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ABSTRACT. We analyze the structure of positive solutions to a class of steady
state equations arising in modeling a prey population that grows logistically,
experiences Holling Type III predation from a generalist predator, and exhibits
an overall negative relationship between density and emigration rate (-DDE).
In particular, the predator is assumed to operate on a different time scale than
the prey and, thus, its density is held constant. Under some general hypothe-
ses on the reaction term and boundary nonlinearity, we establish existence,
nonexistence, and multiplicity results for certain ranges of a parameter which
is proportional to patch size squared via the method of sub-super-solutions.
In particular, we establish that the bifurcation curve of positive solutions for
the steady state equation is at least X-shaped. In this case, there is a range
of patch size where a patch-level Allee effect occurs, i.e., a situation where the
trivial solution and at least one other positive steady state are stable arises for
small patch sizes, and a non-Allee effect type bi-stability arises for a range of
larger patch sizes. As an application of our result, we consider the case when 2
is a ball, the reaction term is exactly logistic growth with a Type III functional
response and the boundary nonlinearity is a -DDE form with a fast decay rate
and show that the hypotheses in our theorems are satisfied. Further, when
Q = (0,1), we employ quadrature methods and computations using Wolfram
Mathematica to show that the bifurcation diagram for positive solutions of
this example is exactly 3-shaped for certain values of the parameters. The
occurrence of multiple steady states in real-world metapopulations can influ-
ence the fraction and distribution of occupied patches and cause uncertainty
in predicting minimum patch size and density-area relationships.
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1. Introduction. In [18], the authors established certain existence and multiplicity
results for positive solutions of the following steady state problem arising from a
population model, namely,

fAu:)\<uf“?271f—;>; z €0
u (1)
afn—i-\/Xu:O; x € 00

where a prey population and a generalist predator occupy a single habitat patch
which is surrounded by a hostile matrix. Here, u represents the prey density in the
patch, A > 0 is proportional to patch size squared, prey exhibit logistic growth with
K > 0 being the patch carrying capacity, and 1?—52 represents a Holling Type III
functional response of a predator population which is assumed to be at constan-
t density (one could assume the time scale of the predator is much greater than
the prey, leaving the predator’s population dynamics as negligible) with compos-
ite parameter ¢ > 0 representing maximal predation rate (see, e.g., [22], [23], and
[24]). Specifically, a Type III response can arise in the situation where a gener-
alist predator, which when it encounters this prey at low levels preys upon it at
corresponding low levels. But, as the prey density reaches a certain threshold, the
predator “switches” and begins to consume prey at higher levels. It is also assumed
that either Q is a bounded domain in RY; N > 1 with smooth boundary 9§ or
N =1and Q = (0,1). In this scaled model, Q has unit length, area, or volume
and %:; denotes the outward normal derivative of u. The details of the derivation
of such a population model can be found in [13].

In [18], the authors proved that the bifurcation diagram of positive solutions for
(1) is S-shaped for certain parameter values and ranges of A-values (see Figure 1).

[l

<

/ A

FIGURE 1. A prototypical S-shaped bifurcation diagram of posi-
tive solutions for (1).

The ecological interpretation of such a prediction is that patches with a A-value
such as the one illustrated by the dotted line in Figure 1 will have at least three
positive steady states, say w1, us, ug listed in ascending order of size. It is easy to see
that this creates a dynamical structure that is at least bi-stable, i.e., the solution
of the corresponding time-dependent problem with initial condition taken within
[u1, us] will remain in this range for all time (see, e.g., [32]) and similarly for initial
conditions taken within [ug,us]. However, for this A-value, the trivial solution is
unstable. As this bifurcation diagram illustrates, the size of the patch plays a crucial
role in determining if this predation mechanism will produce bi-stability or not. In
other words, bi-stability only occurs for intermediate levels of patch size.

Allee effects, defined as the positive effects of increasing density on fitness, have
also been shown to create a type of bi-stability in spatially heterogeneous models
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such as (1). In this case, the trivial solution and at least one other positive steady
state are both stable, leading to prediction of a threshold for which the population
must overcome in order to be predicted to persist. Allee effects were first described
in the early 1930s for cooperatively breeding species [3, 26]. Although several causes
of Allee effects have been proposed in the literature, scarcity of reproductive op-
portunities at low densities are thought to be a common cause for Allee effects (see
[15, 30]). Other factors can be found in [11, 17, 27]. Although it can be difficult to
detect (e.g., [35]), empirical support for Allee effects spans a wide diversity of taxa
(see [11, 27]).

The authors have shown in a series of studies that a negative relationship between
density and emigration from a patch into the matrix (-DDE) can generate a patch-
level Allee effect in models without an explicit Allee effect type growth, see [8,
19, 21]. Although the most widely accepted view of emigration behavior is that
species should exhibit positive DDE (+DDE) (see [5, 6, 31]), other forms of density-
dependent emigration (DDE), including -DDE, exist. In a recent review of the
empirical literature, [21] found that 35% of the cases exhibited +DDE, 30% were
density independent (DIE), 25% were -DDE, 10% were non-monotonic. However,
little is known about the dynamics of such an ecosystem where prey grow logistically,
experience Type III predation, and exhibit -DDE. In particular, what interaction
will the two mechanisms of Type III predation and -DDE have on predictions of
persistence as the patch size is varied?

In this paper, we study a general class of steady state problems arising from
a population model for prey that are growing logistically, experiencing Type III
predation from a generalist predator, and exhibiting -DDE, namely:

—Au = \(u); x €Q ,
{gZ‘*‘\f/\W(U)u:O; x € 90 (2)

where the setup is the same as in (1) with the addition of the composite parameter
~ which is proportional to matrix hostility and g(u) = 1;?5;‘ ) with a(u) being the
probability of an organism remaining in the patch upon reaching the boundary. We
now make the following assumptions regarding the reaction term f and boundary
nonlinearity g which will include the modeling situation discussed previously:

(Hy) : f € C(]0,00),R) such that f(0) =0, f'(0) = 1, there exists ro € (0,00) such
that f € C%([0,70]), f(ro) =0, and f(s)(s — o) < 0 for s € [0, 00),

(H3) : g € C([0,00), (goo, go]) is a continuous function such that there exists go, goo
with 0 < goo < go, 9(0) = go, and [glin)g(é’) = goo-

We note that (H3) ensures g represents an overall -DDE when g, < go or DIE
or +DDE when g, = go, and we will show that when maﬁ { £s) } =1 (= f'(0)) the

[0,70 S
growth term is not of Allee effect type. Our aim is to derive sufficient conditions
for which the bifurcation diagram of positive solutions for (2) is at least X-shaped.
Ecologically, such a diagram will imply there are ranges of A where a patch-level
Allee effect arises and others where a non-Allee type bi-stability occurs.
First, we recall some results for certain eigenvalue problems from [20]. Namely,
given M, B,y > 0, let E1(M, B,~) be the principal eigenvalue of the problem:

—A¢0 =FEMa¢g; x € Q (3)
%0 + VEByg = 0; x € 09
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with corresponding normalized eigenfunction ¢g > 0;z € Q such that ||¢p|lec = 1.
In the case of M = 1, B = 1 we denote E;(y) = Ei(1,1,7). Further, for a fixed
M, B,v,\ > 0, let 0og(M, B,) be the principal eigenvalue and ¢y > 0; 2 € Q be the
corresponding normalized eigenfunction of:
—A¢Q = (O'+ /\]\4)¢07 €N
{ag;uﬁBwoo; v €00 (4)

and o1(M, B,~) be the principal eigenvalue and ¢; > 0;x € Q be the corresponding
normalized eigenfunction of the related problem:
_A¢1:(U+/\M)¢1§ x e (5
%’;1 +VABy$, = 0¢y1; x € ON. )

We note that sgn (o1) = sgn (09), oo(M, B,7) > 0 for A < Ey(M, B,7),
oo(M,B,7y) < 0 for A\ > E(M,B,~), and 0o(M,B,vy) — 0 as A\ — Ey (M, B,~)
(see [20]).

Let R > 0 be the radius of the largest ball that can be inscribed inside the domain

. (NN * — ; .
Q, Cn = Hxm— (> 1), f*(s) := m[%x]f(r), and given a b > 0, denote v, as
rel0,s

the unique solution of:
—Av=1; z€0Q "
%z—&-wzbgoovzo;xeaﬂ (6)

with i = /35

Now, we state two further hypotheses regarding f:
(H3) : there exist a,b > 0 such that a <b < £% and f%@/% > %,
(Hy) : there exist 1 € (0,b) and ro € (bCn, 1) such that f is non-decreasing in

(r1,72).

We now state our main results, with statements of stability understood in Lya-
punov sense, e.g., see [7] or [32].

Theorem 1.1.
(i) Let (Hy),(Hz) hold and let My = maX{M}. Then (2) has no positive so-

[0,70] L *
lution for A < E1 (Mo, goo,7y) and the trivial solution is asymptotically stable.
For A > E1(1, go,7), the trivial solution of (2) is unstable and there exists a
positive solution of (2), uy, such that ||uxllec = To as A — 0.

(ii) Let (Hi),(Hz) hold and let My = f(r)lay];{@}. Given a Ao < E1(Mo, go,7),
o

there is a unique by € (0,g0) such that Ao = Ei(My,bo,7) and if g(s) >
bor;ogos + go; s € [0,70] then (2) has no positive solution for A € (0, o). In
particular, if Mo = 1 and go = goo then (2) has no positive solution for
A < Ei(1,90,7) and, thus, there is no patch-level Allee effect in this case.
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(iii) Let (Hy),(Hz) hold. Given a Ay € (E1(1, 9o, 7). E1(1,90,7)), there
exists a Ao € (E1(1, goo,7), A1), a corresponding by € (goo, go) such that
o = E1(1,bo,7), and a Ko(A1, f,7,Q) > 0 such that if g(s) < by for
s € [Ko(A1, f,7, ), 0] then (2) has at least two positive solutions for
A€ [)\1, El(l,go,’y)) and a patch-level Allee effect occurs on this \-range.

(iv) Let (Hy), (Hz), (Hs), & (Hy) hold. Then (2) has at least three positive
solutions for

Ne (max {Bi(1,g0,7), Gy o min { ey, 230 )

Corollary 1.2. Let (Hy), (H2), (H3), & (Hy) hold. Given a

A€ (BEi(1,900,7), E1(1,90,7)), if g(s) < bo for s € [Ko(A1, f,7,9Q),70] (where
bo and Ky are as in Theorem 1.1 (iii)), then (2) has a positive solution uy for
A > A\ such that ||Juxllee — To as A — 00, at least two positive solutions for

AE [)\1, El(l,go,y)) , and at least three positive solutions for

AE (max {E’l(l,go, v), 721%’%%1‘)] } , min { ”UubH:of*(a)7 f(’{f)gz })

Remark 1.3. See [1] and [2] for studies where the authors have established a -
shaped bifurcation diagram for (2) when the boundary conditions are linear (i.e.
g(s) = 1) and nonlinear respectively. In both studies, authors established their

results assuming that f(s) is an increasing function and hence their results do not
2

apply to the reaction term f(s) = s — % — 1557+ See also [28], where the authors

discuss a Y-shaped bifurcation curve for an ecological model with semipositone
2

structure and Dirichlet boundary conditions, namely when f(s) = s — % — %= — ¢

e > 0.

Theorem 1.1(i) shows that persistence of the prey is not possible when the patch
size is too small, whereas prey can persist at a level which approaches the steady
state value of the spatially homogeneous version of (2), i.e., 7. The latter is due
to the fact that larger patches develop a core area where organisms residing in this
area are not likely to reach the patch/matrix interface and face mortality in the
matrix. Theorem 1.1(ii) gives a sufficient condition for when the -DDE strength
(which is measured by how fast g is allowed to decay to its minimum value g..) is
not enough to ensure persistence for small patch sizes. Notice that gy = g, means
that g represents non-negative DDE, and any patch-level Allee effect prediction has

to come from the reaction term. When fn&}ﬁ {Lj)} = 1, there is no possibility
0,7‘0 )

for a positive solution below the bifurcation point, E;(1,gg,7), and therefore no
patch-level Allee effect is possible.

Theorem 1.1(iii) reveals the fact that if the prey species exhibits any level of -DDE
(i.e., goo < go) then a patch-level Allee effect is predicted as long as g decays quickly
enough below a certain threshold. This threshold is related to the domain geometry
through the eigenvalue problem (3) and the desired A;-value. Notice that the decay
rate requirement is indeed tied to reaction term, f. The result in Theorem 1.1(iv)
gives sufficient conditions for existence of a non-Allee type bi-stability for patch sizes
in a certain range of values. Finally, Corollary 1.2 gives sufficient conditions for the
bifurcation curve of positive solutions for (2) to be X-shaped (see Figure 2). In this
case, the model predicts extinction for small patch sizes, a patch-level Allee effect
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for a range of patch sizes corresponding to A < E1(1, go,v) and A ~ E;(1, go,7), and
a non-Allee type bi-stability for an intermediate range of patch sizes with A-values
in the range outlined in Theorem 1.1(iv).

llrelloo

,0 ——

Ei(L 4o, V)

FIGURE 2. An expected bifurcation diagram for positive solutions
of (2) when the hypotheses for Corollary 1.2 are satisfied.

We present some important preliminaries in Section 2, followed by proofs of
Theorem 1.1 and Corollary 1.2 in Section 3. In Section 4, we discuss an example
arising in ecological modeling for the case when € is a ball of radius R > 0 in R
N =1,2,3, and show that Theorem 1.1 and Corollary 1.2 hold for certain parameter
values for this example. In Section 5, we computationally generate bifurcation
diagrams of positive solutions for (2). In particular, our computational results
indicate these bifurcation curves are exactly X —shaped for certain parameter values.

2. Preliminaries. In this section, we introduce definitions of a (strict) subsolution
and a (strict) supersolution of (2) and state two sub-supersolution theorems that
are used to prove existence and multiplicity results for positive solutions.

By a subsolution of (2) we mean v € C2(Q2) N C1(Q) that satisfies

{ —AY < Af(¥); T EQ
B8+ Vag(e)y < 0; @ € 9,

and by a supersolution of (2) we mean Z € C?(Q2) N C'(Q) that satisfies

—AZ > A(2); €9
2 4 VMg(2)Z > 0; x € 09

By a strict subsolution (supersolution) of (2) we mean a subsolution (supersolution)
which is not a solution.
Then the following results hold (see Thereoms 1 and 2 in [25]).

Lemma 2.1. Let ¢ and Z be a subsolution and a supersolution of (2) respectively
such that ¢ < Z. Then (2) has a solution u € C*(Q) N CY(Q) such that u € [, Z].

Lemma 2.2. Let 1)1 and Zs be a subsolution and a supersolution of (2) respectively
such that 1 < Zs. Let s and Zy be a strict subsolution and a strict supersolution of
(2) respectively such that o £ Z1 and Vo, Z1 € (11, Zs]. Then (2) has at least three
solutions uy, uz and uz where u; € [;, Z;]; i = 1,2 and uz € [¢1, Z2]\([¢1, Z1] U
[V2, Z2]).
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Remark 2.3. Theorem 2 in [25] is established by the application of fixed-point
theory ideas used in [4] (see Theorem 15.2). As in [4], Theorem 2 in [25] is also
stated with the assumption Z; < 1. For the proof of this theorem to go through,
what is really needed is that the set [¢)1, Z1] N [¢h2, Z2] is empty, which is true
when Z; < 1. However, for this set to be empty assuming 1, £ Z; is sufficient,
and hence this three-solution theorem holds under this lesser assumption. This
observation was noted in [34], and Lemma 2.2 is also stated with the assumption

Yo £ 7.

3. Proofs of Theorem 1.1 and Corollary 1.2. In this section, we provide proofs
of our main results. First, we make a note about K referenced in Theorem 1.1.

Details of the constant K in Theorem 1.1.

Given a A\, € (El(l,goo,v),E’l(l,go,v)), we choose a Ay € (E1(1,goo,7), A1)
and using the facts that E;(M, B,~) is strictly decreasing as a function of B and
E{(M,0,7) = 0, there exists a unique by € (goo,go) such that \g = Ej(1,bg,7).
Now, for a fixed A > Ay, define H(s) := (A+00)s — Af(s), where o9 = go(1, by, ) is
the principal eigenvalue of (4) with corresponding eigenfunction ¢o. Then H(0) =
0 and H'(0) = (A + 09) — Af'(0) = 09 < 0 since f/(0) = 1 and o9 < 0 for
A > E1(1,bg,7). This implies that H(s) < 0 for s ~ 0. Let 0 < sy < ro be such
that

H(s) = (A+o00)s—Af(s) <0; forall se(0,s] (7)
Now, define
Ko= Ko frn®) = min Lwinngn(o)} ®)
AG[Al,El(l,go,'y)] Q
where
n:= min {sxr}. (9)

- AE[M,E1 (1,90.7)]

Next, we construct several sub- and supersolutions that are crucial to proving
our results.

Construction of a subsolution ¢y when (H;) & (H;) hold for X >
by (15 9o, 7)‘

For a fixed A > 0, let 07 = o1(1, go,7) be the principal eigenvalue with corre-
sponding normalized eigenfunction ¢; > 0; ©Q of (5). We note that oy < 0 for
A > E1(1,g0,7). Let ¢y := pa¢y for py > 0 and I(s) := (A + o1)s — Af(s). Then,
we have [(0) = 0 and I'(0) = (A 4+ 01) — Af'(0) = 01 < 0 since f/(0) = 1 and
A > Ei(1,g0,7). Therefore, I(s) < 0;s = 0. This implies that

=AYy = pa(A+o1)d1 < Af(padr) = Af(¥1); Q

for p) ~ 0. We also have

a(;f; + Vg ) = px(%q:; + fkvg(maﬁl)%)
= p,\( (01 - ﬁv%) P11+ \f/\“Yg(p/\QSl)ébl)
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= (o1 + V3 (9(pac) = 90) ) 61

< 0; 922
for py =~ 0, since g(0) = go and o1 < 0. Hence, ¢ is a subsolution of (2) for
A> El(lngf'Y) and pax = 0.
Construction of a strict subsolution s when (H;), (H2), (H3), & (Hy)

20NC 2ra N
hold for A € (%NCx, 2, ).

Let § € C' (]0,00)) be such that § is nondecreasing on [0,72),0 < g(s) < f(s) on
[0,71) and g(s) = f(s) on [r1,r2). Then the following boundary value problem
—Aw = Ag(w); x € Q
u=0; v € o

has a solution @y > 0 such that ||W|lec > b for A € (%’g%;, fz(?)gZ) provided (Hs)

and (Hy) are satisfied (see [29]). Let o := w. Since g(s) < f(s) on [0,79) and
36% < 0 on 99 by Hopf maximum principle, it is easy to show that 1o is a strict

subsolution of (2) for \ € (’gg%z;, f2(22)g2).

Construction of a strict subsolution 3 when (H;), (H) are satisfied for
A< E1(179077) when g(S) < bO for s € [KO(/\17f7’Y7Q)aT0}‘

Given a A\; € (Ef’l(l,goo,'y),El(l,go,'y))7 we choose a A\g < A1, there exists a
unique by € (goo, go) such that \g = E1(1,bp,7). Now, recall n from (9), Ko
from (8), and o9 = 0¢(1,bo,y) the principal eigenvalue of (4) with corresponding
eigenfunction ¢g. Let A € [Ar, E1(1,g0,7)] and ¢35 := ngy, and assume that g(s) <
by for s € [Ko(A1, f,7,),70]. Then, from (7) we have

7A'L/)3 = 7TLA(7250 = n()\ + Uo)¢0 < )\f(n(,b()) = )\f(?,[)g)7 Q.
Further, since g(s) < by for all s € [Ky, o], we have

a;;i + ﬁryg(qﬁs)wg =n (8;7570 + \F/\’YQ(W?O)%)

= nvV/Xy (9(ndo) — bo) by
< 0; 0.
Hence, 13 is a strict subsolution of (2) for A € [Ay, E1(1, go,7)] with [[¢3] < 70.

Construction of a subsolution ¢, for A > 1 such that |[¢4|cc — 70 as A —
00.

We note that the boundary value problem:
—Aw = Af(w); z€Q
w=0; €N

has a solution wy for A > 1 such that 0 < wy < rg and ||walloo = 70 a8 A — o
(see [10]).
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Further, w) satisfies 8“’* + \f’yg(wA)wk < 0 on 9N since 88% < 0 on 09 by

Hopf’s Maximum Prinaple. Therefore, 14 := wy is a subsolution of (2) for A > 1
such that ||14]]cc — 70 as A — 0.

Construction of a global supersolution Z; for A > 0.

Let Z; := 7. Then it is easy to see that Z; is a global supersolution of (2) for all
A > 0. Furthermore, it is easy to see from the maximum principle that any positive
solution, u, of (2) will satisfy ||u|lcc < Z1 = ro.

Construction of a strict supersolution Z; when (H;), (H2), (Hs), & (Hy)

2b0NC N a
hold for A € ( ey H%M*(G)) .

Let Z5 := HS;:}%’ where v, is the unique positive solution of (6). Thus, we
have
AZy = — L
[0 [l
> Af*(a)

2)\f*< a”Ullb >

([

Z)\f( AV )
[

= A (Z2); Q2

since A < ——%—— and f*(s) = max_f(t). Now, since A > 22NCX and g(s) >
Tom o7 (@) nax Z7(0)

Joo; [0,00), we have

9 avy,
8Zz+f 0 (Z2) 20 = (Hvume) sy g( avy, ) avy,

n on || MbHOO HUMbHOO

a Ovy, ( ) )
= — + Vg [ —2— ) v,
||UMbHOO ( 877 || ,ub”oo He
a ov 20NC'y
> Eo 4 GooUp,
[ ( o\ R )

o (81},% )
v lloo \ On

= 0; 09.

Hence, Z5 is a strict supersolution of (2) with ||Z2]|e = a.

Construction of a strict supersolution Z; when (H;) holds for A <
El (1a go, ’Y) :

For a fixed A > 0, let o1 = 01(1,go,7y) be the principal eigenvalue with cor-
responding normalized eigenfunction ¢; > 0; Q of (5). Recall that o1 > 0 for
A < Ei1(1,90,7). Let Zs := my¢1 and I(s) = (A + o1)s — Af(s). Then we have
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1(0) = 0and I'(0) = (A +01) = Af'(0) = oy > 0since f/(0) =1 and A < E1(1, go,7).
This implies that

—AZg =mx( A+ o01)p1 > Mf(madr) = Af(Z3); Q

for my ~ 0. We also have

07 -
877)3 +VNY9(Z3) 25 = m/\(

91
on

= ﬁu( (01 — \fMgo) ¢1 + ﬁvg(mwbl)%)

=mrd1 (\57(9(77%\%) —go) + U1>
> 0; 00

- ‘/XVQ(mA¢1>¢1)

for my ~ 0 since g(0) = go and oy > 0 for A < E1(1,go,7). Hence, Z3 is a strict
supersolution of (2) for A < E1(1, go,7y) when my = 0.

Finally, we provide proofs of our main results.
Proof of Theorem 1.1(i): Let (H;), (Hz2) hold and My = max {M}

[0’7‘0] s
We first prove non-existence for \ < E1_(M0,goo,7)-
Recall that 09 = 09(Mo, goo,7) > 0 for A < E1(Mo, goo, 7). Assume uy is a positive
solution of (2) for A < E1(My, gso,7y). Then by Green’s Second Identity, we have:

/Q ((ﬁoAu,\ — u,\Aqﬁo)da:

_ ux 9%
a /39 (¢0 on A on )ds

= /OQ ( — doV Avg(ur)ux + uxﬁvgmcﬁo)ds (10)
=/ Wboumf)\(goo —g(UA)>dS
0
<0
since g(8) > goo; § € [0,70]. On the other hand, we have
/ (qboAu,\ — u,\A¢0)dx
Q
= [ (= 0oAsn) + (Mo + o0)urg) o
> /Q (— doAMouy + (Mo + Uo)u,\(bo) dz since f(uy) < Mouy (1)

= /g)QSOU/\(_ AMgy + Mo\ + ao)da@

:/00¢0U/\d$
Q —
> 0 since o¢ > 0 for A < E1(Mo, goos7Y)-

This is a contradiction. Thus, (2) has no positive solution for A < E1(My, goo,Y)-
The stability properties of the trivial solution follow from a well-known argument
as in [20] and are omitted.
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Now we prove the existence of a positive solution u) for A\ > E;(1, go, 7).
Recall the subsolution ¢; = px6#; and supersolution Z;. We choose py small enough
so that ©; < Z;. Then by Lemma 2.1, it follows that (2) has at least one positive
solution u) such that ¢; <wuy < Z; for A > El(l,go,fy).

Now we prove that (2) has a positive solution u) such that ||uy]|eo — ro
as A — oo.

Recall that for A > 1, we have a supersolution Z; and subsolution ¥4 of (2) such
that [|t4]lcc — 70 @8 A = co. By Lemma 2.1, (2) has a positive solution wu) for
A > 1 such that ||uy]jec — 70 a8 A — 00. O

Proof of Theorem 1.1(ii): Let (H;), (H2) hold and let My = %1&% {Lj)}
sT0

Here, we show nonexistence of a positive solution when a certain growth
requirement on g is met.

Given a \g < E1(Mo, go,7), there is a unique by € (0, go) such that \g = E1 (Mo, by, 7).
Assume that g(s) > bo;gos + go; s € [0,70]. Recall that o¢g = o9(Moy, bo,7y) > 0 for
A < By (Mg, bo,7). Assume uy is a positive solution of (2) for A\ < Ey(Mj, by, 7).
The argument in (11) from (i) goes through exactly. But, since uy < ro and
g(s) > o= 225+ gos s € [0,70] we must have

/ (02r — ur Ay )

( Ouy 8¢0)
(-

0~ — U
on
B0V Myg(ux)ux +ka7b0¢0>
7¢oux\ﬁ(bo - Q(UA))dS

— b
< 7¢0U,\\5(bo —go+ goT Ou,\)ds
0

Notice that a contradiction arises between (11) and (12), thus (2) has no positive
solution for A < Ag. The second part follows since My = 1 and gy = goo im-
plies that E1(My, goo,y) = E1(1, go,7) and, thus, there is no positive solution for
A < Ei(1,g0,7). Since predictions of a patch-level Allee effect require existence
of at least one positive solution of (2) where the trivial solution is asymptotically
stable, (i) ensures that no such effect can happen in this case. O

Proof of Theorem 1.1(iii): Let (H;) and (Hj) hold.
Here we show the existence of at least two positive solutions for
A € [M1, E1(1,90,7)) when g(s) < by for s > K.

Recall the strict subsolution 3 = ngg for A € [A1, E1(1, go, 7)) with ||13]|e0 < 70,
supersolution Z; = rg for A > 0, and strict supersolution Z3 = my¢; (with my = 0)
for A < Ei(1, go, 7). Furthermore, ¥g = 0 is a solution and hence a subsolution of
(2) for any A > 0. Now, we choose my &~ 0 such that ¢35 £ Zs and Z5 < Z.
Then, by Lemma 2.2, (2) has at least two positive solutions, say u; and uy for
A E [)\1,E1(1,g0,’y)) where u; € [wg,, Zl] and ug € [1/}0,21]\ ([wo, Zg] U [’(/)3721]) .
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(Note: since ¥y = 0 is a solution, Lemma 2.2 can not guarantee a third positive
solution in [tg, Z3].) Finally, since the trivial solution is stable for A < E;(1, go,),
solutions of the time dependent problem corresponding to (2) with initial condi-
tions sufficiently small will tend towards zero. Furthermore, the solutions ui, us
are also sub- and supersolutions, creating a region for which solutions of the time
dependent problem corresponding to (2) with initial conditions in [u,us] will be
trapped in this range for all time. Hence, there is a patch-level Allee effect for
A E [Al,El(l,go,’)/)). O

Proof of Theorem 1.1(iv): Let (H,), (H2), (Hs), & (H4) hold.
Here we prove the existence of at least three positive solutions for

20NC : a 2ro N
A€ (max {El(”’ R/ (0) } , Iin { Toms T 77 (@)* T B2 })

Recall subsolution 1 = px¢1 for A > Ey(1, go, ), strict subsolution 1, for

P (2}%\}%‘5 , f2(71;2)g2)’ supersolution Z; for A > 0, and strict supersolution Z; =

av 2bNC .
Hv“:‘i’m for A € ( RQf(bfg, anbl\if*(a)> . Since a < rg, we have Zy < Z;. By construc-

tion we have [|1)2]|co > b > a = || Z2]|co. Choosing py &~ 0 we have ¢y < 1 < Z7.
Then, by Lemma (2.2) the result follows. O

Proof of Corollary 1.2:
We note that the proof of Corollary 1.2 is an immediate consequence of the proof
of Theorem 1.1. O

4. An application of Theorem 1.1 and Corollary 1.2 when () is a ball of
radius R with N = 1,2,3. Here we consider the following steady state logistic
growth model with grazing in a spatially heterogeneous ecosystem:

—Auz)\f(u):)\(u—“%—%);xeﬁ (13)
g%; +VM\yg(u)u = 0; x € 9Q
where A > 0, K > 0,0 < ¢ < 2 and Q is a ball of radius R in RY; N = 1,2, 3 with
smooth boundary 952, and

. 1

- l—ms,Ogsgﬁ
g(s)_ 1 . >1
5’8—2m’

where m > 0. We can easily see that (Hy), (H2) are satisfied and My = 1 for

this example with go = 1 and go = 4. In [29], the authors proved the following

properties of f. When K > 1, there exists a unique 7o > 0 such that f(ro) = 0 and
f(s)(s —rp) <0 for s € [0,00). Also, for ¢ € (%, 2) and K > 1, they established
constants b > 0, ¢ > 0, 719 > 0, r; > 0, and 75 > 0 such that ¢ < r; <b<Cr—fv<
&> <00, b< VEKe, 1o > %, f(s) >0 for s € (0,79), f(s) <0 for s € (rg,00), f
is increasing on (0,¢) U (r1,732), f is decreasing on (¢, r1) U (12, 00), Klim f(b) = oo,
— 00
and Klim % = 1. Further, they chose a € (r1,b) such that f(a) = f*(a) = f(c),
—00
and estimated a to be 1.5437 and f%(a) to be 11.4445 for ¢ ~ 2 and K > 1. We now
fixa A\ € (El(l,%,'y),El(l,lﬁ)), Ao < A1 with A\g &= A1, and select the unique
bo € (3,1) such that A\g = E1(1,bo,7). In this case, it is easy to show that the
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solution v, of (6) is

RP—Ja> 1 R [f(b)
_l’_ _
2N YGoo N | mob

U/J'b (.’L‘) =

2NCn
R2

where mg = . Observe that ||v,, || decreases as ygoo increases, implying that

% increases and therefore the interval ( by ?)  Toms ”OO Fa )) gets wider as

100 lloo F
Ygso increases. In the case when vg., = 1 it was shown in [18] that, for N = 1,2, 3,

2bNCy a - 2bNCy . .
) < Top ol (@) Therefore by continuity, (sz(b) , HvM,Hoof (a)) is feasible

when vgo > 1. Thus (H3z) — (Hy) are satisfied when vgo, > 1, or equivalently,
v > 2.

We also note that for N = 1,2, 3, we have 2Rbé\§%§ = }”(%l)’ > 520 > Bp > Ey(y) for

c€E (m, ) and K > 1, where Bp is the principal eigenvalue of —A with Dirichlet
boundary condition (see [18]). Further, we note that g(s) < by for s € [Ky, 9] when
m > 1.

Thus, our example satisfies all the hypotheses of Theorem 1.1, and therefore they
can be applied to our example yielding a structure of positive solutions at least like
the one illustrated in Figure 2. O

5. Computational results when Q = (0,1). We note that in the one-dimensional
case, (13) reduces to

" = Af(w) = A (u - “%—1%52); €0,1)
—u'(0) + Vg (u(0))u(0) = (14)
W/ (1) + Vayg(u(1))u(l) = 0

where

. 1
9(5){11 e 01§S§ ?
20 5= am
In this case, we note that the positive solutions of (14) can be completely analyzed
by a quadrature method (see [12]). Since h(s) = g(s)s is increasing for all s > 0, it
follows that the solutions of (14) are symmetric about x = 1 with u(0) = u(1) :=¢

and ||u|eo := p. Namely, the solutions take the shape as in Figure 3.

u(x) r

©

~_

v

o
Y e ke
N SO

FIGURE 3. The shape of symmetric positive solutions of (14).
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Further, the numerically approximated bifurcation diagrams for positive solutions
to (14) are described by the equations:

(15)

P ds 2
A= 2(/q<p> NEOET),

2[F(p) — F(q)] = *(9(0))*¢” (16)
where, F(s) = [; f(t)dt (see [12] for details). Note that for a given p € (0,7¢),
where r¢ is defined as in (Hy) (i.e., the falling zero for f), there exists a unique
q = q(p) € (0, p) that satisfies (15) and (16).

Below we provide bifurcation diagrams for the positive solutions of (14) via
Mathematica computation of (15)-(16). Note that the bifurcation diagrams here
are not drawn to scale.

and

llulleo

0.659

~

0.873 2.467

FIGURE 4. An approximate bifurcation diagram of positive solu-
tions for (14) when v = 1; K = 5;¢ = 1.89, m = 1000.

llulleo

0.901

~

0.862 2.467

FIGURE 5. An approximate bifurcation diagram of positive solu-
tions for (14) when v = 1; K = 15;¢ = 1.89, m = 1000.
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llulleo

16.88

0.870 2.467 4.956 1842.03 yl

FIGURE 6. An approximate bifurcation diagram of positive solu-
tions for (14) when v = 1; K = 19;¢ = 1.89, m = 1000.

llulleo

22.94

0.862 2.467 3.575 256.77 A

FIGURE 7. An approximate bifurcation diagram of positive solu-
tions for (14) when v = 1; K = 25; ¢ = 1.89, m = 1000.

Our numerical results show that when K is relatively small the population does
not exhibit multiple positive steady states for patch sizes bigger than Ej (). How-
ever, for bigger K-values we observe the existence of three positive steady states
for patch sizes bigger than F; () for a certain range of A. For this set of parameter
values, we observe a patch-level Allee effect for a certain range of A which is a con-
sequence of a strong negative density-dependent dispersal (i.e., m > 1 causes the
probability of remaining in the patch to approach 100% for even very small density
values). Further, when K is very large, our model predicts existence of four positive
steady states for patch sizes smaller than E;(vy) and three positive steady states for
patch sizes bigger than Ej(7) for a certain range of A-values.

The biologically necessary criteria for 3-shaped bifurcation curves and multiple
steady states over a range of patch sizes include -DDE in the prey population and
a Holling type III functional response by the predator. One-fourth of the pub-
lished studies in ecology find -DDE [21] and this emigratory response can generate
a patch-level Allee effect [8, 19, 21]. A type III functional response is known to
arise when generalist predators respond to changing prey abundance by switching
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llaellco

73.06

_

0862 1.732 2.467 97.12 A

FIGURE 8. An approximate bifurcation diagram of positive solu-
tions for (14) when v = 1; K = 75; ¢ = 1.89, m = 1000.

to more profitable prey [16, 33, 36]. Density dependent emigration, predation fol-
lowing a Type III functional response, and interplay with landscape-level elements
such as patch size and matrix hostility combine in determining the number of pos-
itive steady states. Multiple steady states can influence regional persistence of the
prey metapopulation by altering the fraction and distribution of occupied patches
and causing uncertainty in the predictability of minimum patch size and density-
area relationships [9, 14].

Acknowledgments: The authors sincerely thank the anonymous referees for their
suggestions.
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