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Abstract

A global existence theorem is given for the periodic solutions of a class of scalar
delay-differential equations satisfying a restorative condition. Properties concerning
the period and the amplitude of the slowly oscillating periodic solutions are estab-
lished. The results are applied to a physiological reflex model exhibiting asymmetry
of response. It is shown that the model predicts periodic behavior for sufficiently
large values of the delay. Furthermore, the two sources of nonlinearity in the model
are shown to be responsible for different aspects of dynamics: The presence of the
response asymmetry affects the local dynamics in the vicinity of an equilibrium,
while the global behavior is mostly determined by the feedback in the reflex path.

Keywords: Delay-differential equation; Periodic solution; Reflex dynamics; Pupil
light reflex; Response asymmetry.

1 Introduction

The scalar delay-differential equation

ẋ(t) = h(x(t), x(t− τ)), x ∈ R, τ > 0, (1)

arises, among other places, in the modelling of physiological phenomena involving a time
delay τ . For instance, the equation

ẋ(t) = −αx(t) + f(x(t− τ)), (2)

where α is a positive rate constant, has been used as a model for respiration, production
of blood cells, cardiac arrhythmias, and the retina of the Limulus, and is treated in [1]
and [2]. A more general form

ẋ(t) = g(x(t)) + f(x(t− τ)) (3)

has been used in population models [3]. On the other hand, there are situations where a
natural phenomenon can be modeled by (1) but cannot be reduced to the special cases
(2) or (3). Among the examples are the reflex models exhibiting asymmetry of response,
like the human pupil light reflex.

1



With x denoting the pupil area or the muscle activity of the iris, (2) has been used
as a model for the pupil light reflex. In this case, the function f represents the feedback
action in the reflex mechanism and the time delay τ is due to finite axonal conduction
and neural processing times. Equation (2) is then a dynamical description of the way
the pupil responds to varying levels of illumination and darkness [4]. An interesting
case is the asymmetric reflex response, where α takes on different values depending
on the direction of movement. For the majority of individuals, the constriction of the
pupil occurs much faster than its dilation, and the observed values of α for constriction
and dilation can differ by a factor of five [5]. A general approach to such problems is
to allow α to be a function of the derivative ẋ, which results in an implicitly-defined
differential-delay equation

ẋ(t) = −α(ẋ(t))x(t) + f(x(t− τ)), x ≥ 0. (4)

Such equations have been treated in [6], and it was shown that the presence of asymmetry
has important consequences for the stability of equilibria, depending on the functional
form of α. Also shown was that under suitable assumptions (4) can be put into the form
(1), although the resulting h in general cannot be written down explicitly in terms of its
arguments. Therefore, it is desirable to consider (1) for a general function h, assuming
only a few essential conditions whose validity can be assessed in the case of the reflex
model (4).

The aim of this paper is twofold. First, we generalize the known facts about (2)
and (3) to give a general existence result for the periodic solutions of (1) under suitable
assumptions on h, and determine some properties of these periodic solutions. Second,
we apply the results to models of reflex asymmetries in the form (4) to draw conclusions
about oscillatory behavior in reflex systems. For the symmetric reflex model (i.e., a
constant α), the existence and some properties of the periodic solutions follow from the
much studied equation (2). However, the asymmetric reflex is a more realistic model in
most cases, and clinical studies show the possibility of periodic oscillations [7]. Therefore,
it has practical importance to determine if the asymmetric model also admits periodic
solutions, and if it does, how the presence of the asymmetry affects the properties of
these solutions.

Using the delay τ as a bifurcation parameter, one can obtain a local periodic solu-
tion as the equilibrium point of (1) loses its stability through a Hopf bifurcation. For
more global results, fixed-point theorems on function spaces are used, in which case the
assumption of the negative-feedback condition

xf(x) < 0 for x 6= 0 (5)

in (2) plays an essential role. The basic conclusion is the existence of a continuum of
periodic solutions, bifurcating from the Hopf point and existing for each value of the
delay τ for which the origin is unstable. To derive similar results for Equation (1), an
analogous property needs to be determined for functions of two variables. The restorative
condition defined in Section 2 proves to be an appropriate assumption on the function
h, allowing many results of [1] and [2] to carry over to Equation (1) in a more or less
straightforward way. In fact, some of the proofs apply with only minor modifications
and are not repeated here. Some others, however, have subtle differences, and demand
that technical details be worked out carefully. In any case, we have made an effort
to keep the notation as close as possible to that of [1] and [2], in order to emphasize
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the parallelism of the development. After the existence and the properties of periodic
solutions are established in Sections 4 and 5, we discuss the implications of the results
for asymmetric reflex model (4) in Section 6.

2 The restorative condition

It will be convenient to rescale the time in (1) so that the delay is normalized to 1. This
leads to an equation of the form

ẋ(t) = λh(x(t), x(t− 1)), x ∈ R, λ > 0, (6)

where λ = τ appears as a parameter. In addition to (6), we will occasionally refer to
the initial value problem

ẋ (t) = λh (x (t) , x (t− 1)) t ≥ 1 , x ∈ R , λ > 0
x (t) = ϕ (t) 0 ≤ t ≤ 1.

(7)

It will be the standing assumption that for any ϕ ∈ C[0, 1] and λ > 0, there is a unique
solution x(t) satisfying (7). This is typically satisfied for a Lipschitz-continuous h and
for ϕ belonging to a bounded invariant domain in the phase space C[0, 1], but we shall
not explicitly prescribe such conditions. To emphasize the dependence of the solution
x(t) on ϕ and λ, the notation x(t;λ, ϕ) will sometimes be used.

The function h shall be required to satisfy three sets of conditions. First, it is assumed
that the origin is an equilibrium point, where h has some differentiability properties:

(H1) The function h : R2 → R is continuous; h(0, 0) = 0; h is differentiable at (0,0)
and

C
def= −D1h(0, 0) > 0, D

def= −D2h(0, 0) > 0,

with D > C.

Clearly, the choice of the origin does not present a loss of generality since it can be
achieved by a coordinate translation. The condition D > C is a necessary one for the
equilibrium point to be repelling (see Proposition 1 below). One can expect sustained
oscillations if there is a mechanism to push the repelled solutions back towards the
origin. This is the intuitive idea behind the following restorative condition:

(H2) For all x, y ∈ R,

(i) (h(x, y)− h(x, 0))y < 0 if y 6= 0, and

(ii) (h(x, y)− h(0, y))x < 0 if x 6= 0.

Together with the assumption that h(0, 0) = 0, the restorative condition implies that
h is negative (resp., positive) when both its arguments are positive (resp., negative).
Hence it can be thought as a generalized negative-feedback property. Notice that it also
implies h(u, u) = 0 if and only if u = 0, so (6) has a unique equilibrium. Finally, the
following bounds are assumed on h:

(H3) There exist positive constants Ω1, Ω2, and P such that
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(i) |h(x, y)| ≤ Ω1|x|+ Ω2|y| for all x, y ∈ R, and

(ii) h(0, y) ≤ P for all y ∈ R.

Note that the bound (i) in (H3) is satisfied on any compact set by the assumption in
(H1) of the differentiability of h at the origin; hence, it only needs to be checked as
‖(x, y)‖ → ∞.

In the next section the stability of the origin is investigated through the linear
equation, and in Section 4 the restorative condition is summoned to prove the existence
of periodic solutions.

3 The linear equation

If the function h satisfies (H1), then (6) can be linearized about the origin to obtain

ẋ(t) = −λCx(t)− λDx(t− 1),

which has the characteristic equation

∆(ξ, λ) := ξ + λC + λD exp[−ξ] = 0. (8)

Let ω0 be the unique solution of

cosω0 = −C

D
, ω0 ∈

(π

2
, π

)

and let

ωm = ω0 + 2πm and λm =
ω0 + 2πm√

D2 − C2
, m ∈ Z. (9)

Then we have the following result.

Proposition 1 If λ > 0 and C ≥ D > 0, then all solutions ξ of (8) satisfy Re ξ < 0. If
D > C > 0, then there exists a sequence

λ−2 < λ−1 < 0 < λ0 < λ1 < ...

given by the formulas (9), such that if λ 6= 0, then the characteristic equation (8) has a
solution with real part zero iff λ = λm for some m. If 0 < λ < λ0 , then all solutions
ξ of (8) satisfy Re ξ < 0. If λ = λm, then (8) has a pair of complex conjugate roots
ξ = ±iωm 6= 0; these are simple roots, and there are no other roots with zero real part.
For λ near λm there is a unique pair ξm (λ) , ξm (λ) of complex conjugate roots near
±iωm. The function ξm (λ) depends analytically on λ, satisfies ξm (λm) = iωm and its
derivative satisfies

sgn(λm) · Re ξ′m(λm) > 0.

The proof of Proposition 1 is a direct application of Propositions A.1 and A.2 of [2]
to (8).

Corollary 2 Let D > C > 0 and λ > λ0 , where λ0 is given by (9). Then the charac-
teristic equation (8) has a solution ξ satisfying Re ξ > 0 and Im ξ ∈ (π/2, π).
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Proof. Let S = {ξ ∈ C : Re ξ > 0 and Im ξ ∈ (π/2, π)}. By Proposition 1, if λ is
greater than and close to λ0 , then (8) has a solution in S. In fact, if ∆(ξ∗, λ∗) = 0 for
any λ∗ > 0 and ξ∗ satisfying Re ξ ≥ 0, then

∂∆
∂ξ

(ξ∗, λ∗) = 1− λ∗D exp[−ξ∗] = 1 + λ∗C + ξ∗ 6= 0;

hence, by the implicit function theorem there exists a continuous curve γ(λ), defined on
an open neighborhood of λ∗, such that ∆(γ(λ), λ) = 0. Furthermore, noting that (8)
cannot have a solution with imaginary part equal to π/2 or π, and using Proposition 1,
one sees that for λ > λ0, (8) does not have a solution on the boundary of S. Hence for
λ > λ0, γ(λ) is confined to the set S. To prove the corollary, it is enough to show that
γ is defined and continuous on (λ0,∞). Let (λ0, λ̄) be an interval on which γ is defined
and continuous. If λ̄ is finite, then for λ ∈ (λ0, λ̄), the solution ξ = γ(λ) to (8) satisfies

|ξ| ≤ λC + λD |exp[−ξ]| ≤ λ̄(C + D);

therefore γ((λ0, λ̄)) lies in a compact subset of the complex plane. Then a sequence
{λn} ⊂ (λ0, λ̄) can be found such that λn → λ̄ and γ(λn) → q for some complex number
q. Continuity of ∆ then implies that ∆(q, λ̄) = 0, which in turn implies that q ∈ S.
Defining γ(λ̄) = q and using the fact that ∂∆/∂ξ is nonzero at the point (γ(λ̄), λ̄), it
is seen that γ can be extended to an open interval containing λ̄. This proves that γ is
defined and continuous on (λ0,∞), proving the corollary.

Next is a lemma to be used later which compares h to its linearization on a certain
subset of the plane.

Lemma 3 Let r > 0, and denote Sr := {(x, y) ∈ R2 : xy ≥ 0 and ||(x, y)|| ≤ r} (where
‖ ‖ is the Euclidean norm). Assume (H1) and (H2) hold. Then there exists k > 0 such
that

|h(x, y)| ≥ k|Cx + Dy| for all (x, y) ∈ Sr, (10)

where C and D are as in (H1). Conversely, for any k ∈ (0, 1), there exists r > 0 such
that (10) holds.

Proof. Fix r > 0. Suppose that (10) is not satisfied for any k > 0. Then there
exists sequences {(xn, yn)} in Sr and εn → 0 as n →∞ such that

|h(xn, yn)| ≤ εn|Cxn + Dyn|, n = 1, 2, . . . (11)

Since Sr is compact, it can be assumed that (xn, yn) → (x, y) ∈ Sr. Letting n →∞ gives
|h(x, y)| ≤ 0, which implies (x, y) = (0, 0). By passing to a subsequence if necessary, one
can assume that xn and yn have the same sign for all n, which we take to be positive
for definiteness, so that h(xn, yn) is negative, and (11) becomes

h(xn, yn) ≥ εn(−Cxn −Dyn), n = 1, 2, . . . (12)

Now note that the mapping (x, y) 7→ C|x|+ D|y| defines a norm on R2. By differentia-
bility of h at the origin

h(xn, yn) = −Cxn −Dyn + o ( ‖(xn , yn)‖ ) ,
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Substituting into (12), dividing both sides by C|xn|+ D|yn| and rearranging gives

(1− εn)
C xn + D yn

C |xn|+ D |yn| ≤ o ( ‖ (xn, yn) ‖)
C |xn|+ D |yn| .

As n →∞, the left hand side of this inequality goes to 1 while the right hand side goes
to 0, leading to the contradiction 1 ≤ 0. This proves the first assertion of the lemma.

Similarly, take k ∈ (0, 1). If (10) is not satisfied for any r > 0, then a sequence
{(xn, yn)} converging to zero can be found such that xn and yn have the same sign for
all n and

|h(xn, yn)| < k|Cxn + Dyn|.

Again for definiteness assume that xn, yn are positive for all n. This implies

h(xn, yn)
Cxn + Dyn

=
−Cxn −Dyn + o (‖(xn, yn)‖)

Cxn + Dyn
> k

−Cxn −Dyn

Cxn + Dyn
,

or, after rearranging,

o (‖(xn, yn)‖)
Cxn + Dyn

> (1− k).

Letting n →∞ gives the contradiction 0 ≥ 1− k.

4 Ejective fixed points and periodic solutions

We recall some definitions. If f : X → X is a continuous function on a topological space
X, then a fixed point x of f is called attractive if there exists an open neighborhood U
of x such that for every open neighborhood V of x, there exists an integer n = n(V )
such that fk(y) ∈ V for all k ≥ n and y ∈ U . The fixed point x is called ejective if
there is an open neighborhood W of x such that for every y ∈ W − {x} there exists an
integer n = n(y) such that fn(y) /∈ W . Finally, a subset of a Banach space is said to
be infinite dimensional if it is not contained in any finite dimensional subspace.

A theorem due to F. E. Browder [8] states that if Ψ : K → K is continuous and
compact, where K is a closed, bounded, convex, infinite-dimensional subset of a Banach
space, then Ψ has a fixed point which is not ejective. The existence of periodic solutions
of (6) will be proved by finding a suitable subset K of the Banach space C[0, 1] and
defining a function Ψ on this set using the solutions of (7) corresponding to initial
functions taken from K. An element of K mapped by the solution operator into itself
at a later time corresponds to a periodic solution, although possibly a constant one.
The trivial solution is the only equilibrium for (6), and it will be shown that when it
is unstable it is an ejective fixed point for the map Ψ that will be defined. Browder’s
theorem will then imply the existence of a nonconstant periodic solution. This approach
was used in [1] to prove the existence of periodic solutions of (2).

For a fixed positive value of λ, define the sets

K = {ψ ∈ C[0, 1] : ψ(0) = 0 and ψ(t) ≥ 0 for t ∈ [0, 1]}, (13)

Kλ = {ψ ∈ K : exp[λΩ1t]ψ(t) is nondecreasing on [0, 1]}, (14)
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where Ω1 is as in the hypotheses (H3). Note the following property of Kλ: For any ψ ∈
Kλ, ψ(s) = 0 implies that ψ(t) = 0 for all t ∈ [0, s]. It is also easy to check that Kλ is
a closed, convex, infinite-dimensional subset of the Banach space C[0, 1] with the sup
norm ‖ ‖. The next lemma will help define a suitable compact map on a bounded subset
of Kλ.

Lemma 4 Suppose the function h satisfies the hypotheses (H1)–(H3). Let λ satisfy
λ > 1/D, with D as in (H1), let ϕ be a nonzero element of the set Kλ defined in (14),
and x(t) = x(t;λ, ϕ) be the corresponding solution of (7). Then the following hold:

(i) x has denumerably many zeros z1 < z2 < . . .

(ii) z1 > 1, and zk+1 − zk > 1 for k = 1, 2, 3, . . .

(iii) ẋ(z2k−1) < 0, ẋ(z2k) > 0 for k = 1, 2, 3, . . .

(iv) The function exp[λΩ1t] · x(t) is nonincreasing on the intervals (z2k−1, z2k−1 + 1)
and nondecreasing on the intervals (z2k, z2k + 1), k = 1, 2, 3, . . .

(v) For every M > 0 there exists a constant CM such that from ||ϕ|| ≤ M follows
z2 ≤ CM .

(vi) If P is as in (H3), then ||ϕ|| ≤ λP implies that x(t; λ, ϕ) ≤ λP for t ≥ 0.

Remark 5 If (H1)–(H3) hold and λ ≥ λ0, where λ0 is given by (9), then

λ >
π

2
√

D2 − C2
>

1
D

hence the conditions of the lemma are fulfilled when the equilibrium point is unstable.

Proof of Lemma 4. Let M > 0, λ > 1/D, and ϕ be a nonzero element of Kλ such
that ||ϕ|| ≤ M . Since λD > 1, there exists k ∈ (0, 1) such that kλD > 1, and by Lemma
3 there exists r > 0 such that |h(x, y)| ≥ k|Cx + Dy| whenever (x, y) ∈ Sr , where Sr

is as defined in the same lemma. By choosing a smaller r if necessary, we can assume
that r ≤ M . Note that x(1) ≥ 0, and by (H2), ẋ(t) ≤ 0 for t ≥ 1 as long as x(t) stays
positive. We will prove that x(t) eventually becomes negative. Let

t1 = inf{t ≥ 2 : x(t) ≤ r}.

If x(2) ≤ r then t1 = 2. Now assume x(2) > r. Define d by

−d = max{h(x, y) : r ≤ x, y ≤ M}.

If t ≥ 2, as long as x(t) > r we have

ẋ(t) = λh(x(t), x(t− 1)) ≤ −λd

so that x(t) ≤ M − λd(t− 2). Hence t1 is finite and

t1 ≤ 2 +
M − r

λd
.
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Define z1 = inf{t ≥ 1 : x(t) ≤ 0}. Suppose z1 ≥ t1 + 1. Then x(t) ≥ 0 if t1 ≤ t ≤ t1 + 1.
Also for t ∈ [t1 + 1, t1 + 2], we have r ≥ x(t− 1) ≥ x(t1 + 1) since x(t) is decreasing on
this interval; hence as long as x(t) ≥ 0, we have

ẋ(t) ≤ −kλ(Cx(t) + Dx(t− 1)) ≤ − kλDx(t− 1) ≤ − kλDx(t1 + 1),

implying

x(t) ≤ x(t1 + 1) · [1 − (t− t1 − 1)kλD]

for t ∈ [t1 +1, t1 +2]. Since kλD > 1, the right-hand-side of the last inequality becomes
negative for t = t1 + 2. It then follows that

z1 ≤ t1 + 2 ≤ 4 +
M − r

λd
.

If z1 ≥ 2, then ẋ(z1) = h(0, x(z1 − 1)) < 0 by the definition of z1 and property (H2).
To show that the same inequality also holds for z1 < 2, we argue by contradiction.
Suppose that z1 < 2 but ẋ(z1) = 0, i.e. h(0, x(z1 − 1)) = 0. This implies by (H2) that
x(z1−1) = ϕ(z1−1) = 0, which in turn implies that ϕ(t) = 0 for all t ∈ [0, z1−1], since
ϕ belongs to Kλ. Using the hypothesis (H3) we obtain for t ∈ [1, z1],

0 ≥ h(x(t), x(t− 1)) = h(x(t), 0) ≥ −Ω1|x(t)| = −Ω1x(t),

i.e., ẋ(t) ≥ −λΩ1x(t). But then we have

x(z1) ≥ exp[−λΩ1(z1 − 1)] · x(1) > 0

which contradicts the definition of z1. Hence ẋ(z1) < 0.
Having shown that x(t) takes on negative values in a neighborhood of z1, it is not

hard to see that x(t) stays negative throughout the interval (z1, z1 + 1). First note that
the fact

ẋ(z1) = h(0, x(z1 − 1)) < 0

implies by (H2) that x(z1 − 1) > 0, which, by the definition of z1, in turn implies that
x(t−1) > 0 for all t in (z1, z1 +1). Now if x(s) = 0 for some s in this interval, we would
have

ẋ(s) = h(0, x(s− 1)) < 0,

i.e. x(t), being a C1 function, would be strictly decreasing in a neighborhood of s.
This contradiction proves that x(t) is negative on (z1, z1 + 1). Now consider the time
derivative of the function exp[λΩ1t] · x(t) for t ∈ [z1, z1 + 1]. Using (H2) and (H3)(i) we
get

d

dt
(exp[λΩ1t] · x(t)) = λ exp[λΩ1t] · (Ω1x(t) + h(x(t), x(t− 1)))

≤ λ exp[λΩ1t] · (Ω1x(t) + h(x(t), 0))
≤ λΩ1 exp[λΩ1t] · (x(t) + |x(t)|) = 0.

Therefore, exp[λΩ1t] · x(t) is nonincreasing on [z1, z1 + 1].
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Also on this interval we have

x(t) = λ

∫ t

z1

h (x (s) , x (s− 1)) ds ≥ λ

∫ t

z1

h (0, x (s− 1)) ds ≥ −λM1

where −M1 = min{h(0, y) : 0 ≤ y ≤ M}. Let z2 = inf{t > z1 : x(t) ≥ 0}. We know
that z2 > z1 + 1 and ẋ(t) ≥ 0 for t ∈ [z1 + 1, z2].We show that z2 is finite. Choose a
positive number r1 such that r1 ≤ min{r, λM1}. Let

t2 = inf{t ≥ z1 + 1 : x(t) ≥ −r1}.

If x(z1 + 1) ≥ −r1, then set t2 = z1 + 1. On the other hand, suppose x(z1 + 1) < −r1.
If t ≥ z1 + 1, as long as x(t) < −r1 we have ẋ(t) ≥ λd1 where

d1 := min{h(x, y) : −λM1 ≤ x, y ≤ −r1}.

Hence,

x(t) ≥ −λM1 + λd1(t− z1 − 1)

implying that t2 is finite and

t2 ≤ z1 + 1 +
λM1 − r1

λd1
.

Now suppose z2 ≥ t2 + 1. Then x(t) ≤ 0 for t ∈ [t2, t2 + 1]. Also, for t ∈ [t2 + 1, t2 + 2]
the fact that x(t− 1) is nondecreasing implies x(t− 1) ≤ x(t2 + 1); therefore, as long as
x(t) ≤ 0,

ẋ(t) ≥ −λk(Cx(t) + Dx(t− 1)) ≥ −λkD x(t− 1) ≥ −λkD x(t2 + 1),

implying

x(t) ≥ x(t2 + 1) · [1− (t− t2 − 1)kλD].

Note that the right-hand-side of the last inequality becomes positive for t = t2 + 2.
Hence,

z2 ≤ t2 + 2 ≤ 3 + z1 +
λM1 − r1

λd1
≤ 7 +

M − r

λd
+

λM1 − r1

λd1
.

Also, since x(t) is negative on (z1, z1 + 1) and z2 > z1 + 1, we have x(z2− 1) < 0, which
implies that ẋ(z2) > 0. An argument similar to the one in the previous paragraph shows
that the function exp[λΩ1t] · x(t) is nondecreasing on [z2, z2 + 1]. Then the function
ϕ1(t) := x(z2 + t) defined on [0, 1] belongs to the set Kλ, and the whole argument can
be repeated to complete the proof of parts (i)- (v).

To prove (vi), let ϕ be an element of Kλ such that ||ϕ||≤ λP and let x(t) be the
corresponding solution of (7). On the interval [1, z1] x(t) is nonincreasing and on (z1, z2)
it is negative; therefore x(t) ≤ λP on [1, z2]. For t ∈ [z2, z2 + 1] we have

ẋ(t) ≤ λh(0, x(t− 1)) ≤ λP

which implies that x(t) ≤ λP on this interval. Repeating the argument establishes (vi).
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Let λ > 0, Kλ be given by (14), and P be as in (H3). Let K̄λ be the set defined by

K̄λ = {ϕ ∈ Kλ : ||ϕ|| ≤ λP}.

Under the assumptions of Lemma 4, we can define a map Ψλ:K̄λ → K̄λ by:

Ψλ(ϕ)(t) = x(z2 + t; λ, ϕ)
Ψλ(0) = 0

. (15)

The fact that Ψλ maps K̄λ into itself follows from parts (iv) and (vi) of Lemma 4. It
is also not hard to show that Ψλ is continuous and compact. This follows from the fact
that a nonzero solution x(t; λ, ϕ) has simple zeros (part (iii) of the lemma), the numbers
z2 are uniformly bounded for all solutions (part(v) of the lemma), on bounded intervals
the solution depends uniformly continuously on the initial function, and the derivatives
of the solutions are uniformly bounded. We next show that for λ > λ0, 0 is an ejective
fixed point of Ψλ.

Lemma 6 . Suppose the conditions (H1)- (H3) are satisfied and let λ > λ0, where λ0

is given by (9). Then 0 is an ejective fixed point of Ψλ.

Proof. . We first claim that there exists a constant a > 0 such that for every ϕ ∈
Kλ − {0} and every positive zero z of x(t; λ, ϕ),

sup
t≥z

|x(t; λ, ϕ)| ≥ a. (16)

We give the value of a as follows: Define the positive number T by

T = min
{

1
2
,

exp[−λΩ1]
4λ(Ω1 + Ω2)

}
,

where the Ωi are as in the hypotheses (H3). By Corollary 2 the characteristic equation
(8) has a solution ξ = µ + iω with µ > 0 and π/2 < ω < π; choose ε satisfying

0 < ε <
µ

4
TD sinω · exp[−(µ + λΩ1)],

where D is as in (H1). Define the function R by

R(x, y) = h(x, y) + Cx + Dy.

Since h is differentiable at the origin, the quotient |R(x, y)|/||(x, y)|| approaches zero as
||(x, y)|| → 0; hence, finally, choose a positive a such that

|R(x, y)| ≤ ε||(x, y)|| when ||(x, y)|| ≤ a,

where ||·|| denotes the sup norm on R2.
To prove (16), let ϕ be a nonzero element of Kλ, and denote x(t) = x(t; λ, ϕ).

Suppose that (16) is false, i.e. there exists a zero z > 0 such that

sup
t≥z

|x(t)| = δ < a.
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Then there exists an extremum m ∈ [zn, zn + 1] for some n and |x(m)| ≥ δ/2. For
definiteness assume that m is a maximum and n is even. Now integrating by parts gives
the identity

∫ ∞

zn+1+T
ẋ (t) exp[−ξt] dt =

−x (zn + 1 + T ) exp [−ξ (zn + 1 + T )] + ξ

∫ ∞

zn+1+T
x(t) exp[−ξt] dt. (17)

Using the delay-differential equation (6), the quantity on the left-hand-side of (17) can
also be written as

−λC

∫ ∞

zn+1+T
x (t) exp [−ξt] dt− λD

∫ ∞

zn+1+T
x (t− 1) exp [−ξt] dt +

∫ ∞

zn+1+T
R∗ (t) exp[−ξt] dt

where we have defined R∗(t) := λR(x(t), x(t − 1)). Substituting into (17), multiplying
through by exp[ξ(zn + 1 + T )], and using the characteristic equation to substitute

ξ + λC = −λD exp[−ξ],

one obtains

−x (zn + 1 + T ) + λD

∫ zn+1+T

zn+T
x (t) exp [−ξ (t− zn − T )] dt =

∫ ∞

zn+1+T
R∗ (t) exp [−ξ (t− zn − 1− T )] dt (18)

To reach a contradiction, we first find an upper bound on the absolute value of the
right-hand-side of (18)
∣∣∣∣
∫ ∞

zn+1+T
R∗ (t) exp [−ξ (t− zn − 1− T )] dt

∣∣∣∣ ≤ εδ

∫ ∞

zn+1+T
|exp [−ξ (t− zn − 1− T )]| dt

= λεδ

∫ ∞

zn+1+T
exp [−µ (t− zn − 1− T )] dt = λεδµ−1. (19)

We then find a lower bound on the absolute value of the left-hand-side of (18). Clearly,
this value will be at least as big as the absolute value of its imaginary part, which is
equal to

λD

∫ zn+1+T

zn+T
x (t) exp [−µ (t− zn − T )] · sinω (t− zn − T ) dt

≥ λD

∫ zn+1+T

zn+1
x (t) exp [−µ (t− zn − T )] · sinω (t− zn − T ) dt, (20)

where we noted that the integrand is nonnegative since π/2 < ω < π and n is assumed
to be even, and used the fact that 0 < T ≤ 1

2 . Now by Lemma (4), on the interval
[zn, zn + 1] the function exp[λΩ1t] · x(t) is nondecreasing; therefore,

x(zn + 1) ≥ x(m) exp[λΩ1(zn + 1−m)] ≥ 1
2
δ exp[−λΩ1].
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Using this inequality and the assumptions (H2), the magnitude of x(t) can be estimated
on the interval [zn + 1, zn + 1 + T ]:

x(t) = x(1) +
∫ t

zn+1
ẋ(s) ds ≥ x(1)− λδ(Ω1 + Ω2)(t− T )

≥ δ

(
1
2

exp[−λΩ1]− λ(Ω1 + Ω2)(t− T )
)

≥ δ

(
1
2

exp[−λΩ1]− λ(Ω1 + Ω2)T
)

≥ 1
4
δ exp[−λΩ1],

by the definition of T . Hence, (20) is bounded from below by the quantity

1
4
δ exp[−λΩ1] · λD

∫ zn+1+T

zn+1
exp [−µ (t− zn − T )] · sinω (t− zn − T ) dt

≥ 1
4
Tδ exp[−λΩ1] · exp[−µ] · sinω.

Combining with (19), we arrive at the inequality

1
4
TD exp[−(λΩ1 − µ)] · sinω ≤ εµ−1,

which contradicts our choice of ε. This completes the proof of (16).
Now choose numbers mn ∈ [zn, zn + 1] such that

|x (mn)| = max
zn≤t≤zn+1

|x (t)| .

By (H3) and Lemma 4(ii), on intervals [zn + 1, zn+1], x(t) is nonincreasing if n is even
and nondecreasing if n is odd. Hence we can actually choose mn ∈ [zn, zn +1]. Equation
(16) that we have just proved implies that for some positive number a,

|x(mn)| ≥ a/2 (21)

for infinitely many integers n. To prove ejectivity, we need to show the existence of a
positive b such that

x(m2n) ≥ b (22)

for infinitely many integers n. We do this by using the fact that for any n, the values
x(mn) and x(mn+1) are “comparable”. Indeed, choose a positive b satisfying

b ≤ a

2λΩ2

and suppose that x(m2n) < b for all large n. Then for t ∈ [z2n+1, z2n+1 + 1] we have

ẋ(t) = λh(x(t), x(t− 1)) ≥ λh(0, x(t− 1))
≥ −λΩ2|x(t− 1)| = −λΩ2x(t− 1) ≥ −λΩ2b;
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hence,

x(m2n+1) > −λΩ2b ≥ −a/2

for all large n. But this contradicts (21). Hence (22) holds for infinitely many integers
n, and the proof of the lemma is completed.

The previous lemma, combined with our discussion of the map Ψλ : K̄λ → K̄λ and
Browder’s theorem on the existence of non-ejective fixed points, immediately implies
the following theorem.

Theorem 7 Assume that the function h satisfies the hypotheses (H1)–(H3), and let λ0

be given by (9). Then for any λ > λ0, equation (6) has a nonconstant periodic solution.

5 Slowly oscillating periodic solutions

The periodic solutions whose existence is established by Theorem 7 have the property
that their successive zeros are separated by a distance greater than the delay appearing
in the delay-differential equation (6), and they repeat themselves after two consecutive
zeros. This follows from the fact that such solutions were obtained as the nontrivial
fixed points of the map Ψλ : K̄λ → K̄λ, as defined by equation (15), and from part (ii)
of Lemma 4 and Remark 5. Such solutions are called slowly oscillating, whose definition
we recall:

Definition 8 . A periodic solution x(t) of equation (6) is called a slowly oscillating
periodic solution (SOPS) if there exist numbers q > 1 and q̄ > q + 1 such that

x(0) = 0,
x(t) > 0 for 0 < t < q,

x(t) < 0 for q < t < q̄,

and x(t + q̄) = x(t) for all t.

Of course, the continuity of x(t) implies in this definition that x(q) = x(q̄) = 0.
The relationship between SOPS and the set K̄λ , or more generally the set Kλ given by
equation (14), is actually stronger than we have noted above. Indeed, let h satisfy the
conditions (H1)-(H3) and x(t) be a SOPS of equation (6) for some λ > 0. By uniqueness
of the solutions of (7), x(t) is uniquely determined by its values on the interval [0, 1].
For t ∈ [0, 1], note that x(t) ≥ 0 and x(t− 1) = x(t− 1 + q̄) ≤ 0. Using the conditions
(H2),

d

dt
(exp[λΩ1t]x(t)) ≥ λΩ1 exp[λΩ1t]x(t) + λ exp[λΩ1t]h(x(t), 0)

≥ λ exp[λΩ1t] (Ω1x(t)− Ω1 |x(t)|) = 0;

hence, if ϕ ∈ C[0, 1] denotes the restriction of x(t) to the interval [0, 1], then ϕ ∈ Kλ.
We now present in a series of lemmas some general characteristics of slowly oscillating

periodic solutions of equation (6), where the function h will be assumed to satisfy several
of the hypotheses (H1)–(H3).
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Lemma 9 Let h : R2 → R be a continuous function satisfying h(0, 0) = 0 and the
conditions (H2), and let x(t) be a SOPS of equation (6) for some positive λ. Then x(t)
assumes its maximum on the interval [0, 1] and its minimum on the interval [q, q + 1].

Proof. From (H2) and the definition of a SOPS it follows that x(t) is nonincreasing
on the interval [1, q] and nondecreasing on the interval [q + 1, q̄].

Lemma 10 Let h be as in Lemma 9, suppose in addition that it satisfies condition (i)
of (H3), and let Ωmax = max{Ω1,Ω2}, where Ωk are as in (H3)(i). If x(t) is a SOPS
of (6) for some λ > 0, then λ ≥ (2Ωmax)−1.

Proof. Let M+ = max{x(t) : t ∈ R} and M− = −min{x(t) : t ∈ R}. For
t ∈ [q, q + 1], we have

|x (t)| ≤ λ

∫ t

q
|h (x (s) , x (s− 1))| ds ≤ λΩmax

∫ t

q
(|x (s)|+ |x (s− 1)|) ds

≤ λΩmax(M− + M+),

which, by Lemma 9 implies that

M− ≤ λΩmax(M− + M+). (23)

Similarly, considering x(t) for t ∈ [0, 1] and using periodicity gives

M+ ≤ λΩmax(M− + M+).

Adding these two inequalities gives

(M− + M+) ≤ 2λΩmax(M− + M+).

Since (M− + M+) is positive, this implies 2λΩmax ≥ 1.

Lemma 11 Suppose that the function h satisfies the hypotheses (H1) and (H2), let
r > 0, and define Zr = {(x, y) ∈ R2 : ||(x, y)|| ≤ r and h(x, y) = 0}. Then there exists
a positive constant Γ = Γ(r) such that

|x| ≤ Γ|y| for all (x, y) ∈ Zr. (24)

Proof. By the hypotheses (H2) and the fact that h(0, 0) = 0, it follows that if
(x, 0) ∈ Zr then necessarily x = 0. Hence for y = 0, (24) holds for any choice of Γ. On
the other hand, since Zr is bounded, (24) can be satisfied for any fixed nonzero y if Γ is
chosen large enough. Therefore, if (24) is false, there exist a sequence of points (xn, yn)
in Zr which are distinct from zero, and a sequence of numbers Γn → ∞ , such that

|xn| > Γn|yn| for all n. (25)

Using the compactness of the set Zr and passing to a subsequence if necessary, we
observe that (xn, yn) → (x, y) for some (x, y) ∈ Zr. Letting n → ∞ in (25) shows that
y = 0, which implies as before that x = 0. The conditions (H2) also imply that for each
n, xn and yn have opposite signs. Without loss of generality, we assume that xn have
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the same sign for all n, and for definiteness we assume this sign to be positive, so that
(25) reads

xn > −Γnyn. (26)

We will show that (26) contradicts the hypotheses (H1). Indeed, (H1) implies that

h(xn, yn) + Cxn + Dyn = o(||(xn, yn)||).

Using the fact that h(xn, yn) = 0, dividing both sides by C|xn|+ D|yn|, noting that the
function mapping (x, y) to C|x| + D|y| defines a norm on R2, and letting n → ∞ so
that (xn, yn) → (0, 0), we see that

Cxn + Dyn

C|xn|+ D|yn| → 0 as n →∞.

However, using (26) and the fact that xn are positive and yn are negative for all n, we
reach the contradiction

Cxn + Dyn

C|xn|+ D|yn| >
Cxn −DΓ−1

n xn

Cxn + DΓ−1
n xn

=
CΓn −D

CΓn + D
→ 1 as n →∞.

Lemma 12 Suppose that the function h satisfies the hypotheses (H1), (H2), and (H3)(i),
and let r > 0. Then there exists a constant Q̄r > 0 such that if x(t) is a SOPS of (6)
with maxt |x (t) | ≤ r, then the minimal period q̄ of x(t) satisfies q̄ ≤ Q̄r. The constant
Q̄r depends only on r and h and not on λ .

Proof. Let x(t) satisfy the assumptions of the lemma, and let M+ = max{x(t) : t ∈
R} and M− = −min{x(t) : t ∈ R}. By Lemma 3, there exists a number kr such that

|ẋ(t)| ≥ kr|Cx(t) + Dx(t− 1)|

when x(t) and x(t − 1) have the same sign. For 1 ≤ t ≤ q, ẋ(t) ≤ 0, as was shown in
the proof of Lemma 9. Therefore on this interval

d

dt
[ exp [λC kr (t− 1)] x (t)] = λC kr exp [λC kr (t− 1)] x (t) + exp [λC kr (t− 1)] ẋ (t)

≤ λ exp [λC kr (t− 1)] [ C kr x (t) − C kr x (t) −D kr x (t− 1)] ≤ 0.

Hence,

exp [λC kr (t− 1)] x (t) ≤ x (1) ≤ M+.

Thus,

x (t) ≤ exp [−λC kr (t− 1)] M+ ≤ exp
[
− (2Ωmax)

−1 C kr (t− 1)
]
M+ if 1 ≤ t ≤ q,

where we have used Lemma 10 to substitute λ > (2Ωmax)
−1. This implies that

0 ≤ x(t) ≤ exp[−δ(q − 2)]M+ if q − 1 ≤ t ≤ q (27)
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where δ = Ckr (2Ωmax)
−1. Now let ρ ∈ [q, q̄] be a point where x(t) achieves its minimum.

Lemma 9 implies actually that ρ ∈ [q, q + 1]. Since h(x(ρ), x(ρ− 1)) = 0, by Lemma 11

|x(ρ)| ≤ Γ|x(ρ− 1)|

for some positive constant Γ depending on the value of r but not on λ. Combining with
(27), we obtain

M− = |x(ρ)| ≤ Γ exp[−δ(q − 2)]M+. (28)

A similar argument results in the estimates

0 ≥ x(t) ≥ − exp[−δ(q̄ − q − 2)]M− if q̄ − 1 ≤ t ≤ q̄

and

M+ ≤ Γ exp[−δ(q̄ − q − 2)]M−.

Combining the last inequality with (28) gives

M+ ≤ Γ2 exp[−δ(q̄ − 4)]M+.

Since M+ > 0, we must have Γ2 exp[−δ(q̄ − 4)] ≥ 1, which implies

q̄ ≤ Q̄r = 4 +
4Ωmax · log Γ

Ckr
.

Lemma 13 Suppose that the function h satisfies the hypotheses (H1), (H2), and (H3)(i).
Let J ⊆ (0,∞) be any compact set such that λ0 /∈ J , where λ0 is defined in (9). Then
there exists κ = κ(J) > 0 such that if x(t) is a SOPS of (6) for some λ ∈ J , then
maxt |x (t)| > κ.

This lemma is proved in the same way as Lemma 1.6 in [2].

6 Periodic behavior in asymmetric reflex dynamics

We now consider the asymmetric reflex model (4). Rescaling the time as before, one
obtains

ẋ(t) = λ [−α (ẋ(t)/λ) x(t) + f(x(t− 1))] , x ≥ 0, λ > 0. (29)

The functions α and f are assumed to satisfy the following conditions:

(A) The function α : R → R is continuous and nondecreasing, α(0) = 1, and the
derivative α′(0) exists. Furthermore, there exist constants αd and αc such that

0 < αd ≤ α (u) ≤ αc for all u ∈ R.

(F) The function f : R+ → R+ is continuous and nonincreasing. At its unique fixed
point x∗, f is differentiable and f ′(x∗) < −1.
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(We will use the notation R+ to mean [0,∞), and R2
+ to mean R+×R+.) Note that

the fixed point x∗ of f is an equilibrium solution of (29), and x∗ is positive unless f ≡ 0.
Also, the monotonicity of f together with f ′(x∗) < −1 implies a negative-feedback
condition with respect to the point x∗:

(f(x)− x∗)(x− x∗) < 0 for all x∗ ∈ R+, x 6= x∗. (30)

The results of this section continue to hold if the assumption of monotonicity is replaced
with the more general condition (30); nevertheless, work with a monotone f for reasons
of simplicity and physical motivation. Finally note that the statement α(0) = 1 in (A) is
nothing more than a normalization convention; it can be achieved by suitably rescaling
α, f , and the time.

As an implicit differential equation, it is not obvious if solutions to (29) exist at all,
or if initial-value problems have unique solutions. It is reassuring that such questions
turn out to have a positive answer.

Lemma 14 Suppose (A) and (F) hold and λ > 0.
(i) Let ϕ : [0, 1] → R+ be continuous. Then there is a unique solution x(t) satisfying

(29) for t ≥ 1 such that x|[0,1] ≡ ϕ. Furthermore, x(t) is bounded, nonnegative, and
continuously differentiable for all t > 1.

(ii) Let I ⊂ R+ be a compact interval such that f(I) ⊂ I, ϕ : [0, 1] → I a continuous
function, and x the unique solution of (29) satisfying x|[0,1] ≡ ϕ. Then x(t) belongs
to I for all t > 1. If in addition ϕ(1) ∈ int(I), where “int“ denotes interior, then the
corresponding solution x(t) belongs to int(I) for all t ≥ 1.

Remark 15 The conditions (F) guarantee the existence of an interval I having the
property f(I) ⊂ I, as in statement (ii) of Lemma 14. In fact, any interval of the form
[0, c], where c ≥ f(0), has this property by the monotonicity of f .

The proof of Lemma 14 was given in [6] and is based on the observation that, under
the assumptions (A) and (F), the implicit equation (29) can be written in the form

ẋ(t) = λh(x(t), x(t− 1)), x ≥ 0, λ > 0, (31)

for some unique and continuous function h. Indeed, for given nonnegative x and y,
h = h(x, y) is the unique solution of the equation

h = −α(h) x + f(y). (32)

It is in general not possible to write down an explicit description for h, but it can be
compared to the simpler function

h0(x, y) = −x + f(y), (33)

which would be obtained in the case of constant α, i.e., the absence of asymmetry.

Lemma 16 Assume that the conditions (A) and (F) hold and let h and h0 be defined
by (32) and (33), respectively. Then the following hold.

(i) The functions h(x, y) and h0(x, y) have the same sign everywhere on R2
+.

(ii) |h(x, y)| ≤ |h0(x, y)| for all x, y ∈ R+.
(iii) For each compact interval I ⊂ R+, there exists a constant Q ∈ (0, 1] such that

|h(x, y)| ≥ Q|h0(x, y)| ∀x, y ∈ I.
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Proof. By the uniqueness of h and the assumption that α(0) = 1, it is easy to see
that h(x, y) = 0 if and only if h0(x, y) = 0. Now suppose h0(x, y) > 0 but h(x, y) < 0
for some x, y ∈ R+. Then f(y) > x and α(h(x, y)) ≤ 1 since α is nondecreasing. But
this leads to the contradiction

h(x, y) = −α(h(x, y))x + f(y) > −x + x = 0.

Therefore h(x, y) > 0. Conversely, if h(x, y) > 0, we have α(h(x, y)) ≥ 1 so that

h0(x, y) = −x + f(y) ≥ α(h(x, y))x + f(y) = h(x, y) > 0,

which proves (i). The last statement also shows that h0(x, y) ≥ h(x, y) whenever it
is (and hence both are) positive. Similarly, we have h0(x, y) ≤ h(x, y) whenever they
are negative. This proves (ii). To show (iii), fix x ∈ R+ and consider the function
g : R → R defined by

g(h) = h + xα(h).

Observe that g is strictly increasing, g(0) = x, g is differentiable at h = 0 with g′(0) =
1+xα′(0), and as |h| → ∞ its graph approaches a straight line with unit slope. Therefore
there exists a positive constant Q−1 such that

|g(h)− x| ≤ Q−1|h| for all h ∈ R. (34)

The value of Q−1 increases with increasing x, since g′(0) does, but in a compact interval
I, it may be chosen to satisfy equation (34) for all x in I. Now suppose f(y) > x. Then
part (i) of the lemma implies that the solution h of the equation

h + xα(h) = f(y) (35)

is positive. Since the left side of this equality is g(h), we also have g(h) > x; so (34) can
be written as

g(h)− x ≤ Q−1h,

implying

Q−1h + x ≥ g(h) = h + xα(h) = f(y).

Hence,

h ≥ Q(−x + f(y)) = Qh0(x, y)

whenever h is a positive solution of (35). Similarly, a negative solution h of equation
(35) gives h ≤ Qh0(x, y). Therefore,

|h(x, y)| ≥ Q |h0(x, y)|

for all x, y in a compact subinterval I of R+. That Q ≤ 1 follows from part (ii).
To allow the application of the results of the previous sections to (31), the following

properties of h are essential (cf. conditions (H1)-(H3) in Section 2).
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Lemma 17 (i) The function h : R2
+ → R is continuous; h(x∗, x∗) = 0; the partial

derivatives of h exist at (x∗, x∗) and satisfy D2h(x∗, x∗) < D1h(x∗, x∗) < 0.
(ii) For any y ∈ R+, the function h(·, y) : R+ → R is strictly decreasing. Further-

more, for all (x, y) ∈ R2
+,

(h(x, y)− h(x, x∗)) · (y − x∗) < 0 if y 6= x∗, (36)

(iii) There exist positive constants Ω and P such that for all x, y ∈ [−x∗,∞)

|h(x∗ + x, x∗ + y)| ≤ |x|+ Ω|y|, (37)

and

|h(x∗, x∗ + y)| ≤ P (38)

Proof. The continuity of h was proved in [6]. The fact that h(x∗, x∗) = 0 follows
from (32) by the assumptions (A) and (F). Implicit differentiation of (32) gives

D1h(x∗, x∗) = −(1 + x∗α′(0))−1, D2h(x∗, x∗) = f ′(x∗) (1 + x∗α′(0))−1; (39)

thus 0 > D1h(x∗, x∗) > D2h(x∗, x∗), which completes the proof of (i).
Part (ii) is proved by contradiction: To prove the first statement, let x1 < x2 and

assume h(x1, y) ≥ h(x2, y). By the monotonicity of α, one has α(h(x1, y)) ≥ α(h(x2, y)),
and using (32),

0 ≤ h(x1, y)− h(x2, y) = −x1α(h(x1, y)) + x2α(h(x2, y))
≤ (x2 − x1)α(h(x2, y)) > 0.

This contradiction shows h(x1, y) < h(x2, y). Similarly, suppose (36) is false for some
x, y ∈ R+. For definiteness, assume y > x∗ and h(x, y) ≥ h(x, x∗). Arguing as before,

0 ≤ h(x, y)− h(x, x∗) = x[α(h(x, x∗))− α(h(x, y))] + f(y)− f(x∗)
≤ f(y)− f(x∗) = f(y)− x∗ < 0.

This contradiction shows that h(x, y) < h(x, x∗). The case when y < x∗ is proved
similarly.

To prove (37), note that the boundedness, and differentiability at x∗, of f implies
the existence of a Ω such that

|f(x∗ + y)− x∗| ≤ Ω|y|

whenever (x∗ + y) ∈ R+. Using this inequality and statement (ii) of Lemma 16,

|h(x∗ + x, x∗ + y)| ≤ | − (x∗ + x) + f(x∗ + y)| ≤ | − x|+ |f(x∗ + y)− x∗| ≤ |x|+ Ω|y|.

Similarly,

|h(x∗, x∗ + y)| ≤ | − x∗ + f(x∗ + y)| ≤ x∗ + sup
x≥0

|f(x)| := P,

since f is bounded. This establishes (38) and completes the proof of the lemma.
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The function h is defined only on R2
+, but it can be continuously extended to the

whole plane. Although such an extension will not be unique, statement (i) of Lemma
14 implies that, as far as the dynamics of equation (29) are concerned, it is immaterial
how h is defined outside of R2

+. One particularly simple way to extend h could be to
define

h̄(x, y) = h(max{0, x∗ + x},max{0, x∗ + y}).
Using Lemma 17 it is easily seen that h̄ satisfies conditions (H1)-(H3) of Section 2.
In terms of x̄ = x − x∗ one can then write (29) or the equivalent equation (31) as
˙̄x = λh̄(x̄(t), x̄(t − 1)),for which Theorem 7 is applicable. We will state this result in
a slightly more detailed form, taking advantage of the additional properties of (29) as
given in Lemma 14.

To this end, we introduce some notation. We use x∗ to denote the fixed point of f
as well as the constant function mapping [0, 1] to x∗, depending on the context. Let

K∗ = {ψ + x∗ : ψ ∈ K}, K∗
λ = {ψ + x∗ : ψ ∈ Kλ},

where K and Kλ are defined in (13) and (14). Now suppose λ is a positive number,
ϕ is an element of K∗

λ different from x∗, and x(t; λ, ϕ) is the solution of (29) satisfying
x|[0,1] = ϕ. Let q̄(λ, ϕ) be the second zero of x(t; λ, ϕ) − x∗ in the interval (1,∞), if
such exists. This definition is unambiguous since the argument used to prove part (iii)
of Lemma 4 shows that x(t; λ, ϕ) − x∗ can only have simple zeros. For each λ > 0, we
will define a map Ψ∗

λ : K∗
λ → K∗

λ in much the same way as given by (15), but we will
allow for the case that q̄(λ, ϕ) does not exist. Hence if q̄(λ, ϕ) is defined, let

(Ψ∗
λϕ) (t) = x (t + q̄ (λ, ϕ) , λ, ϕ) for 0 ≤ t ≤ 1.

If q̄(λ, ϕ) is undefined, then set (Ψ∗
λϕ) (t) = x∗ for 0 ≤ t ≤ 1. Finally let

Σ = {(λ, ϕ) ∈ (0,∞)×K∗ : ϕ ∈ K∗
λ − {x∗} and Ψ∗

λ (ϕ) = ϕ} . (40)

We then have the following result.

Theorem 18 Suppose the conditions (A) and (F) hold, and let I = [A,B] be an interval
such that f(I) ⊂ I and A < x∗ < B. Let the set Σ be defined by (40) and let λ0 be given
by (9). Then the following hold.

(i) There exists δ > 0 such that if (λ, ϕ) ∈ Σ, then λ ≥ δ and ‖ϕ‖ < B.
(ii) The closure of Σ in (0,∞)×K∗ is Σ̄ = Σ ∪ {λ0, x

∗}.
(iii) Let Σ0 ⊂ Σ̄ be the maximal connected component of Σ̄ containing (λ0, x

∗). Then
Σ0 is an unbounded subset of (0,∞)×K∗.

(iv) For each λ > λ0 there exists a periodic solution x(t) of (29) such that (λ, ϕ) ∈ Σ0,
where ϕ = x

∣∣
[0,1] , and A < x(t) < B for all t. Furthermore, x(t) is slowly oscillating

in the sense that x(t)− x∗ satisfies Definition 8.

This result was proved in [2] for the scalar delay equation

ẋ (t) = λ [−x (t) + f (x (t− 1))]

under suitable assumptions on the function f including the negative-feedback condition
(5). Since we already have available Lemmas 6, 10, 12, and 13, the same proof given in
[2] works also in our case, and will not be repeated here.
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It has thus been established that the model (29) for reflex dynamics admits periodic
solutions. It is seen that the bounds on the amplitude of oscillations given in statements
(i) and (iv) of Theorem 18 depend only on the properties of f and not on α, as long as α
satisfies the conditions (A). Hence the presence of the asymmetry (i.e., if α is constant
or not, or its precise shape) has no effect these bounds. The parameter that is critically
dependent on α is the bifurcation value λ0 given by (9). Comparison with (39) shows
that λ0 increases with increasing values of α′(0); thus increasing the steepness of α at
the origin tends to stabilize the equilibrium solution. Note that this does not preclude
the existence of periodic solutions since a SOPS may exist for values of λ which are less
than λ0 (see Figure 1). In fact, as Lemma 10 and equation (37) show, the lower bound
on λ for the existence of a SOPS, given in part (i) of the theorem, depends only on f .

λ �

|| � − � ∗ ||

Σ
0

δ λ

Figure 1: A global continuum of periodic solutions bifurcating from the equilibrium
solution.

The properties of the periodic solutions of (29) are thus seen to depend mostly on
the feedback function f . Since the stability of the equilibrium is greatly affected by the
asymmetry of the reflex, it is conjectured that the two effects can be experimentally
isolated. Hence, the asymmetry is perhaps best investigated through the equilibrium
solution, while the study of periodic behavior could be more valuable for analyzing the
feedback action in the reflex.

7 Conclusion

The global existence as well as some properties of slowly oscillating periodic solutions
of a general scalar differential equation with a single delay is established under the
assumption of a restorative condition. It is anticipated that the results are applicable to
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a large class of first-order biological or population models involving delays, since a form of
restorative condition is inherent in many such systems. As a particular application, the
existence of periodic solutions is proved in a model for asymmetric reflex dynamics. It is
seen that the presence of asymmetry tends to stabilize the equilibrium solution, while not
affecting the various bounds on the periodic solutions. It appears that the asymmetry
affects local behavior, while the restorative condition, which manifests itself mainly at
the feedback function, affects the global. This suggests that it may be possible to isolate
the two mechanisms in experimental settings so that they are studied separately.
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