined in
(0, tmax)-
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We have already showed that the first component of a positive solution f(t)
satisfies lim sup,_, . f(t) < oo.
From (4.42) we have that

t
lu(®)]] < Me|luo] +BM6“”/O e **[lu(s)[|ds,

(where sup,,  ||B(t)|| = B < oo) that is,

t
IIU(t)H@‘“”tSMIIUoIHBM/0 e~ [lu(s)[|ds.

By Gronwall’s inequality

lu(®)lle™" < Mlluolle™™,

that is,

()] < M lug|le 5+,

Therefore limsup,_,, ||z(t)|| < 00 if tyax < 00, what implies that the solu-
tions are defined in [0, 00).

In order to prove that every global solution is positive, the same argument
used in Theorem 2.3.10 in Chapter 2 works.

4.4.4 Equilibria and small mutation rate

In this section we will show, using the results of Sections 3.3 and 3.4, the
existence of a family of equilibrium solutions of the predator prey model
(4.35) converging, when the probability of mutation tends to zero, to a Dirac

measure at the ESS value of the finite dimensional predator prey model
(4.25).

The (nontrivial) equilibria of (4.35) will be given by the solutions of

z)u(z)
= o
0 = (1—g)—cfﬁ+(ﬁ){1;§1f+ el 4166){1;2#@/—61(:@)%@
= A ju.
! (4.43)
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4.4.4. Equilibria and small mutation rate

First we will study the eigenvalue problem for the operator A. ;. We will
show that it has a strictly dominant eigenvalue (we will denote it by A.(f))
with a corresponding strictly positive normalized eigenfunction ¢, ¢.
The first component of the steady state, f., will then be given by the solution
of the equation A\.(f) = 0 and the second component by u. := cp. . where c
is given by
a— :uf €

1 B)ees (),

* 1+ B(x)hf

C =

The eigenvalue problem

As in Chapter 2 we would like to apply Theorem 2.4.6 to the operator A, ¢
to prove that the spectral bound s(A. f) is a strictly dominant eigenvalue.
So, we are going to show that A, ; satisfies the hypotheses of Theorem 2.4.6.
In order to do it we consider A, ; as the sum of the two following operators

(Boju)(@) = —d(e)u(z) + (1 @%,
(4.44)
_ aB(y) fu(y)
(Ks,fu) («77) = ¢ fO ’Y(x, y)wdy
Let us note that, as the function —d(z) + (1 — 5)% is bounded, the

multiplication operator B, s generates a positive analytic semigroup.

Proposition 4.4.1 Let B. s and K. s be the operators defined in (4.44). Let
R(X, B.f) be the resolvent operator of B . The operator K. R(\, Be¢) is
compact.

Proof: As R(\, B:r) is a bounded operator it suffices to show that K. ;
is a compact operator.
This follows by the same method as in the proof of Proposition 4.2.5 (with

M instead of b(y)). -

L+ B(y)hf
Proposition 4.4.2 Let B, s and K. s be the operators defined in (4.44). Let

s(Be g+ K. ) be the spectral bound of the operator B, s + K. ¢ and s(B: )
the spectral bound of the operator B y. Then s(Bef+ K. ) > s(B.s).
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Proof: As in the proof of Proposition 4.2.10 it is enough to show that
s(K. fR(M\, Bey)) > 1 for some A\ > s(B. ).

An explicit computation gives that (K&fR()\l, B&f)g) (x) equals

> ab(y)f 9(y) d
[ M= (=) (2B80) +dw)
Denoting by p(e, A\, y) ;= A— (1 —¢) (%) +d(y) we would like to see

that there exists g > 0 such that

afy)f  gy)
1+6@Wfﬂ&&w)y_g@

(Kes B BLp)g) (@) =< [ 2(w) )
0
for some A\; > s(B. ).
In the same way as in the proof of Proposition 4.2.10, choosing
9(2) := X[z—s,244], 0 to be chosen and Z satisfying

p(e,s(B.ys),z) = 0,

é%p(ea >\7 y) |(5a5(Bs,f)7§3) = O’

and using the Taylor’s formula we obtain (choosing § small enough), in the
same way as in the proof of Proposition 4.2.5, the result. O

Proposition 4.4.3 The operator K. ¢ (defined in (4.44)) is irreducible.

Proof: In the Banach lattice L'(0, 00) x L'(0, 00) the quasi-interior points
coincide with the functions strictly positive almost everywhere (see [45] p.238).
It is obvious that K. rg is a quasi-interior point whenever g > 0 (recall that
g > 0 means g > 0 and g # 0). O

We can now apply Theorem 2.4.6 to the operator A, ;.

Theorem 4.4.4 Let B.; and K. s be the operators defined in (4.44). Let
s(Be, s + K. 5) be the spectral bound of the operator B s+ K. s.

Then s(B.,;+ K. r) is a strictly dominant eigenvalue of algebraic multiplicity
one of the operator Bey + K. 5.

Moreover the semigroup generated by B, ; + K. ¢ is irreducible.

Proof: The operator B, ; generates a positive semigroup. K. ; is a pos-
itive bounded linear operator. Propositions 4.4.1, 4.4.2 and 4.4.3 yield that
K. ;R(\, B, 5) is compact, s(B. s+ K. ) > s(B.) and K. ; is irreducible,
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respectively. Therefore, a direct application of Theorem 2.4.6 in Chapter 2
gives the result. a

As we mentioned before, in the forthcoming we will denote the dominant
eigenvalue of the operator A. ; by A(f).

Theorem 4.4.5 Let A,y = B. s+ K. be the operator defined in (4.43).
There is a unique positive eigenfunction of A.y corresponding to the eigen-
value A\ (f) and it is strictly positive.

Moreover, \.(f) is the only eigenvalue of A, y admitting a positive eigenfunc-
tion.

Proof: Applying Theorem 2.4.16 in Chapter 2. O

We will denote by ¢. s the family of normalized eigenfunctions corre-
sponding to the eigenvalue A (f).
Our aim is to apply the results of Sections 3.3 and 3.4 to System (4.25) in
order to prove the existence of steady states and to study their behavior
when the probability of mutation (¢) is very small.
We are going to prove that System (4.25) satisfies the hypotheses of Section
3.3 in order to be able to use the convergence results obtained there.
In the notation of Section 3.3 we have

A. = B.+¢T where, in this case
B.u(zx) = —d(z)u(z)+ (1 — 5)%,
T = e Ty

Let us see that we are in the hypotheses of Section 3.3.

- A, generates a positive semigroup.
A, is obtained by adding a bounded positive perturbation to the opera-
tor B.. We have just proved that B. generates an analytic and positive
semigroup. Therefore A, generates an analytic and positive semigroup.

- s(Ag) is a dominant eigenvalue of algebraic multiplicity 1 of A. with
corresponding strictly positive eigenfunction.
This statement has been proved in Theorems 4.4.4 and 4.4.5.

- B. is a matrix valued multiplication operator.

In our case B, = (1 — 5)M — d(z) that is a one-dimensional

1+ B(x)hf

multiplication operator.
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- There exists z. such that p.(z.) = max, p.(z) .

0B
1+ B(x)hf
has a maximum. This holds by the hypothesis made in Section 4.3.4.

This is equivalent to say that the function (1 — ¢)—————

- There exists a unique z( such that p(z¢) = max, po(x) .

This is equivalent to say that the function _ap@)f d(x) has a
1+ B(z)hf
unique maximum point. This holds by the hypothesis made in Section

4.3.4.

- T is a positive bounded operator.
Obvious.

Let us remark that, for this model, also the hypothesis (H) stated in
section 3.3 holds. That is, B, can be written as C' + (1 — ¢)S where

C = —d(x)
af(z)f
1+ B(z)hf

and for all u € X there exists a set of positive measure such that Su(z) >
Indeed, let us assume that Su(z) > (Tw)(x) does not hold. Then for almost
all =
af(z) fu(z > afB(y) fuly
CTICIY MO
1+ B(z)hf 1+ B(z)hf
that is,

a.e.

> af(y)fuly) af(x) fu(z)
x, dy — > 0,
f TS S A
But integrating with respect to x and using that fooo ~(z,y)dy = 1 we obtain

Wfuly) . af@)fulz)
// 1+6()fdy_1+ﬁ(af)hfdx_0

a contradiction.

Since we are in the hypotheses of Sections 3.3 and 3.4 let us apply the
results obtained there.

Proposition 4.4.6 Let A, be the operator defined in (4.43). Let A\.(f) be
the strictly dominant eigenvalue of A, y. Then

( aB(z)f
1+ B(x)hf

A-(f) =5 max

~d(2)) == po(f).
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Proof: By Proposition 3.3.1. O
Let us denote by z(f) the point where 1o(f) is attained.

Proposition 4.4.7 For every sequence &,, going to zero, the sequence ., ¢ €
LY(0,00) C M (the space of measures of Radon) of normalized eigenfunc-
tions corresponding to the eigenvalues A, (f) of the operator A., s has a
subsequence e, f satisfying

e—0

Pen, f — A0x(f)

in the weak star topology.

Proof: By Propositions 3.3.2 and 3.3.3, the sequence has a limit that either
aBe)f

1+ 3(z)hf
d(x) of eigenvalue po(f) (that recall, is the maximum value of the function
< af(x)f

1+ B(z)hf
If we prove that there exists a bounded interval K containing the point
z(f) such that [.. ¢. f(x)dx =% 0 then we have that a = 1 in Proposition

4.4.7 (see Lemma 2.5.6 in Chapter 2).

is zero or it is an eigenfunction of the multiplication operator

d(m))) This proves the proposition. O

Proposition 4.4.8 There exists a bounded interval K containing the point
x(f) such that

/ o p(x)dr =20

uniformly with respect to f, where ¢, ¢ is the normalized eigenfunction cor-
responding to the (dominant) eigenvalue A\.(f) of the operator A. ;.

Proof: By Proposition 4.4.6 we have

af(z)f _
<W - d(@) = po(f)-
Therefore, for any K containing z(f) there exists eq such that for € < g
af(z)f
1+ B(x)hf

Integrating over K¢ the equality 0 = (A f — A.(f))p-, s the same argument
used in Proposition 2.5.5 in Chapter 2 yields

/ @e f(x)de =%0.

Ae(f) % max

x

A(f) > ( d(x)) it ze K"
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Theorem 4.4.9 The family of eigenfunctions .y corresponding to the (dom-
inant) eigenvalue A\:(f) of the operators A. ¢ satisfy

e—0

Pe,f — Ox(f)

in the weak star topology.

Proof: As ||¢:f|l = 1 by the Banach Alaouglu Theorem any sequence
©e,.f With €, — 0 has a subsequence that converges.
By Propositions 4.4.7 and 4.4.8 the limit is d,(s) for all of them. This com-
pletes the proof. O

The (first components of the) steady states are given by the solutions
of A\.(f) = 0. We are going to give a result about the monotonicity of the
function A.(f) that will give us uniqueness of the steady state (for every ¢).

Lemma 4.4.10 Let \.(f) be the (strictly dominant) eigenvalue of the oper-
ator A ¢. The function \.(f) is strictly increasing with respect to f.

f

Proof: Let > fy. Let us take v > 0. Since the function —————— is

strictly increasing with respect to f we have

A&flu > Ae,fzu and Ae,f1 7é A57f2. (445)

Since, for any closed linear operators A and B,
RN, A)— R\, B)=R(\NA)(A—-B)R(\ B)

whenever D(A) = D(B) and A > max(s(A), s(B)), inequality (4.45) and the
fact that A, ;, and A. j, are resolvent positive imply R(\, A. ;) > R(\, A: p,)-
As by Theorem 4.4.4 the semigroup generated by A,y is irreducible and
s(Ac s,) is a pole of the resolvent of A, f,, Proposition 4.2.19 implies \.(f1) >

/\E(fQ)' O]

We will now formulate two results that, for € small enough and, under the
hypotheses of existence of a locally stable positive equilibrium corresponding
to the (unique) ESS value of the finite dimensional predator prey model
(4.25), give us existence of a steady state of the infinite dimensional predator
prey system (4.35).

Moreover, we will show that, when ¢ tends to zero, the steady states tend to
concentrate at the mentioned ESS value.
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Theorem 4.4.11 Let A\(f) be the (strictly dominant) eigenvalue of the op-
erator Ac . Under the hypotheses of Theorem 4.53.7 and for € small enough
there exists a unique solution f. of A\c(f) = 0 (and therefore a unique interior
equilibrium of System (4.35)). Moreover it satisfies

fo =7
where f is the solution of max, (% — d(x)) = 0.
Proof: By Proposition 4.4.6 and Lemma 2.5.13. O

Theorem 4.4.12 Let us consider the family (fe,ue) of stationary solutions
of (4.35). Let us denote by & the value x(f). Then

—0 A
Ue — U4

in the weak star topology and

~

fe—=f

where (f, @) is the solution of the finite dimensional predator prey model
(4.25) when x = &.

Moreover for any bounded interval of (0,00), K, containing

e—0
/ u. — 0.
c

Proof: We are reduced to proving the result for the second component
Ue = cepe . Of the steady state because Theorem 4.4.11 gives the result for
the first component.
By the Banach Alaoglu Theorem we obtain, with the same argument used
to prove Theorem 3.4.3, that

Qe —5bdy for b>0,
Moreover, by Proposition 4.4.8 there exists K such that

/ oo (@)de 20

which implies that b = 1.

Finally, R
. a— jfe e ouf
) foo B(x)pe . (I)d B(2)
0o T A dr —
1+ B(@)hfe 1+ B(2)hf
By Lemma 2.5.7 we obtain the last statement of the theorem. O
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Chapter 5

Towards a stability theory

5.1 Stability of equilibria of some (abstract
quasilinear) equations

Let us consider a nonlinear equation of the form

5 = A(F(2)Z (5.1)

in the space X of L' R"-valued functions defined on an interval I, of R
(bounded or not), endowed with the natural Banach lattice structure.

F'is a function from the state space X to a m- dimensional space, which we
assume linear and continuous.

For fixed F = F(2), let us assume that A.(F) is the generator of an analytic
positive semigroup on X.

Let us assume that for every (sufficiently small) ¢ > 0 there exists a positive
equilibrium solution Zz. of (5.1).

Our aim is to give some results related to the stability of the equilibrium
solution.

Assuming that (5.1) has semilinear structure, we can apply the results about
stability by the linear approximation of [27] or [48], that is, if the spectrum
of the linearization of (5.1) at the equilibrium point z. lies in {Re\ < S} for
some (3 < 0 then Zz. is uniformly asymptotically stable in X.

Moreover we assume that A.(F) can be written as the sum of a constant (in-
dependent of E) operator and a bounded linear operator depending smoothly
on E. By abuse of notation, DA.(E) will denote the differential of this
bounded operator.

Let us compute the linearization of (5.1) at the equilibrium point Z.
Taking a perturbation of z., namely z'= z. 4+ ¢ we have
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ty = A (F(Z) 4+ F(0)) (Z + 0),
where we have used that (z.); = 0 and that F' is linear.
If we denote F'(Z.) := E. and we develop by the Taylor formula we have

6= A(F(E) + F@)E+9)

- (AE(EE) + DA.(E.)F(7) + ) (% + 7).
Taking only the linear terms and using that A.(E.)z: = 0 we obtain

7, = A(E.)7+ DA(E.)F(v)Z
) (5.2)
= A0+ 8.7

S. is an operator with finite dimensional range.
Indeed, recall that F' : X — R™. Then, if ¥ € X, we have F(¥) =
Yo, [i(U)e;, where f; € X" and {e;}%, is a basis of R™. Then,

S = DA(E.)F(0)Z. = Y _ fi(v) DAL(E.)e;Z. € (DA.(E.)e;z),.
i=1

That is, {DA.(E.)e;Z-}7, is a generator system of the range of S, and there-
fore the dimension of the range of S. is smaller than or equal to m.

Let us give some definitions that we will use in the forthcoming.

Definition 5.1.1 [31] Let A and T be operators with the same domain space
X (but not necessarily with the same range space) such that D(A) C D(T)
and

[Tull < allull + bl Aull, u € D(A),

where a,b are nonnegative constants. Then we shall say that T s relatively
bounded with respect to A or simply A-bounded.
T is A-degenerate if T is A-bounded and the range of T s finite dimensional.

Definition 5.1.2 [31] Let A be a closed operator in a Banach space X and T
an operator in X relatively degenerate with respect to A. For any & belonging
to the resolvent set of A, T(A — &)7" is a degenerate bounded operator and

w(é) =det(I +T(A—-&

is defined and it is called the Weinstein-Aronszajn determinant (of the first
kind) associated with A and T.
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w(§) is a meromorphic function of ¢ in any domain of the complex plane
consisting of points of the resolvent set of A and of isolated eigenvalues of A
with finite (algebraic) multiplicities (see [31]).

We would like to study the spectrum of the operator A. + S. (defined in
(5.2)), that is, we would like to study the problem

Let us assume that A\ ¢ o(A.), then

T=—(A. = AD)7'S.04 (A = A7 F

Applying S. to both sides we obtain,
S = —S.(A. = AI) ' ST+ S (A = AD) 7T,
or, equivalently,

(14 8.(A = A1) ") 8.7 = S.(A. = AD) 7T,

This problem has a unique solution, S.v, if and only if
det(1+ S.(A. = A1)7") £0.

That is, the problem has a solution for the values of A (A ¢ o(A.)) such that
the Weinstein-Aronszajn determinant associated with A. and S, does not
vanish.

Remark 5.1.3 The former determinant is defined as

det(1+ S.(A = A1) ) = det((T+ S-(A =AD" ),

where R(S.) denotes the range of the operator Se, (see [31] for the definition
of the determinant of a degenerate operator).

Summarizing, we have obtained that

(A +S) Co(A)u{n = det(T+5.(A.—AI)") =0}  (5.3)
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From now on, we will denote

we(A) i=det (I + S.(A. — A1) 7). (5.4)

Since we are interested in infinite dimensional selection-mutation models
that converge to pure selection “ecological” models, we will assume, as in
Section 3.4 in Chapter 3 that, for fixed £

A (E) =5 Ay(E) formally,

where Ay(F) is a multiplication operator, that is,
(Ao(E)t)(z) := Bo(z, E)u(x),

where By(x, E) is a n x n matrix which depends smoothly on z and E. Let
us consider the n-dimensional ordinary differential equations system

7, = Bo(z, G(z, 7)), (5.5)

with z playing the role of a parameter and where G and F' are related in the
same way as in Section 3.4 in Chapter 3.

Let us assume that ¥, is an equilibrium of (5.5) and let us linearize (5.5) at
the equilibrium point 7.

Taking ¢ = ¥, + @ and recalling that G(x,?) is assumed to be linear with
respect to ¥ we have

W = By(z,G(z, T, + b)) (0, + 7)

—  By(x, G(x,7,) + Gz, D)) (7, + ).

Let & denote a value of ESS of System (5.5), (see section 3.4). When o = &
the former equation yields

W = Bo(iﬁ, G(.ﬁ,’l—)}c) + G(fﬁ,w))(ﬁx + U_;)

Denoting G(z, ;) := Ep (as in Section 3.4 in Chapter 3) and developing by
the Taylor formula,

” R By, . A Lo
W = <BO(:1:, Bo) + S22 (&, E)Gla, @) + ) (T + @)

Taking only the linear terms and using that By(z, Ey)v; = 0 we have
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= B()U_j + Tow

In the same way as we did for System (5.1), we can define

wo(A) := det (I + Ty(By — M) 71). (5.6)

where wo()\) is holomorphic for A ¢ o(B,). In particular, if 0 is a dominant
eigenvalue of By then wy()) is holomorphic for A such that Re A > 0, A # 0.
As we assume that the equilibrium point v is hyperbolic and asymptotically
stable, wg(A) does not vanish for A such that Re A > 0.

Our aim is to show that, under some hypotheses including e small enough, if
wo(A) does not vanish for A such that Re A > 0, w.(\) has the same property.
In order to do it, we will first formulate some results.

Definition 5.1.4 [33] For any closed path v, its winding number with
respect to a point « is

1 1
_ d
w(r,a) 27m'/7z—0z &

provided the path does not pass through o.

Definition 5.1.5 [33] Let U be an open set. We say that a closed path v in
U is homologous to 0 in U if
1
/ dz =10
L=

Definition 5.1.6 [33] Let y be a closed path. We say that v has an interior
if w(vy,a) =0 orl for every complex number o which does not lie on . Then
the set of points o such that w(~y,a) = 1 will be called the interior of .

for every point o not in U.

Theorem 5.1.7 (Rouché) [33] Let v be a closed path homologous to 0 in
U and assume that v has an interior.
Let f, g be analytic on U, and such that

1£(2) = g(2)] < [f(2)|
for z on ~. Then, f and g have the same number of zeros in the interior of
v.
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Theorem 5.1.8 [45] Let A be a densely defined operator on a Banach space
X and a € (0, 3]. Then A is the generator of a bounded analytic semigroup
of angle a if and only if

S(a+3) C p(4)

and for every a; € (0, ) there exists a constant M such that

M T
IR, Al < o A€ S(ar+3),

(where S(a) = {re®® :r > 0,0 € (—a,a)}).

Theorem 5.1.9 Let z. be a positive equilibrium solution of the monlinear
equation

Z_';f = AE(F(,?)),?

where F' is a linear function from the state space X to a m-dimensional
space and such that, for fited E = F(Z), A.(FE) is the generator of a bounded
analytic positive semigroup on X.

Let A, + S. be, as in (5.2), the linearized operator at the equilibrium Z. and
let w-(\) and wo(N) be defined as in (5.4) and (5.6) respectively.

Let us denote by D :={A € C s.t Re\ >0,\#0}.

Let us assume that w.(\) and wo(\) are holomorphic functions for all X € D.
Let C. be a constant such that |R(\, A.)|| < %‘ for X\ € D. Let us assume
that limsup,_ ||S:||C: is bounded.

Moreover, let us assume that wo(\) does not vanish for A € D and that

we(A) =% wo (A)

uniformly on X in compact sets contained in D.
Then, for all Ly > 0 there exists € small enough such that w.(\) does not
vanish for A€ {\ € C st Re\>0,|\ > Li}.

Remark 5.1.10 If0 is a strictly dominant algebraically simple eigenvalue of
A, then the semigroup generated by A, is bounded (see for instance Theorem
3.1 p. 829 in [19]).

Remark 5.1.11 The hypothesis saying that w.(\) is holomorphic for all A €
D (that is, for A such that Re A > 0, X\ # 0) is guaranteed by assuming that
0 is a dominant eigenvalue of the operator A. and, in the same way, the
hypothesis that wo(\) is holomorphic for all X € D is gquaranteed by assuming
that 0 is a dominant eigenvalue of the operator By.
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Remark 5.1.12 If the operator A, can be written as A. = A+ B. where A
generates an bounded analytic semigroup (then there exists a constant C' such
that R(\, A) < %) and Be is a bounded operator such that limsup,_, || Be||
18 bounded, then C. is bounded.

Indeed, since R(\, A.) = R(A\, A)(I + B.R(\, A))~! we have

IR A _2cC
[BMRAA] = T

IRO A < —

if I\l > 2C|1B.| (see (48], [14]).

Proof: Let us denote by Ls := sup, ||S:||C- (by hypothesis this sumpre-
mum is bounded). Let us consider the compact set

K:{/\RGAZ0,0<L1§|)\|§LQ}

for some L; > 0.
Let us denote by I := infg |wo(A)].
As w.(X) == wy(A\) we have that, for € small enough,

lwo(A) —we(N)| < I < wo(N)| if NeK.
Hence, Rouche’s theorem implies that there exists €q such that for ¢ < g
we(A)#0 for Xe K.

Let us assume now that A\ ¢ K.
Since A. is the infinitesimal generator of a bounded analytic semigroup, it
satisfies

~ C
IR AN < 3
RY
for A such that Re\ > 0, |A| > Ly and C. a constant.
Therefore
~ C.
[SeR(A, A < ||55|||—>\’-

Thus, for [A| > Ly we have ||S.:R(\, A.)|| < : and this implies that

1

I8RO\ Ao, | < 5 (57)

|R(Se

If P(u) denotes the characteristic polynomial of Sc R(A, A¢))s.,» by (5.7) we
have that if 4; is a zero of P(u), it satisfies [p;| < 3 (because the spectrum
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5.1. Stability of equilibria...

of a bounded operator is contained in a ball of radius equal to the norm of
the operator).
Since

det(( + S-R(X, A))js,) = P(=1) = (-1)" H(—l — 1),
we obtain that

~ 1
det ((I + S-R(X\, A.)) |rs.) )| > 7 >0 if |\ > L.

O

The former theorem, together with the characterization of the spectrum
of the operator A, +S. given by (5.3) allow us to give a (partial) result about
the stability of the equilibrium solution z. of System (5.1)

Theorem 5.1.13 Let zZ be a positive equilibrium solution of the nonlinear
equation

where F' is a function from the state space X to a m-dimensional space and
such that, for fized E = F(Z), A:(E) is the generator of a bounded analytic
semigroup on X.

Let us assume that 0 is an isolated eigenvalue of A, = A.(F(Z.)).

Let A, + S. be, as in (5.2), the linearized operator at the equilibrium Z..
Let w.(\) and wo(A) be defined as in (5.4) and (5.6) respectively. Under the
hypotheses of Theorem 5.1.9, if, moreover there exists Ly > 0 such that for

e small {\ € C st Re\ > 0,|\ < L1} ¢ o(Ac + S:) then, for € small

enough, the equilibrium solution Z. is uniformly asymptotically stable.
Proof: We have seen that

o(A.+8.) Co(A)U{A st w(\) = det(I +S.(A. — AI)™') = 0}.

By Theorem 5.1.9, for € sufficiently small, the equation w.(\) = 0 does not
have a solution for A € {A € C st ReA >0,L; < |A|}.

Moreover, by hypothesis {A € C st Rel >0, |\ < L} ¢ o(A. + 5.).

On the other hand, also by hypothesis, w.(\) is holomorphic for all
AXeD={\eC st Re X>0,\#0}, equivalently, A.(= A.(F(%)))
has 0 as a dominant eigenvalue.

Therefore o(A. + S.) € {\A st Rel < 0} and this proves the theorem. O
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5.1. Stability of equilibria...

We have just seen that, under the hypotheses of Theorem 5.1.9, whenever
we can exclude a set {A € C st ReA > 0,|\| < L} (for some L; > 0)
from the spectrum of the linearized operator A.+ S., then, for £ small enough
the equilibrium solution Zz. is uniformly asymptotically stable.

Let us remark that, in case that the hypothesis stated in Theorem 5.1.9
saying that w.(\) is holomorphic for all A such that Re A > 0, A # 0 does not
hold, anyway we can use the same method to prove stability of the equilibrium
Z. but we might have values with positive real part in the spectrum of A, that
we will have to prove that do not belong to the spectrum of the linearized
operator A. + S. in order to obtain stability of Z..

CASE F ONE DIMENSIONAL

In the particular case that the function F' is one dimensional, it is possi-
ble to give conditions to exclude a set {\ € C s.t ReA > 0,|\| < Ly} (for
some L; > 0) from the spectrum of the linearized operator A+ S..

Let us start by giving conditions to exclude 0 from the spectrum of A, + S..
We will use the first Weinstein-Aronszajn formula that we define next.

The first Weinstein-Aronszajn formula (see [31]) is
v(AS) =0\ T) + v\ w),
where T is a closed operator in a Banach space X, S =T + A where A is an

operator in X relatively degenerate with respect to T, w(\) = det(I + A(T —
A1) and

0 if Xep(T),
v(NT) = dim(rangeP) if A is an isolated point of o(T),

400 in all other cases,

where P is the projection associated with the isolated point of o(T"), and

k if XN isazeroof w oforder k,
v(\w) = —k if X isapoleof w oforder k&,
0 for other X € A,
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5.1. Stability of equilibria...

where A is the domain of the complex plane where w is defined.

Theorem 5.1.14 Let z. be a positive equilibrium solution of the nonlinear
equation

where F' is a function from the state space X to a one-dimensional space and
such that, for fized E = F(Z), Ac(E) is the generator of a bounded analytic
semigroup on X. Let E. denote F(Z;).

Let A, + S. be, as in (5.2), the linearized operator at the equilibrium Z.. Let
we(A) and wo(N) be defined as in (5.4) and (5.6) respectively.

Let us assume that 0 is an isolated eigenvalue of A. = A.(F(Z.)) with al-
gebraic multiplicity 1. If €. = DA.(E.)Z ¢ Range(A.) and F(Z.) # 0 then
0¢o(A. +S.).

Proof:

By hypothesis, 0 is an isolated dominant eigenvalue of A, with algebraic
multiplicity one. Therefore (0, A)=1
So, applying the first Weinstein-Aronszajn formula, to say that 0 belongs to
the resolvent set of A, + S. is equivalent to say that 0 is a pole of we(A) of
order 1.
Since F'is one dimensional, the range of S. is at most one dimensional and
it is generated by f_; .
Moreover, as 0 is an isolated dominant eigenvalue of algebraic multiplicity
one of A., it is a simple pole of R(\, A ¢), and then, by the Laurent series at
A = 0 we have

(I+S.(A.—M)NE = &
A, — 2\D)LE
+ ( P&+ OQ_Aan_(Nl%d)O

ﬁa [e's) 1 n (1216 - )\I)ilé
55 + — S cZe T Sg Zn:O %)\ fF —TdA

where I' is a positively-oriented small circle enclosing A = 0 but excluding
other eigenvalues of A., P. is the spectral projection corresponding to the
spectral set {0} and SEngz- = S.0.Z2. = 3.5.7..

w<(\) will have a pole of first order (and therefore 0 ¢ o(A. 4 S.)) if 8. # 0
and S.z. # 0.

Since X = (Z.) @ Range(A.), . # 0 is equivalent to say that €. ¢ Range(A.,).
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5.1. Stability of equilibria...

Finally, S.z. = DA.(E.)F(Z.)zZ. = F(ZE)E6 # 0 because 55 # 0 (we have as-
sumed &, ¢ Range(A.)) and, also by hypotheses F(Z.) # 0. O

Remark 5.1.15 Let us note that to ask the two following hypotheses

— ~

& = DA.(E.)z. ¢ Range(A.) and F(Z.) #0
to hold is equivalent to ask F(P.DA.(E.)z.)) # 0 to hold.

Let us now give conditions to exclude the set {A € C s.t Rel >0, |\ <
L1, A # 0}, for some L; > 0 from the spectrum of the operator A. + S., for
¢ small.

Theorem 5.1.16 Let z. be a positive equilibrium solution of the nonlinear
equation

where F is a function from the state space X to a one-dimensional space and
such that, for fired E = F(Z), Ac(E) is the generator of a bounded analytic
semaigroup on X.

Let A. + S. be, as in (5.2), the linearized operator at the equilibrium Z.. Let
we(A) and wo(N) be defined as in (5.4) and (5.6) respectively.

Let us assume that 0 is an isolated eigenvalue of A, = A.(F(Z.)) with alge-
braic multiplicity 1. Let P. be the projection corresponding to the eigenvalue
0 of A.. Let us assume that F(P.DA.(E.)Z.)) # 0.

If |F((A. = XI)"Y(I — P.)DA.(E.)Z.)| is bounded for e small enough and \
close to zero (with Re\ > 0) then there exists Ly > 0 such that for e small
enough w.(\) does not vanish in the set {\ € C s.t Re\ > 0,|\| < Ly,

A # 0}

Proof: Since F is one dimensional, if v € X we have F(v) € R and
therefore

—

S.v = DA(E.)F(v)% = F(v)DA.(E.)Z. = F(v)E..

Then ) )
(I + Ss(Ae - )‘I)il)fa = é& + Sa(Aa - /\])7155

= £+ F((A-anE)E
= £+ F(BE+ (A -1 - P)E)E
= &4 F(REE + F((A ~ )1 - PIE)E
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5.1. Stability of equilibria...

Therefore, if |F((A.—XI)~"(I—P.)DA.(E.)Z.)| is bounded for € small enough
and A close to zero (with ReA > 0), w.(\) # 0 for € small and A close to zero
(with ReA > 0).

O

Finally, let us formulate the theorem summarizing all the conditions that
we enunciated so far in order to obtain stability of the equilibrium Zz. in the
case of one dimensional environment.

Theorem 5.1.17 Let z. be a positive equilibrium solution of the nonlinear
equation

where F' is a function from the state space X to a one-dimensional space and
such that, for fited E = F(Z), A.(E) is the generator of a bounded analytic
semigroup on X. Let E. denote F(Z.).

Let A, + S. be, as in (5.2), the linearized operator at the equilibrium Z.. Let
we(A) and wo(N) be defined as in (5.4) and (5.6) respectively.

Let us assume that 0 is an isolated eigenvalue of A. = A.(F(Z.)) with al-
gebraic multiplicity 1. Let P. be the projection corresponding to the (domi-
nant) eigenvalue 0 of A.. Let us assume that F(P.DA.(E.)Z.)) # 0 and that
|F((A.—=XI)"*(I — P.)DA.(E.)Z.)| is bounded for ¢ small enough and X close
to zero (with ReX > 0). Then, under the hypotheses of Theorem 5.1.9 and
for € small enough, the equilibrium solution Z. is uniformly asymptotically
stable.

Proof: An application of Theorems 5.1.13, 5.1.14 and 5.1.16. O

The last two hypotheses (F(P.DA.(E.)Z.)) # 0 and |F((A. — XI)"Y(I —
P.)DA.(E:)Z-)| bounded for € small enough and A close to zero (with ReA >
0)) hold automatically (assuming F'(2.) # 0) if DA.(E.) is a scalar multiple
of the identity operator.

This is the situation if equation (5.1) is of the form

%= (A —m(F(2)1)Z

where m : R — R*.

This particular kind of nonlinearity has extensively been used in models in
population dynamics ([5],[7], [8], [9]) where sometimes it is called uniform
increase of mortality.
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Appendix

In this appendix some computations are done in order to apply some of the
stability results of Chapter 5 to the models studied in Chapter 4.

A.1 Prey Predator

Let us recall the prey predator model studied in Chapter 4

f’(t) = (CL — ,uf(t) - fOOO %

dz) f(t),
af(x)f(t)u(z,t)

_ afB(y) f(t)uly,t)
o~ TSm0

L+ B(y)hf(t)

+e [z y) dy

—d(z)u(z,t). )

In Chapter 4 we proved, under the hypotheses of Theorem 4.3.7 and for
¢ small enough, the existence of an interior equilibrium (fe,u.) of System
(A.8).

In this appendix we are going to apply the results of Chapter 5 to study the
stability of (f.,u.).

Writing the prey predator model (A.8) in the form z; = A.(F(Z))Z we see
that, in this case

F : RxL'Y0,0) — R
(fsu) —  f
and
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A.1. Prey Predator

oo fB(x)f
a—pf =)o Teemr 9T

A(f) = 0 —d(@)+(1—eayl=+
e Jo ov(z,y) 1+ﬁﬁ(8)fhf ~dy

Note that in Chapter 5 we considered the state space X of L'- R" valued
functions defined on an interval I of R.
In the prey predator model (A.8) the state space is X = R x L(0,00).
Nevertheless, all the results stated in Chapter 5 are also true if the state
space is X = R x L'(0, 00).
Let us denote by

— pla)f °° Bly)f
T.(f) == —d(z) + (1 — ) T+ 3)h f+5/ a7<xay>1+6() f
(note that the same operator was denoted in Chapter 4 by A.; but we
change the notation here because we have already used A.(f) in this chapter
to denote a different operator).

The linearized system for the prey predator model (A.8) at the equilib-
rium (f.,u.) (considering f(t) = f. + f, w(x,t) = u. + @(x,t), using that
(fe,ue) is a steady state, eliminating higher order terms and using Taylor’s
formula) is

f/ = a.f_ZM.ffa fO

)usf _ oo 6<x)f5a T
1+6( A EE N sune ey R

Bx)uef L Bt >
(1+B(@)hf)? (1 +B(2)hfe)

- ﬁ(y)ugf Bly) feu
+e Jy O”“”’”((l TN S AT ﬁ(y)hfs))dy’

ou

5 = —d(m)ﬂ+(1—5)a(

3 (A.9)
that is, in this case, the operators A. and 5. defined in Chapter 5 are
__B)fe
a— fife _fo e A
A = 0 —d(z) + (1 — e)arisler (A.10)

Y) fe
+e fo ay(z,y) 1+,6E(;3)hfa -dy
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A.1. Prey Predator

and
ue (1)
_:ufa fo 1‘|‘ﬁ ) f)de 0
S, =
Ba)ue() 0 By)ue(y)
(1 - E)Q(l +ﬁ(l‘)hf5>2 +€f0 Oér)/(xvy>1 +5(y)hf5dy 0

(A.11)
Let us note that

U(‘le> =o(A(f.)) ={a—pf} Ua(T(f.))

In Chapter 4 we proved that zero is the dominant eigenvalue of T.(f.).
Since a — pfe > 0, the hypothesis of Theorem 5.1.9 saying that w.(\) =
det(I + S.(A. — AI)~") is holomorphic for all X such that Re A > 0, A # 0
(or equivalently, that 0 is the dominant eigenvalue of /L) does not hold.
However, let us note that this hypothesis was only used because if it holds
then, o(A.) does not contain values with positive real part and since

o(A.+S) Co(A)U{A st det(I+S.(A. —AI)7") =0},

we only had to show that det (]+Sa (/Nla—)\l) 71) # ( for X such that ReA > 0,
A # 0 and that 0 ¢ o(A. + S.).

From now on, let us denote
D.:={Ae€C st. Re A>0, AN#0, A#a—puf.}

In the prey predator model (A.8), in order to obtain stability of (f.,u.) we
will have to show that w.()) := det(I + S.(A. — AI)™') # 0 for A € D, |
that 0 ¢ o(A. + S.) and moreover, that a — uf. ¢ o(A. + S.).

Let us recall the finite dimensional prey predator model of Chapter 4 at
the ESS value

o= (a—nf- 1+ﬁ(:i~)hf)f’
(A.12)
: p(E)f 3
u (al—l—ﬂ(i)hf —d(Z))u

Linearizing at the equilibrium point ( f , ) and eliminating higher order
terms we obtain the linear system
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AN T T !
1y - ()
s

(1+B(2)hf)? 7
! alﬁ;)’dA 0 (QJ:)
(1+B(2)hf)?

To(By — A)71) for A ¢ o(By) (i.e. for A such

Let us define wo(A) := det(I +
that A0 and A\ #a — uf

Let us denote

t(1 +
)-

Dy:={AeC st. Re A>0, A£0, AN#a—puf}
We proved in Chapter 4 that, under the hypotheses of Theorem 4.3.7, the
equilibrium point (f,a) is hyperbolic and asymptotically stable, therefore

wo(N) = det(I + To(By — X)) #0

for A € Dy, that is,

1+<_”f_u+ﬂ@mﬁ2 a—pf =2
B(@)f
af ()i 1+ B(2)hf 0
(14 B(2)hf)> <<a —uf - A)(—A)> 7



A.1. Prey Predator

Remark A.1.1 Note that the equation

v (ol = ) o)

(14 B(@)hf)2/ \Na—pf —N)
B(2)f
af(i)a 1+ B(&)hf

+ A ( f ):0
(L+B@)hf)? Ma—pf = A)(=A)

is equivalent (for X £ 0, X # a — uf) to

(@ nf = NN + (N = pf LY

that is,

(14 B(&)hf
) (A.13)
af(@)a  B@f
(14 B(2)hf)2 1+ B(2)hf

In Chapter 4 we assumed (in order to have asymptotical stability of the non-
trivial equilibrium) that the trace of the differential matriz of the prey predator
system at the equilibrium point was negative, which led to the condition,

B(E)a

S T i

< 0. (A.14)

. aB(@)d B@)f o . )
Since BRI THB@hT > 0 it is obvious that, under the hypothesis (A.14),

the equation (A.13) does not have a solution for A € Djy.

Our aim is to apply Theorem 5.1.17 to the prey predator model (A.8).

Therefore one of the hypotheses that we have to prove is that w.(A\) <> wo(\)
uniformly on A in compact sets contained in Dy (it is one of the hypotheses
of Theorem 5.1.9).

In order to show it, let us consider the following operators in R x M (where
M is the space of Radon measures),
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CTH T T en
Ay = ) , (A.15)
N C T
1+ B(z)hf
; B@)a
—uf — — 0
STETETYE
Sy = . (A.16)
af(z)uds 0
(1+ B(z)hf)?
We can define
go(A) :=det(I + So(Ag — AI)’1)|R(SO). (A.17)

The operator (Ag — AI)~! can be computed explicitly

1 L o _B@)f 1 .
Y —uf-2) J0 1 hf _aB@)] _ qegy—
: A (a—pf=A)  (a—pf=X) +B(z)hf o )=
Ay — _
0 —
aB(@)f
TraGeng 4@

The range of Sy is one dimensional and generated by

Therefore we can compute

158
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—: (1+ B(2)h])?
@)
P, U L+ B@h/
B | s B@a
— 1+ ((a — A))( = +B(£>hf)z>
af(@)i_ ( L+ 6(@)hf )
(1+ B@)S)? Na— pf = A)(=N)

Let us note that go(A) = wp(A). This implies that, under the hypotheses of

Theorem 4.3.7, go(A) # 0 for A € D.

Proposition A.1.2 Let w.()\) := det(I + S.(A. — XI)™') where A, and S.

are defined by (A.10) and (A.11) respectively. Then

we(A) == go(A)(= wo(N))

uniformly on X in compact sets contained in Dy

Proof: 1t is enough showing that

1(S-(A. = A7) —(S(Ag =MD, | =20

|R(Sg) |R(Ss)

where Ay is defined by (A.15), and that

1(S=(Ag — )\I)fl)| — (So(Ag— A7)

R(Se) |r(s0)

where Sy is defined by (A.16).
Let us denote by B, := A, — Ag. Then

—0
| — 0.

(A.18)

(A.19)
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Bla)fe
1+ B(z)hfe

~

o Bla)f
o 1+ B(x)hf

—pfe+ pf — I dz

-dz

aB(x)f.  afa)f

~

L+ B(@)hfe 1+ B(x)hf

_ Ozﬂ(l‘)fg 00 ﬁ(y)fe .
THB@nr T @I TR

dy

Then

(Aa - A[)_l = R()‘> Aa) = R(/\’ (AO + Ba))
= R()\7 A0)<I - BsR()\a A(]))_l

= R\ Ag) % (B-R(N, Ao))"

e—0

where in the last equality we have used that, as ||B.|| — 0, for ¢ small
enough ||B-R(X, Ap)|| < 1.
Hence, for € small enough

H (SE(AE - )‘[)_1) - (S€<A0 - )‘I)_l) H =
[SeR(A, Ag) 32720 (BR(A, Ag))" — S-R(A, Ao)|| =
1S R(A, Ag) 3221 (BR(A, Ao))" | <

| B-R(X, Ao)|
L= [[B-R(A, Ao)|

where in the last inequality we have used that

[[SElHHE(A, Aol

| D (B-RO A < D IBRO A" = 5 Rﬁ(ﬁ(f (fx!m‘

i=1 i=1

e—0

As R(X, Ap) and S, are bounded operators and ||B.|| — 0 we obtain
that
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1(Se(Ac = AD)7H) = (S-(Ag = AD) )| = 0.
Therefore we have that
i -1 -1 c—0
||(SS(A5 — M) )|R(S€) - (SE(AO — ) )‘R<SS)|| ==0.

In order to prove (A.19) let us compute S.R(\, Ag) in the basis of the
range of S. which is

(z)ue
= I G BT
Bx)ue By)ue
l—eg)a———r——+c¢ ay(x,y)—————dy
S S T A IR w7
Then
S.R(\ A0)| — —< wfe — f _ B@)ue d.iE)
€ ’ R(Se) (a—pf-X) € 0 (14+B(@)hf)?
L @i (“‘daaf%%%iﬁ+ m”avahé%%%gdy>dx
(a—pf=A) YO 1+B(x)hf aB@) ] gy )

1+B(x)hf
The convergence results obtained in Chapter 4 imply that

S.R(\, Ag) 5 SyR(M, Ap)

|R(se) |r(s0)

B 1 s B@a
N <m—uf—m>< & O+H@WﬁJ

B
.U Lt SRS
I e P

p@)f
af(@)i_ ( 1+ B(@)hf )
(14 B@)hf) Ma = pf = N (=)
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O
We have just proved that w.(\) > go(A\)(= wo(A)) uniformly on A in
compact sets contained in Dj. Since, under the hypotheses of Theorem 4.3.7,
go(A) does not vanish in Dy, using the same argument as in the proof of
Theorem 5.1.9 we will be able to prove that, there exist 0 < L; and § > 0
such that for ¢ small w.(A) does not vanish for A € {A € C s.t. Rel >
0,L; < \N}n{reC st |A=(a—pnf)| >}
Now we will prove that for € small w.(a — uf) # 0. In order to show it we
will use the following result.

Lemma A.1.3 Let fo(\) be a meromorphic function. Let Ay be a simple pole
of fo. Let f-(N\) be a family of meromorphic functions. Let us assume that
for every € small enough, \. is a simple pole of f.. Moreover, let us assume
that \. = X\o and that

fe()‘) ﬂ) fO()‘>
uniformly on compact sets that do not contain \g.
Then f-(Ao) # 0 for e small enough.

Proof: If we develop fy by the Laurent series at Ay we can write

Jo(A) = )\a_l)\o + ho(M)

1
where hg(\) is an holomorphic function and a_; = - Jo fo(&)dE where C
i

is a positively oriented small circle enclosing Ay but excluding other poles of

Jo.
In the same way

FO) = 220 4

1
where h.(A) is an holomorphic function and (b_;). = o Jo [-(§)dE, and
i

where we have used that, since \. <=3 )¢, for & small enough C' also encloses
Ae.
Therefore

(5—1)5 e—0 A1

—

A=A A= Ao

uniformly on compact sets that do not contain .
e—0

This implies that h.(\) — ho(A) uniformly on compact sets that do not
contain A\g. Since

he(Mo) = — / Del€) e ez / 10l 4 — i (n).

T 2mi Jo €= o 21 Jo € — No
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we have that h.(\) > hg(\) uniformly on compact sets in C. Then
A=A fe(N) = (b-1)-+(A=A)he(A) = aci+ (A= X0)ho(A) = (A= o) fo(A)

uniformly on compact sets in C. Applying Rouche’s theorem we obtain that,
for € small enough, (A — ;) f-(\) does not vanish at Ay and therefore that
f-(Xo) # 0.

O

Remark A.1.4 In fact we have proved that, for € small enough there exists
d > 0 such that w.(\) # 0 for A such that |A — X\o| < 0.

Proposition A.1.5 Let (f,4) be the equilibrium point of the ordinary dif-
ferential equations prey predator model (A.12). Let w. = det(I + S.(AN)™)
where A, and S. are the operators defined in (A.10) and (A.11) respectively.
Then for e small there exists 6 > 0 such that w.(\) # 0 for X\ such that

A= (a—uf)l <.
Proof: An application of Lemma A.1.3 and Remark A.1.4. O

Theorem A.1.6 Let w.()\) := det(I + S.(A. — \XI)™") where A, and S. are
defined by (A.10) and (A.11) respectively. Then, under the hypotheses of
Theorem 4.3.7 for all Ly > 0 there exists € small enough such that w.(\)
does not vanish for A € {A\ € C s.t. Re\>0,L; <|A|}.

Proof: The operator A, generates a bounded analytic semigroup, therefore
it satisfies |[R(\, A.)| < %E' By remark 5.1.12 and the fact that ||Sc|| is
bounded (with respect to €) we obtain that sup, ||.S:||C: is bounded.
Theorem 5.1.9 gives that for £ small there exist 0 < L; and § > 0 such that
w:(A) does not vanish for A € {A € C s.t. Red > 0,L; < A} n{X €
C st |A=(a—pf)| > 6} := D;. However, the result does not follow from
a direct application of Theorem 5.1.9 because w () is not defined for a — pf.
and wp(\) is not defined for a — p f . Nevertheless, since a — puf. —> a — 1 f ,
using the same argument as in the proof of Theorem 5.1.9 we obtain that for
e small w,(\) does not vanish for A € D;.

By Proposition A.1.5 we obtain that, in fact, for ¢ small enough w.(\) does
not vanish for A € {\ € C s.t. ReA>0,L; <|Al}. O

Let us recall that, in order to prove stability of the equilibrium (f.,u.) of

the prey predator model (4.35) we have to show that w.(\) = det (/4S5 (A.—
)\I)_l) #0forAeD.:={AeC st. Re X>0, AN#£0, AF#a—pnf.},
that 0 ¢ o(A. + S.) and moreover, that a — uf. ¢ o(A. + S.) (where recall
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(A, + S.) is the linearization of (4.35) at (f.,u.)).

By Theorem A.1.6 what is left to show is that 0 ¢ o(A. 4 S.), that a — uf. ¢
o(A. + S.) and that, for ¢ small, w.(\) # 0 for A € {A € C s.t. Rel >
0,|A] < Ly} for some Ly > 0.

Proposition A.1.7 Let fle, Se be the operators given by (A.10) and (A.11)
respectively. Then 0 ¢ o(A: + S:).

Proof: 0 is a simple eigenvalue of A. with corresponding eigenfunction
(f:,u:). By the Weinstein Aronszajn formula, if we show that 0 is a pole

of order 1 of w.(\) = det((I + SE(/L — )\I)fl)m(ss)), we will obtain that
0¢o(A.+S.).

The range of S is one dimensional and a basis is

(2)ue
DALE) ( 1. )_ +5( )hfe)
e plz)fe ply)ue
T A

In the proof of Theorem 5.1.14 we showed that 0 is a pole of order 1 of w.
(and therefore 0 ¢ o(A. + S;)) if and only if the following two conditions

DA.(E.) ( IJ: ) ¢ Range(A.). (A.20)

( Je ) £, (A.21)

hold.
Since F ( 55 ) = f., condition (A.21) holds.

€

Let us now show that (A.20) also holds.

Since N(A*) = Range(A.)" (see [4]), where A* denotes the adjoint operator
of A., N(A?*) denotes the kernel of the operator A* and L denotes orthogonal
(in the dual space sense), condition (A.20) is equivalent to

<(£)DA( )(f€)>7éo (A.22)

* ™
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*

where ui is the eigenfunction of eigenvalue 0 of fl:.
Condition (A.22) is
Blx)ue (x)ucut
—pfofr — (1—¢)a
S e A S Bl

+e [y ut (@) [iF av(z,y) a i(?(u )( J)‘ jdudz # 0.

Computing A* we obtain

a_:ufe 0
_6@7).](.5 ﬁ<x>f€
i o= | TramnE ‘d("’c”“‘f)o‘lw(x)hfg
tea————— fla fo y,x) - dy

1—|—ﬁ hf6

*

Since A* ( zf; ) = 0 we obtain that f¥ =0 and u} satisfies

(— da) + (1 — oD f;f)fjlf)u*
+ea% I Ay, 2)ui(y)dy = 0.
The operator —d(z) + (1 — £)a 1f§l€2 7+ ooy f o h W I3y, x) - dy
is the adjoint operator of
1) = ~da) + (1= g +e [ arten) Lo fgfy";h -y

In Chapter 3 we proved that the operator T.(f.) satisfies the hypothesis of
Theorem 2.4.14. Applying this theorem we obtain that u} is strictly positive
(and also that w, is strictly positive) and therefore

() pea(1)) = a-on i P

b J ) Y o) s e > 0

and the proof is complete. O
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Proposition A.1.8 Let A, S. e the operators given by (A.10) and (A.11)
respectively. Then a — uf. ¢ o(A: + S:).

Proof: a — uuf. is a simple eigenvalue of A, with corresponding eigenfunc-

. 1

t

ion |,

In the same way as in the proof of Proposition A.1.7, by the Weinstein-
Aronszajn formulas, if we show that a — uf. is a pole of order 1 of

we(A) = det((I+8.(A.=A) 7). 6.,) we will obtain that a—puf. ¢ o(A.+S.).
Let us recall that the range of S. is DA.(E:) 1‘]:5

In the same way as in the proof of Theorem 5.1.14, since a — . is a simple
pole of R(A, A.) by the Laurent series at A = a — pf. we have

(I+S.(A. = M)\ DA.(E )(fg)

E

_ DAL(E) ( i ) +5em (al_ Ly DAL ( f- )

(~E—AI)1DA6(E5)< fe )
S Ue
+ 5 Zn:(] %()‘ CL - :U’fs fp O—(a—pfeo))n 1 dA,

where I is a positively-oriented small circle enclosing A = a — . f. but exclud-
ing other eigenvalues of A, and P. is the spectral projection corresponding
to the spectral set {a — uf.}.

we(A) will have a pole of first order in a — pf. if S:P.DA.(E.) ( I: ) £ 0.

Since the eigenvector corresponding to the eigenvalue a — pu f. of the operator
1

flg is of the form we have

(z)ue
Poae) (f )= T T BT
0

Finally, since the equilibrium (f.,u.) is strictly positive we have

S:P.DA.(E.) ( fe ) # 0 and the proof is complete. O

Summarizing, with all the results we proved so far for the prey predator
model, by Theorem 5.1.17, showing that
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P(A a1 - ropae) (1)) (A.23)

(where P. is the spectral projection corresponding to the eigenvalue zero
of the operator 1215) is bounded for A close to zero with ReX > 0 and ¢ small,
we would obtain that the equilibrium (f.,u.) is uniformly asymptotically
stable.

In this particular model we can compute

F((A. = \XI)"'DA.(E.) ( J: )) =

Ue
first component of (A, — XI)"'DA.(E.) ( 1{5 > =
1 ue ()
a—pufe— )\<_ wfe =y (1 +5 )hfa)2dx> -

1 w  Bla)fe
T A T gy T T

oy B@)ue(@) By)ue(y) .
(=D 5rnr T+ A)hr 0

Since 0 is a simple pole of R(\, T.(f.)) we can write

+e [57 ay(z,y)

P. -
ROT(f) = 7 + BN T(f))U = Fe)
where P. is the projection corresponding to 0. So, in this case, to see that
A.23 is bounded for A close to zero with ReA > 0 and e small is equivalent
to see that

L~ B@f. .
G—Mfa—)\fo 1+5( )fa ()\T(ﬂ;)) (I Pe)

B(a)u () . By ()
(=D Gy T h T g W)

is bounded for A close to zero with ReX > 0 and ¢ small.

It is an open problem to prove this boundedness due to the undetermined
limit of the form oo - 0 appearing in the first term. The resolvent operator
tends to be singular at 0 when ¢ =% 0 because T.(f.) tends to a multipli-
cation operator (with continuous spectrum), whereas the projection I — ﬁ’a
acts on a vector which approaches (i) = Ker(I — P.).
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A.2 DMaturation age
Let us recall the maturation age model of Chapter 4
u(z,t) = (1=eb()v(z,t) +e [¢~ by)v(x,y)v(y, H)dy
—my(fy" u(y, t)dy)u(z, t) — zu(z, t), (A.24)

vz, t) = au(z,t) —ma( f;° v(y, t)dy)v(z, t).

In Chapter 4 we proved, under the conditions of Theorem 1.3.6 and for ¢
small enough, the existence of a positive equilibrium, (u.,v.), of (A.24).
In this case, since the environment is not one dimensional, Theorem 5.1.17
does not suffices to prove stability of (u.,v.). However, let us show that the
model satisfies the hypotheses of Theorem 5.1.9.

If we linearize around the equilibrium (u., v.), we obtain (using the Taylor
formula and eliminating the higher order terms)

—x —my(F;) (1 —e)b(z)v(z,t)

u u
= +e fo b(y)y(z,y) - dy
v ' v
x —ma(Q:)
—my(Po)u. [;° 0 u (A.25)
_|._
0 —miy(Q:)ve fooo ) v
u u
= A, + 5.
v v

We can define, in this case, in the same way as in Chapter 5,

we(A) = det (I + (Se(As = A) ) sy )-

Let us denote by D :={A € C st. Re A\>0,A#0}.
Since 0 is a strictly dominant eigenvalue of A., w.(\) is holomorphic for all
AeD.

Let us recall the finite dimensional model for the maturation age studied
in Chapter 1 at the ESS value
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u = b(Z)v(t) — my(u(t))u(t) — 2u(t),
(A.26)
v'o= zu(t) — ma(v(t))v(t).

In Chapter 1 we proved, under the hypotheses of Theorem 1.3.6, the
existence of a hyperbolic asymptotically stable equilibrium point (u(z), v(Z)).
Linearizing at the equilibrium point (u(Z), v(2)) and eliminating higher order
terms we obtain the linear system

wq —my(u(z)) — & b() wq
wy a —ma(v(2)) Wy
—m/y (u(z))u(z) 0 wy
4 (A.27)
0 —mj(v(2))v(2) Wy
_ BO w1 T wh

Since the equilibrium point (u(Z), v(#)) is hyperbolic and asymptotically sta-
ble, o(By +To) C{\X : Re) < 0}, therefore

wo(N) == det(I +Ty(By — MXI)71) #0

for A € D, that is, the determinant

| (ma(v(@) + Nl (u(@))u(2) (&) (u(2)u(2)
ey ey
det
i (0(2))u(@) (& + ma (@)l (0(2))o(@)
Iy b ey

where f(A) := (& +mi(u(Z)) 4+ N)(ma(v(z)) + A) — 2b(Z), does not vanish for
AeD.

Our aim is to apply Theorem 5.1.9 to w.(A).

In order to see that w.(\) — wp(A) uniformly on compact sets in D, let us
consider the multiplication operator
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Ay = (A.28)
x —ma(v(Z))

in M x M, where M is the space of the measures of Radon, with domain
D(Ay) = {(u,v) e M xM : I C, suchthat (xf u)<C,
it ||flloo =1} := Dy x M.
Lemma A.2.1 The operator Ay defined in (A.28) is a closed operator.

Proof: 1t is sufficient to show that the operator B defined in D; by

{f; Bu) = (xf, u)

is closed.
Let us consider a sequence {u,}, with u,, € Dy and such that

U, — u (e M), (A.29)
Bu, = v (e M). (A.30)

We would like to prove that u € D; and that Bu = v.
By (A.29) we have that

n— oo

sup (g, un — w)| = [lun — ullsr =0, (A.31)
9€Celglloe=1

where C, denotes the space of continuous functions with compact support in
(0, 00).
Let f be a continuous function with compact support. Then by (A.29)

(2 fun) =z f,w)] = [ f, un — u)

_xf

= max, |:vf|(maxz |:1:f|’un —u) =0
Therefore (f, Bu,) = (xf,u,) — (xf,u).
By (A.30) we have that
sup {9, Bu, — v)| = ||Bu,, — v||; = 0. (A.32)

9€Ce;|lgllo=1
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Taking the same f as before, by (A.32) we obtain

1(f, Bun) — {£,0}] = max| | aj,f, _y o,

That is, (f, Bun) = (f,v).
As we also proved that (f, Bu,) — (zf,u), by uniqueness of the limit we
have that (zf, u) = (f,v). Then,

[{zf, w)l = (0] < vl Flloes

that is, u € Dy.
On the other hand,

(f, Bu) = (zf,u) = (f,v).

Therefore Bu = v. O

The resolvent operator of Ay can be computed explicitly

—ma(v(Z)) — A —b(z)
(Ag — A7 = f(;,x) \

where f(\ z) = (z +mq(uw(Z)) + A)(m2(v(Z)) + A) — zb(x).

Let us also consider the operator
S, = ( —m/ (u(z))u(2)dz fo o q N )
; ey ()

(where we understand [ p(dz) = p(0,00)) in M x M.
We define ho(X) := det ((1 + So(Ao — )\])*1)|R(SO)). The function ho(A) can be
computed explicitly. If we consider the basis of the range of Sy

((u(2)dz,0), (0,v(2)dz),
then ho(A) is

| (ma(0(@) + N (@) u(d) (@) (u())u(2)
ey ey
det
i (v(2))0(2) (& + ma (u(@))mb(0(E))o()
ey b ey
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where f(A) := (& +ma(u(2)) + A)(ma(v(Z)) + A) — 2b(2).
That is, ho(A) = ( ).

Theorem A.2.2 Let w.(\) = det(I + S-(A. — XI)™") where A, and S. are
defined in (A.25). Let us consider D = {\ € C such that Re X>0,\#
0}. Then, under the hypothesis of Theorem 1.3.6 and if € is small enough,
we(A) does not vanish for A € D.

Proof: Let us consider wy(\) = det(I + Ty(By — M)~') where By and T}
are defined in (A.27). We have showed that wo(A) # 0 for A € D (because
the equilibrium point (u(z,v(2))) of (A.26) is hyperbolic and asymptotically
stable).

By Theorem 5.1.9 we have to prove that w.(\) =% wy(\) uniformly in A on
compact sets in D.
It suffices to show that

[(Sc(Ac = AD7Y), = (So(Ag — AD)7Y) s | =%

|R(se)

Adding and substracting (S.(Ay — )\I)’l)m(s | we have

[(Se(Ae =AD)71) = (So(Ao = AD) ™)

‘R(So)

- . .
H(SE(AE — ) )‘R(Ss) — (SE(AO — M) >|R(SE)|| +
|| (Se(AO - AI)_l)lR(ss) N (SO(AO N )\I)_l)\R(so) H
We can write A. = Ay + B. where
—my(P.) + mqi(Py) —eb(z)+e fo v(x,y) - dy
B. =
0 —ma(Q:) + m2(Qo)

e—0

Since ||B|| — 0, by the same argument as in the proof of Proposition
A.1.2 we have that

e — — e—0
| (Sa(Aa — A 1)\R<ss> B (SO(AO — M) 1)\R<50> =0
holds.
We are reduced to proving
— — e—0
I (SE(AO = Al) 1)\1%(55) N (SO(AO — M) 1)\12(50) =0
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Computing S:R(\, Ap) in the basis ((ue,0), (0,v.)) of the rank of S. we
obtain that it is

00 —ma(v(Z))—A oo —b(z
—mi(P.) f57 =22 (2)de —mi(P.) fy° 75 (r)dx
_m2 Qa fO f()\ w)ua )dl’ _mQ Qa fO %’U‘g(iﬁ)dx

The convergence results of (u.,v.) in Chapter 3 give the result.
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