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Behaving efficiently (optimally or near-optimally) is central to
animals’ adaptation to their environment. Much evolutionary
biology assumes, implicitly or explicitly, that optimal
behavioural strategies are genetically inherited, yet the
behaviour of many animals depends crucially on learning. The
question of how learning contributes to optimal behaviour
is largely open. Here we propose an associative learning
model that can learn optimal behaviour in a wide variety of
ecologically relevant circumstances. The model learns through
chaining, a term introduced by Skinner to indicate learning
of behaviour sequences by linking together shorter sequences
or single behaviours. Our model formalizes the concept of
conditioned reinforcement (the learning process that underlies
chaining) and is closely related to optimization algorithms
from machine learning. Our analysis dispels the common
belief that associative learning is too limited to produce
‘intelligent’ behaviour such as tool use, social learning, selfcontrol or expectations of the future. Furthermore, the model
readily accounts for both instinctual and learned aspects of
behaviour, clarifying how genetic evolution and individual
learning complement each other, and bridging a long-standing
divide between ethology and psychology. We conclude that
associative learning, supported by genetic predispositions
and including the oft-neglected phenomenon of conditioned
reinforcement, may suffice to explain the ontogeny of optimal
behaviour in most, if not all, non-human animals. Our results
establish associative learning as a more powerful optimizing
mechanism than acknowledged by current opinion.

2016 The Authors. Published by the Royal Society under the terms of the Creative Commons
Attribution License http://creativecommons.org/licenses/by/4.0/, which permits unrestricted
use, provided the original author and source are credited.

1. Introduction

To highlight connections to associative learning theory, behavioural ecology and reinforcement learning,
we present our model in successive steps. We first consider a standard model of associative learning

................................................
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We often marvel at animals performing efficiently long sequences of behaviour, and theoretical and
empirical studies confirm that animals behave optimally or near-optimally under many circumstances
[1–3]. Typically, optimal behaviour has been assumed to result from natural selection of genetically
determined behaviour strategies [4], yet in many species behaviour is crucially shaped by individual
experiences and learning [5–7]. Existing work has considered how learning can optimize single responses
[8–13] or specific sequences of two or three behaviours [14,15]. However, the question of how, and
how much, learning contributes to optimal behaviour is still largely open. Here we analyse in general
the conditions under which associative learning can optimize sequences of behaviour of arbitrary
complexity.
Associative learning is acknowledged to contribute to adaptation by enabling animals to anticipate
meaningful events (Pavlovian, or ‘classical’ conditioning) and to respond appropriately to specific
stimuli (operant, or instrumental conditioning) [16,17]. Associative learning, however, is also considered
mindless, outdated and too limited to learn complex behaviour such as tool use, foraging strategies
or any behaviour that requires coordinating actions over a span of time (e.g. [18–21]). Such behaviour,
when it is not considered genetically determined, is attributed to other learning mechanisms, usually
termed ‘cognitive’ (e.g. [22–24]). Associative learning, however, has not been evaluated rigorously as a
potential route to optimal behaviour [25,26]. Rather, claims about its limitations have rested on intuition
rather than formal analysis and proof. In this paper, we develop an associative learning model that
can be proved to closely approximate optimal behaviour in many ecologically relevant circumstances.
The model has two key features: it augments standard associative learning theory with a mathematical
model of conditioned reinforcement, and it integrates instinctual and learned aspects of behaviour in one
theoretical framework. The latter aspect is discussed later; in this introduction, we focus on conditioned
reinforcement.
Conditioned reinforcement (also referred to as secondary reinforcement) is a learning process
whereby initially neutral stimuli that predict primary reinforcers can themselves become reinforcers
[27–30]. For example, a dog that repeatedly hears a click before receiving food will eventually consider
the click rewarding in itself, after which it will learn to perform behaviour whose sole outcome is to hear
the click [31]. Conditioned reinforcement was a prominent topic in behaviourist psychology [27,32–34],
but interest in it waned with behaviourism [29,35]. As a result, conditioned reinforcement was left out of
the mathematical models of the 1970s and 1980s that still form the core of animal learning theory [36–40].
There are two fields, however, that have carried on the legacy of conditioned reinforcement research. The
first is animal training, in which methods that rely on conditioned reinforcement are the primary tool
to train behaviour sequences (see below and [31]). The second is the field of reinforcement learning, a
branch of artificial intelligence that blends ideas from optimization theory and experimental psychology
[41,42], and which has also become influential in computational neuroscience (e.g. [43,44]). The key
element of reinforcement learning algorithms, referred to as learning based on temporal differences,
is closely related to conditioned reinforcement [45–49]. A remarkable result of reinforcement learning
research is that conditioned reinforcement implements a form of dynamic programming. The latter is
an optimization technique used extensively by biologists to find optimal behavioural strategies, and
therefore, to assess whether animals behave optimally [1,2]. It is not, however, a realistic model of how
animals can learn to behave optimally, as it requires perfect knowledge of the environment and extensive
computation. Conditioned reinforcement, on the other hand, is computationally simple as well as
taxonomically widespread, suggesting that optimal behaviour may be learned rather than inherited [47].
The conceptual connections that we just summarized have been noted previously (e.g. [41,47]),
but have not translated into a coherent research program. Conditioned reinforcement has not been
systematically integrated with animal learning theory, nor with knowledge about instinctual behaviour
from ethology, nor with the study of optimal behaviour in behavioural ecology. Our goal is to sketch a
first such synthesis. We call our learning model ‘chaining’ after Skinner [30,50,51], who described how
conditioned reinforcement can link together single behaviours to form sequences (chains) that ultimately
lead to primary reinforcement.

2

Consider first the optimization of a single behavioural choice. For example, we may consider a bird that
finds a fruit and can choose out of a repertoire of m behaviours (peck, fly, sit, preen, etc.). One behaviour
(peck) leads to a food reward (tasting the fruit’s sweet juice); all others have no meaningful consequences.
We can imagine the animal as attempting to estimate the value of each behaviour, in order to then choose
the one with highest value (this notion will be made precise below). Suppose the animal is in state S,
chooses behaviour B and finds itself in state S . Note that, in general, a state S may be followed by a
number of states S , either because the environment is not deterministic or because the animal does not
always use the same behaviour B when it finds itself in state S. Hence S does not represent a fixed state,
but rather whichever state follows S on a particular occasion. Let vS→B be the value estimated by the
animal for choosing behaviour B in state S, and uS the primary reinforcement value of S . A simple way
of learning useful estimates is to update vS→B as follows after each experience:
vS→B = αv (uS − vS→B ),

(2.1)

where vS→B is the change in vS→B , and αv is a positive learning rate. The meaning of equation (2.1) is
easily understood in a deterministic environment. In this case, the state S is always the same, hence uS
is fixed. Over repeated experiences, equation (2.1) causes vS→B to approach the value uS . Thus, the value
of choosing B in state S is equated with the primary reinforcement value that can be obtained by such a
choice. If the environment is not deterministic, vS→B approaches the average reward value of all states S
that follow, each weighed by its probability of occurrence, provided αv is not too large. Equation (2.1) is
identical to the classic Rescorla–Wagner learning rule [36], but we consider it in an instrumental rather
than a Pavlovian setting [37].
To complete our model, we need to specify how behaviours are chosen. The basic requirement for a
viable decision rule is that it should preferentially choose behaviours that have a higher estimated value
(so that rewards can be collected), while at the same time leaving some room for exploring alternative
behaviours (so that accurate value estimates can be learned). A simple way to address both concerns is
the so-called ‘softmax’ rule, which specifies the probability of behaviour B in state S as:
eβvS→B
,
βvS→B
B e

Pr(S → B) = 

(2.2)

where the sum runs over all possible behaviours. The parameter β regulates exploration: if β = 0 all
behaviours are equally likely irrespective of estimated value, whereas if β is very large only the behaviour
with the highest estimated value occurs with any likelihood. Equation (2.2) is broadly compatible with
known aspects of animal choice behaviour. For example, if two behaviours B1 and B2 have different
estimated values in state S, equation (2.2) does not choose exclusively the more profitable one. Rather,
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without conditioned reinforcement. This model can optimize single behaviours but not behaviour
sequences. We then add conditioned reinforcement, obtaining our chaining model. Lastly, using ideas
from reinforcement learning, we show that chaining can optimize sequences of behaviour in a similar
way to dynamic programming.
Our general framework is as follows. We consider an animal that can find itself in a finite (albeit
arbitrarily large) number of environmental states, among which transitions are possible. For example,
states may represent spatial locations, and state transitions movement from one location to another. We
assume that the animal can perceive without ambiguity which environmental states it is in (see §3.3
and appendix A.3 for discussion, and for a model that does not require this assumption). By choosing its
behaviour, the animal can influence transitions from one state to the next. Transitions can be deterministic
(in each state, each behaviour always leads to the same next state) or stochastic (in each state, a behaviour
may lead to different states, with fixed probabilities). Each state S has a primary reinforcement value, uS ,
which is genetically determined and serves to guide learning towards behaviour that promotes survival
and reproduction. For example, a state corresponding to the ingestion of food would typically have
positive value, while a state representing harm to the body would have a negative value. States that
describe neutral conditions, e.g. waiting, are assumed to have a small negative value, corresponding
to the time and energy expended while in the state. The animal’s goal is to choose its behaviour to
maximize the total value collected. To begin with, we do not assume any innate knowledge of the
environment beyond the ability to recognize a number of biologically relevant situations such as pain and
the ingestion of food, which are assumed to have suitable uS values. Hence, the appropriate behaviour
must be learned.

−c

B2

−c

−c

S2

Sl−1

Bl

4

b
Sl

Figure 1. A simple environment in which a sequence of l actions is required in order to reach a reward. The animal can be in any of
l + 1 states, numbered 0 to l and represented as circles. Numbers inside the circles represent primary reward values (uS ). The last state
has positive value; other states have negative value (b, c > 0). In each state, the animal can choose a behaviour from a repertoire of m
behaviours. In each state there is a ‘correct’ behaviour that brings the animal to the next state (shown by arrows). All other behaviours
bring the animal back to state 0 (not shown to avoid clutter), at which point the animal can attempt again to reach the rewarding state
l. When state l is reached, the animal goes back to state 0 and can try again to reach the reward.

the relative probability of choice depends on the difference in estimated values:
Pr(S → B1 ) eβvS→B1
=
= eβ(vS→B1 −vS→B2 ) .
Pr(S → B2 ) eβvS→B2

(2.3)

This relative preference is compatible with the ‘matching law’ of experimental psychology, according to
which the probability of choosing a behaviour is an increasing function of the amount of reinforcement
obtained from the behaviour [52,53].

2.2. Learning behaviour sequences
While equation (2.1) can optimize a single behavioural choice, it cannot optimize sequences of
behaviours. Figure 1 shows a simple environment in which the animal has to perform correctly a
sequence of l actions in order to reach a reward. Equation (2.1) can learn the correct behaviour in state
l − 1 because it results in a reward. In the other states, however, correct behaviours are not rewarded,
and equation (2.1) will learn to assign them a value of −c, i.e. the same value as the incorrect behaviours.
The problem can be overcome if states can acquire conditioned reinforcement value. For example, if the
animal repeatedly chooses the correct action in state l − 1 and thereby experiences the rewarding state
l, then state l − 1 will acquire conditioned reinforcement value. Conditioned reinforcement functions in
the same way as primary reinforcement. That is, if the animal now takes the correct action in state l − 2
and thereby transitions in state l − 1, then state l − 1 will be deemed reinforcing. Thus taking the correct
action will be reinforced; additionally, state l − 2 will in turn acquire conditioned reinforcement value. In
this way, value can backtrack all the way to the beginning of the chain and eventually reinforce correct
actions even in state 0. We now formalize these intuitions.
Let wS be the conditioned reinforcement value of state S. It is natural to modify equation (2.1) as
follows:
(2.4)
vS→B = αv (uS + wS − vS→B ).
In other words, the value of behaviour B in state S is taken to be the sum of the primary and conditioned
reinforcement values of state S . In this way, reaching a state with conditioned value can be reinforcing,
even if the state has no primary value. But how do states acquire conditioned value? We assume that the
conditioned value of S is updated according to:
wS = αw (uS + wS − wS ),

(2.5)

where wS is the change in wS and αw a positive parameter akin to αv in equation (2.4). According to
equation (2.5), the conditioned reinforcement value wS is updated to approach the value uS + wS , i.e.
the total value of the following state. We continue to assume that decision making operates according to
equation (2.2). Equations (2.4) and (2.5) constitute our chaining model. They appear in [54] in the context
of machine learning, but have been used only sporadically in this field. They also appear in [15] without
justification. In the next section, we provide two examples of how chaining can relate to animal learning,
and in the following section we discuss how chaining can learn optimal behavioural strategies.

2.3. Two examples: self-control and expectations
To illustrate our model, and substantiate the claim that associative learning is currently underestimated,
we consider two ‘cognitive’ phenomena, self-control and expectations of future events, that are
commonly thought to lie beyond the scope of associative learning [55,56].
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Figure 2. Self-control through chaining. (a) A task in which the animal can either take a small reward immediately, or wait and take
a larger reward later. Each circle is a state with its value inscribed. We set c = 0.2, b1 = 1 and b2 = 5. In all states, a third action (not
represented) causes the animal to leave the task and go back to the initial state (Small reward). (b) Sample simulation of the chaining
model on this task. An ‘attempt’ (horizontal axis) is defined as a sequence of actions comprising two successive visits to the initial state.
Model parameter values where αv = 0.1, αw = 0.1 and β = 2.

Many species, both in the laboratory and in nature, demonstrate a degree of self-control, ‘the ability to
inhibit a pre-potent but ultimately counter-productive behaviour’ [56]. At first sight, associative learning
would seem to always prefer an immediately rewarded response to a non-rewarded one, which would
result in poor self-control [55]. However, ‘wait’ is also a behaviour that can be reinforced [31]. Figure 2,
indeed, shows that self-control can be learned through chaining in a task similar to those used in the
literature on self-control [56]. In a representative simulation, we see that waiting initially struggles to
increase in frequency, but eventually it is learned as the most profitable option. Functionally, this is
simply a consequence of the optimizing power of chaining: it can learn to forfeit an immediate reward
for a future one given that it is optimal to do so. Mechanistically, waiting can be reinforced if it results in
stimuli that are conditioned reinforcers. This is what happens in our simulation: the correct sequence
(wait, then take) is initially performed by chance, which leads to the intermediate state acquiring
conditioned reinforcement value. At this point, waiting can be reinforced and taking the small reward is
progressively abandoned.
Chaining, however, can fail to learn self-control if the animal cannot distinguish between states in
which it pays to wait and states in which it pays to act, or if the benefit of waiting is not experienced.
These considerations may help explain why many animals find it hard to postpone rewards (e.g. [57]).
Such ‘impulsivity’ is not necessarily maladaptive: it often pays a cheetah to wait upon sighting a
prey, but it seldom pays a toad. Differences in self-control can result from genetic evolution tuning
learning mechanisms to each species’ environment (see below and [58,59]). For example, cheetahs may
have a genetic predisposition for waiting rather than attacking immediately, which would facilitate the
discovery that waiting is profitable. One way to build such a predisposition into our model is to let the
β value for waiting be higher than that for attacking, in states that correspond to a prey having been
spotted. Such a difference in β would lead to waiting being chosen more often in these states. A high
initial value of vS→B in these states would also make waiting more likely.
The view that self control is learned based on a genetic predisposition for waiting is consistent with
the observation that self-control correlates with absolute, but not relative brain size [56]. The latter is
often considered a proxy for cognitive sophistication, while the former correlates with body size and
lifespan. Hence a possible reading of the data is that longer lived animals have more self-control, which
is expected as they have more time to invest in learning longer behaviour sequences [60,61]. Thus
taxonomic variation in self-control may result from tuning chaining to the needs of different species,
rather than from different species having a more or less developed ‘cognitive ability’ for self-control.
Similar arguments apply to expectations. Animals often show ‘expectations’ about forthcoming
events. For example, they may react to the omission of an expected food reward by searching for
the missing food, or with aggressive behaviour [62,63]. Search is appropriate when food is likely to
have disappeared out of sight, whereas aggression is suitable when food is likely to have been stolen.
At first sight, such behaviour seems hard to reconcile with associative learning, including chaining,
because these mechanisms do not formulate explicit predictions about forthcoming events (e.g. [16,64]).
Associative learning models, however, do compute the extent to which the reinforcement value of stimuli
is ‘surprising’ or ‘unexpected’ [36,65]. Our model, for example, calculates differences between estimated
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and realized values, such as equation (2.4). For brevity, let us write the error term in equation (2.4) as
dv = uS + wS − vS→B.

We derived equations (2.5) and (2.4) by adding conditioned reinforcement to a standard model of
associative learning. The same equations can be derived from considerations of optimality based on
work from reinforcement learning [41]. This derivation shows how chaining is connected to dynamic
programming and optimization. Consider a task that is guaranteed to last a finite time, and let w∗S be
the expected reward that can be gained from all states that come after state S, when following a given
behavioural strategy (in our case, equation (2.2) with a given set of vS→B values). Formally
⎛
⎞
S
end

∗
wS = ES ⎝
uX ⎠ ,
(2.7)
X=S

where the sum runs on successive states, S being the state that follows S, and Send the state that ends the
task. ES (·) is the expectation with respect to all possible successions of states, from S until the end of task.
We have an expectation rather than a fixed number because both the task and the behavioural strategy
may not be deterministic, so that many possible sequences of states and actions are possible starting from
state S. In equation (2.7), the first term in the sum is uS :
⎛
⎞
S
end

∗
wS = ES ⎝uS +
uX ⎠
(2.8)
⎛

= ES (uS ) + ES ⎝

S
end


⎞
uX ⎠ .

(2.9)

X=S

If PS,S is the probability to go from S to S , the first expectation is simply

ES (uS ) =
PS,S uS

(2.10)

S

because uS depends only on S but not on later steps. In the second expectation, we can also make explicit
this first step:
⎛
⎞
⎛
⎞
S
S
end
end



uX ⎠ =
PS,S ES ⎝
uX ⎠
ES ⎝
(2.11)
X=S

S

X=S

and note that, by the definition in equation (2.7), the remaining expectation is w∗S , where S is the state
that follows S . We can thus rewrite equation (2.7) as:

PS,S (uS + w∗S ).
(2.12)
w∗S =
S

This is a necessary consistency condition that w∗S values must satisfy in order to represent the reward
expected after state S [41]. Equation (2.12) expresses the fact that the reward expected after state S

is the reward expected from the next state, S PS,S uS , plus the reward expected from all following

∗
states, which must equal S PS,S wS by definition of w∗S . In this way, w∗S values take into account longterm outcomes in addition to immediate reward. Equations such as (2.12) are referred to as Bellman
equations and are the foundation of dynamic programming [41,68]. As we recalled in the introduction,
dynamic programming is a useful computational tool to find optimal behavioural strategies, but it does
not explain how animals may learn such strategies. Crucially, however, we can see that chaining performs

................................................
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A negative dv means a smaller reward than expected, whereas a positive dv indicates a larger reward.
The usual role of differences such as dv in animal learning theory is to drive learning (see equation (2.4)),
but they have also been suggested to influence choice of behaviour [28,66,67]. Animals may have genetic
predispositions that favour certain behaviours when dv signals a violated expectation. Formally, we can
let dv influence the value of β in equation (2.2). For example, setting β = β0 − dv (where β0 is a baseline
value) for aggressive behaviour will make aggression more likely when dv < 0, i.e. when an expected
reward is omitted. (Aggression would also be less likely when dv > 0, e.g. when a reward is larger
than expected.) This assumption is consistent with the observation that larger violations of expectations
trigger more pronounced responses [62].

X=S

6

(2.6)

S

In the parenthesis, we can now recognize an approximation to w∗S , obtained by replacing the true
value of the next state (w∗S ) with its conditioned reinforcement value (wS ), which has been learned
through experience. Thus, over successive passes through S, equation (2.5) works to reduce the difference
between the current value of wS and an estimate of its true expected value. A similar argument can be
made for equation (2.4). In appendix A, we show that this process is expected to eventually approximate
∗
values (the latter being the long-term reward expected after choosing B
closely the true w∗S and vS→B
in S). Thus, chaining can behave optimally within the limits of exploration given by equation (2.2). In
practice, a requirement for convergence is that αw and αv be small enough that accumulating changes in
wS and vS→B over successive experiences approximates the averaging operation in equation (2.13) and
the analogous equation for vS→B .

3. Efficiency of chaining
We established above that chaining is expected to learn optimal behaviour sequences, but we did not
discuss how long that may take. In this section, we delimit the conditions under which chaining can
learn within a realistic time frame. We start with the task in figure 1, followed by variants that apply to
different learning scenarios.

3.1. The basic learning time
In the task in figure 1, an animal has to learn a sequence of l behaviours, each of which can be chosen
from a repertoire of m behaviours. At each step, only one action is correct, resulting in progression to the
next step; all other actions cause the animal to have to start from scratch. Although chaining can learn
the task, the expected learning time is at least ml attempts (see appendix), implying that even moderately
long sequences may not be learned realistically. A sequence of four behaviours drawn from a repertoire
of just 10 behaviours is expected to take 104 = 10 000 attempts to learn. The fundamental reason for such
long learning times is that chaining (or any other learning mechanism) is not magic: it still needs to find
the reward, which initially can happen only by chance. Another factor complicates the problem further
in natural environments. Imagine an inexperienced predator that can choose to hunt either a small prey
that can be caught with a single behaviour, or a large prey that can be caught through a sequence of
behaviours. The predator may be initially unbiased in its choice, yet hunting the small prey will be
rewarded much more often than hunting the large one. Thus, the predator may end up hunting the small
prey more and more often, making it less and less likely that it will practise with hunting the large prey.
In general, the possibility of choosing between easy and hard problems weighs against learning the hard
problems, because the learner can obtain rewards on easy problems that will cause it to spend less time
exploring the hard ones.
In summary, it is important to recognize that, although chaining can learn arbitrarily long sequences of
behaviours, in practice, it cannot do so within a reasonable time unless favourable circumstances intervene.
Understanding what these circumstances may be is crucial in evaluating whether chaining can plausibly
account for the ontogeny of optimal behaviour. One favourable circumstance is having some knowledge
of the task, so that not everything has to be learned. We will discuss below how this can be accomplished
through genetic predispositions that favour appropriate behaviour. Another circumstance leading to
shorter learning times does not depend on prior knowledge, but rather on the environment facilitating
task solution, as we discuss next.

3.2. Entry and exit patterns
The goal of this section is to show that learning times can be dramatically shorter than what we just
calculated, provided a task is sometimes entered from states that are close to the reward. For example, a
squirrel that is learning to handle hazelnuts may occasionally find one with a broken or weakened shell,
which would reinforce the final prying behaviour without the need to master biting and cracking the
shell. In §5.1, we will consider other examples.
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approximate dynamic programming during an animal’s lifetime. Indeed, from equation (2.5) we can
calculate the expected change in wS over one step of the dynamics:



E(wS ) =
PS,S wS = αw
PS,S (uS + wS ) − wS .
(2.13)

(a)

(b)
7000

90% first step,
10% random step
random step

102

backward chaining

1

6000
5000

5
10
sequence length

M. fascicularis
M. mulatta
pigeon 1
pigeon 2

4000
3000
2000
1000
0

1

8

15

2

3
4
sequence length

5

Figure 3. (a) Graph of some of the equations in table 1, a = 1 and m = 2. Note the logarithmic vertical axis. (b) Number of attempts
required to learn sequences of different length trained by forward chaining, supporting the linear relationship expected under the
hypothesis that chaining is the mechanism underlying such learning. Learning criteria was 80% correct in the macaque studies [69],
70% in pigeon 1 (only 5 of 7 pigeons learned the four-step sequence [70]) and 75% for pigeon 2 [71]. The behaviour sequence consisted of
pressing response keys in a specific order.

Table 1. Learning times of the chaining model as a function of ‘entry patterns’, i.e. ways in which an animal may enter a task to be learned.
Symbols: l, sequence length; m, number of behaviours available at each step; a, number of trials required to learn a rewarded action. Note
that forward chaining is not purely an entry pattern as it includes rewarding intermediate states, see text.
learning situation

entry pattern

animal on its own

start

exponential

learning time

∼ aml

animal on its own

random

quadratic

∼

animal on its own or backward chaining
arranged by trainer

highest state not yet learned

linear

∼ alm

forward chaining arranged by trainer

start

.........................................................................................................................................................................................................................
.........................................................................................................................................................................................................................

am

l(l + 1)
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We call the rules that govern how often each state is entered the ‘entry pattern’ of a task. For the sake
of illustration, we consider the model task in Figure 1 with the following family of entry patterns:
— With probability p, the animal enters the task at a random state (excluding the last, rewarded
state).
— With probability 1 − p, the animal enters at the first state.
We continue to assume that all mistakes bring the animal back to the first state. Setting p = 0 means
always entering at the first state. In this case, the learning time is exponential in the length of the
sequence, as discussed above. As p increases, entering at states that are closer to the reward becomes
more likely. Figure 3a shows the dramatic effect that even a moderate facilitation, p = 0.1, has on learning
times. Thus a favourable entry pattern can bring within reach a task that otherwise could not be learned
in a realistic time frame. If p = 1 (entry at a random state), the learning time is only quadratic in the length
of the sequence (table 1 and appendix).
Animal trainers exploit favourable entry patterns to teach remarkably long sequences of behaviour.
In backward chaining (where ‘chaining’ refers to the training technique rather than to a learning process),
sequences are taught starting from the last step. That is, the animal is placed repeatedly at state l − 1 of
an l-step sequence, until the correct behaviour is learned. This also endows state l − 1 with conditioned
reinforcement value. At this point, the animal is placed in state l − 2, where correct behaviour can be
reinforced by the conditioned reinforcement value that state l − 1 has acquired during the previous
training. Once the second-last step is learned, the animal is placed in the third-last and so on. In this
way, the animal is always learning just one behaviour, and the learning time becomes linear in the length
of the sequence. In forward chaining, training starts from the first step, but the reward structure of the task
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In this section, we consider two further determinants of the efficiency of chaining, both concerning
the information available to the animal. Indeed, these factors affect any learning mechanism, not only
chaining. The first one is the extent to which stimuli are informative about environmental states. So far,
we assumed that the animal can perceive unambiguously which environmental state it is in. In reality,
environmental states have to be inferred from sensory information, which may contain redundant or
uninformative stimuli, and not provide complete information. Additionally, environments often present
animals with novel configurations of stimuli, some known and some unknown. Animals need thus to
generalize knowledge from familiar situations to novel ones. These difficulties have been dealt with
extensively in both the animal and the machine learning literature [41,72–75]. An extension of our
model that operates based on sensory information is presented in the appendix, but is not discussed for
brevity. A second informational dimension of environments is their predictability. Day–night transitions,
for example, are more predictable than sun–rain transitions; hunting for a carnivore is typically less
predictable than foraging for a herbivore. In general, learning is easier if environmental states follow one
another consistently and if the consequences of behaviour are fixed rather than variable, because in these
cases fewer experiences are necessary to estimate satisfactorily the value of states and actions.
In this paper, we do not deal extensively with these issues, although §5.3 shows that lack of
information can have remarkable effects. Clearly, lack of information and predictability can limit
the attainment of optimal behaviour. At the same time, however, being able to perceive or gather
more information is not necessarily advantageous because it increases learning costs. An animal with
keener sense organs, for example, will be able to distinguish between more stimuli, which can be
counterproductive if not supported by effective generalization. If every banana looks entirely unique,
for example, one will have to learn the value of each one separately. A similar caveat applies to memory.
In many instances, sequences of stimuli contain more information than just the last stimulus (e.g. a
cheetah may do well to give up hunting a gazelle if it recently saw lions in the vicinity). Taking
into account this information, however, may render learning unfeasible. Given that n stimuli can be
perceived, remembering sequences of a stimuli leads to being able to distinguish between na sequences
of stimuli, each with a potentially unique meaning. Remembering this information would carry both
memory costs (more storage would be needed) and learning costs, because each sequence would be
experienced fewer times, and the learner would have to generalize across sequences rather than stimuli.
These costs are probably the reason why most animals have rather limited working memory [76], which
is economical but may restrict their abilities to learn about environmental regularities across time spans
longer than a few minutes. When longer-lasting memories are necessary, animals seem to have evolved
specialized memory mechanisms, supported by genetic predispositions, rather than improving their
general-purpose memory. For example, hoarding specialists such as Clark’s nutcrackers can cache 30 000
seeds in a season and remember their location for months [77,78], but they cannot remember the colour
of a light for more than about a minute [79]. We do not pursue this issue further, but we note that our
chaining model could be applied to both specialized memories and general-purpose memories holding
more than the last stimulus. For example, we could replace wS with w(S,S ) , where (S, S ) is a sequence
of two successive stimuli. In this way, sequences of two stimuli would acquire value, with all costs and
benefits that this would entail. The model could also operate on episodic-like memories of the kind
suggested in [80]. Likewise, there are many models of generalization that can be applied to the problem of
learning from sensory information rather from direct information about environmental states (appendix;
[41,72–74]).
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3.3. Availability of information
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is altered so that initially even performing the first behaviour is rewarded. Once the first behaviour is
learned, the animal is required to perform two behaviours to obtain the reward, and so on until the whole
sequence is learned. This also results in linear learning time, which agrees with observations (figure 3b).
Related to entry patterns are ‘exit patterns’, by which we refer to what happens when an incorrect
behaviour is chosen. So far, we have assumed that incorrect behaviours would result in starting back
from scratch. For example, a predator that makes a mistake when approaching prey will most probably
lose the opportunity to catch the prey. In other cases, however, mistakes have milder consequences. A
squirrel attempting to open a nut, for example, can try again if the first bite does not succeed. In the
most favourable case, an animal may have virtually unlimited opportunities to try to progress in the
sequence, without losing what has been accomplished so far. Such a sequence could be learned rapidly
(it takes ml(l + 1)/2 time steps to learn the complete sequence, see appendix). We will study a concrete
example of a favourable exit pattern when discussing primate stone tool use below.

4. Genetic control of learning and decision making

................................................
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The chaining model contains parameters that can have profound effects on decision making and learning.
These are uS , β, αv , αw and the initial values for vS→B . In this section, we ask whether, by appropriately
structuring these parameters, chaining can encompass not only learning phenomena, but also instinctual
aspects of behaviour. The latter have traditionally been studied by ethologists, who were interested
in species-specific behavioural adaptations and considered learning to be under tight genetic control
[81,82]. Contemporary cognitive ethology also appears to view cognitive capacities (planning, episodiclike memory, ‘physical cognition’, etc.) as traits that can be either present or absent in a species, and
therefore, under strong genetic control. Experimental psychologists, on the other hand, sought general
principles of learning that would apply to all species [30,83]. These fields got slowly closer over time, and
today many scholars recognize that similar learning principles operate across species, at the same time
that genetic predispositions can tailor learning to each species’ needs [17,34,84–86]. Indeed, without at
least some genetic guidance, there would be too many possible action sequences for learning to succeed.
Recall that an animal with a repertoire of m behaviours trying to learn a sequence of length l may have
to try out ∼ ml sequences before finding the correct one. Given that the behaviour repertoire cannot be
reduced below a certain size, and excepting favourable entry and exit patterns, it would seem that only
short sequences (perhaps only single behaviours) could be learned [87]. Genetic predispositions offer a
solution to this conundrum.
A first observation is that animals rarely use their full behavioural repertoire in any given context
[17,84,85,88]. Squirrels, for example, cannot open nuts from birth, yet they are predisposed to use only
a few behaviours while learning the correct technique, such as rotating the nut, biting and prying [89].
Genetic predispositions that limit the behavioural repertoire to relevant actions can be very effective [87].
For example, halving the number of behaviours that are tried reduces the number of possible sequences
of length l to a fraction 1/2l of the initial number (i.e. to about 13% with l = 3 and to about 6% with l = 4).
In our model, predispositions to use certain behaviours in a given context can be implemented by letting
β in equation (2.2) depend on external stimuli and motivational state (internal stimuli). When a hungry
squirrel holds a nut, for example, the β value for prying, biting and rotating the nut could be increased
so that only these behaviours are likely to occur.
Genetic control of β can also cause changes in exploration over the lifespan. If an animal’s
environment is stable, in fact, it may be profitable to explore a lot when young (low β) and to reduce
exploration with age (increasing β with time, similar to simulated annealing in optimization [90]). In this
way, a young animal can try out many different courses of action, and therefore, identify the best ones.
An older individual, however, would restrict its behaviour to the best known options, devoting its time
primarily to exploiting acquired knowledge.
Other genetic predispositions are manifest in what animals ‘pay attention to’. With the latter we mean
that, when many stimuli are experienced jointly, animals may preferentially learn about some rather than
others. For instance, when presented with a flavour+sound stimulus that predicts illness, rats associate
only flavour with illness. If the same stimulus predicts shock, however, rats associate the sound with
shock [91,92]. Similarly, hamsters that are reinforced with food learn readily to dig and rear (part of
their natural foraging repertoire), but not to groom or nest-build [93,94]. The evolutionary rationale for
these phenomena is that they encode stable properties of the organism–environment interaction, e.g.
that illness is caused by food and not by sounds, or that digging and rearing are useful in procuring
food, while grooming and nest building are not. These effects can arise in our model by letting αv in
equation (2.4) depend on S and S . A high value results in easily established associations; a low or null
value in associations that are hard or impossible to learn.
In general, any parameter of the chaining model can be made dependent on external and internal
stimuli (motivational states, proprioception, etc.), which can generate predispositions to choose or
to learn certain behaviours, and to seek certain outcomes (by appropriately structuring primary
reinforcement, uS ). The resulting genetic control can range from lax (most behaviours can be chosen
and most associations learned) to strict (e.g. in some cases the repertoire could be limited to a single
behaviour, or a limited set of associations could be formed). In this way, it is possible to unify the view
that behaviour has instinctual components with the view that decision making and associative learning
rely on general mechanisms that are functionally conserved across many taxa. There is thus no conflict
between the ideas of general learning mechanisms and of evolution adapting learning and behaviour to
a species’ niche. In our model, the role of genetic evolution is to optimize a well-defined set of learning
parameters to balance the costs and benefits of learning and behavioural flexibility. Table 2 suggests what
phenomena can so arise, but it will take considerable research to evaluate the merits of this proposal. In
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§5.2, we consider several examples of puzzling learning phenomena that receive a remarkably simple
explanation when predispositions are taken into account.

5. Applications to learning phenomena
In this section, we apply our chaining model to learning phenomena from studies in the laboratory and
in the wild. Our goal is to show that chaining can reproduce a host of learning phenomena, even when
these appear not to conform with current opinion on associative learning.

5.1. Chaining in nature
Natural resources can be exploited only through specific behaviour sequences. As discussed above, these
sequences can be realistically learned through chaining only if they are relatively short, if favourable
entry and exit patterns occur, or if the animal has some knowledge (innate or previously acquired)
that guides it towards the correct sequence. Some resources appear relatively easy to exploit through
chaining. Many animals, for example, rely on accessible resources such as fruit or other plant matter. A
bird, for example, may need to learn a sequence such as:
Tree → Approach → Fruit → Peck → Open fruit → Lick → Sweet
where italic shape indicates stimuli and upright actions. The last stimulus, Sweet, represents the reward.
Such a sequence would be easy to learn by chaining provided open fruits, fruits and trees are encountered
often enough while exploring the environment (similarly to the random entry pattern considered above),
and given that mistakes are not catastrophic. For example, many pecks can be attempted if the first one
does not succeed. Of course, learning would be even easier with appropriate genetic predispositions,
e.g. to peck objects with a certain smell, colour or size, to spend time in trees and so on. Reports that
foraging efficiency often improves with age support the idea that foraging strategies are partly learned
(e.g. [95–97]).
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Table 2. Possible influences on decision making and learning of the model parameters in equations (2.2), (2.4) and (2.5), when these
are understood as depending, potentially, on external stimuli (S, S ), on internal stimuli (X, X  ) and on the behaviour performed (B).
The internal stimuli referred to by X and X  are motivational states, internal clocks, hormonal states and so on. These are not discussed
explicitly in the text, but here we emphasize that they can also influence decision making and learning. The notation in the table refers
to the sequence (S, X) → B → (S , X  ) in which external stimulus S is experienced together with internal stimulus X, then behaviour B
is chosen and then the external and internal stimuli S and X  are experienced.

The graphs in figure 4 show a simulation in which the chaining model becomes proficient at nut
cracking in about 1500 attempts (across simulations, both longer and shorter times occur; the time is
also influenced by various parameters such as αv and αw ). The top graph refers to the conditioned values
of states. As expected, states that are more proximal to the reward acquire value before more distal states.
Note that state Open nut acquires value early on due to the simulated animal stumbling upon a few open
nuts, and then choosing behaviour Eat, initially by chance. Note also that the value of most states initially
decreases: having a nut is worth nothing unless one can open it (cf. our self-control example above). The
middle graph shows the value of the correct action in each state. In the lower graph, the ticks indicate
which point in the sequence is reached in each attempt. The line is a running average over 50 attempts.
A remarkable feature of this graph is that nut cracking seems to appear relatively suddenly over the
course of about 100 attempts. This happens because complete sequences require, by definition, all steps
to be learned. As the correct behaviours begin being chosen, more and more rewards are collected, which
further strengthens the correct behavioural tendencies in a positive feedback cycle, which results in the
impression of relatively sudden learning. In reality, we can see that the values of correct actions had been
growing gradually all along, supported by conditioned value accruing to the intermediate states.
While our model of nut cracking may be simplified (it neglects, for example, that motor learning
also needs to take place), it still requires the learner to locate a single sequence out of approximately
100 million. That this can be accomplished in about 1500 attempts (about 4 years with just one attempt
per day) demonstrates that complex behavioural strategies can be learned through chaining. Note that
we did not assume any specialization for social learning (e.g. imitation or emulation abilities), which
is often believed to be necessary to acquire nut cracking. According to our model, the main role of
the young’s social environment may be to provide enhanced opportunities for learning [100,101]. In
this view, complex tool use is rare not because it requires specific cognitive mechanisms for, e.g. social
learning or causal reasoning. Rather, tool use may be rare simply because it requires learning longer
sequences, and because entry patterns may be much less favourable before tool use is established. For
example, the first chimpanzees that pioneered nut cracking may not have had easy access to open nuts
and suitable stones.

................................................

— A transition from Start to Open nut is possible, directly, with probability 0.01.
— Mistakes leave the animal in the same state with probability 0.75; with probability 0.25 the animal
goes back to Start.
— A strike succeeds with probability 0.75, so that more than one strike is often necessary.
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Can chaining also learn to exploit more complex resources? By way of example, we consider the use of
tools to crack nuts by some groups of chimpanzees (Pan troglodytes) and capuchin monkeys (Cebus apella),
which is one of the most remarkable cases of sequence learning in the wild [98,99]. Our goal is to show
that, while nut cracking is undoubtedly a complex skill, an analysis of entry and exit patterns reveals
a number of favourable circumstances that enable chaining to learn a complete nut-cracking sequence
in a realistic number of attempts. We base our model on the detailed observations by Inoue-Nakamura
& Matsuzawa [98] of chimpanzees at Bossou, Guinea. These authors have described nut cracking as a
sequence of five behaviours: picking up a nut, placing it on a stone used as anvil, picking up a stone
used as hammer, striking the nut with the hammer and finally eating the nut (figure 4a). Chimpanzees
manipulate stones and nuts from around six months of age, but they do not become proficient nut
openers until 3.5–5 years of age. This learning may seem slow, until one realizes the complexity of the
task. Chimpanzees do not seem to have specific predispositions for this task, and appear aided only by
a general propensity to manipulate objects. Indeed, Inoue-Nakamura and Matsuzawa observed naïve
chimpanzees perform approximately 40 behaviours directed at nuts and stones, including many nonfunctional ones such as throwing nuts to the ground, kicking stones and attempting to eat unopened
nuts. Thus, the young chimpanzee must locate a functional sequence among  405  100 million possible
ones. Even if there were hundreds or thousands of functional sequences, the task would be practically
impossible. However, several facilitating circumstances apply. First, the young has plenty of time to
learn, with both stones and nuts readily available for years. Additionally, mistakes have rather mild
consequences. For example, if a nut rolls away or is placed on the ground rather than on the stone
anvil, corrective action can often be taken without starting from scratch. Lastly, young chimpanzees
occasionally steal an open nut from their mother. This establishes the open nut as a conditioned reinforcer
and effectively shortens the sequence to be learned by one step. We have included these features in the
model in figure 4 as follows:
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Figure 4. Model of nut cracking in chimpanzees, based on Inoue-Nakamura & Matsuzawa [98]. (a) Task model. Only correct actions are
shown; incorrect actions lead back to the initial state with probability 0.25 and have no effect with probability 0.75. The probability that a
strike results in opening a nut is 0.75, and when a strike fails the animal can try again. Lastly, there is a probability of 0.01 to advance from
the first state directly to Open nut, corresponding to the young chimpanzee stealing an open nut from its mother. The three graphs show
the progression of learning through chaining. (b,c) The conditioned values of states and the estimated values of state-behaviour pairs,
respectively. Panel (d) records the highest state reached in each attempt; the solid line is a smoothed running average. Model parameters
where αv = 0.05, αw = 0.05 and β = 5. Starting vS→B values were set so that the five functional behaviours were selected with a
probability of  2.5% each, consistent with selecting behaviours randomly from a repertoire of about 40.

Similar considerations apply to nut-cracking behaviour in capuchin monkeys and to other wellknown cases of sequence learning in the wild. For example, black rats (Rattus rattus) can learn to feed
on pine seeds [102]. The rats first obtain a closed pine cone, then hold it firmly to bend and then detach
a cone scale with teeth, and finally eat the seed thus uncovered. The sequence is then repeated until
all seeds have been extracted. Aisner & Terkel [103] manipulated experimentally the entry pattern to
this sequence. The rats could not learn the sequence, even after three months, unless they entered it
near the rewarding state, by being provided with partially opened cones with exposed seeds. Even
in this case, rats sometimes failed to learn the whole sequence. Only young rats raised by proficient
mothers (including foster mothers, to control for genetic effects) consistently learned the whole sequence.
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Figure 5. Simulation of ‘misbehaviour’ due to innate bias in choice of behaviour [104]. Left: simple model of a raccoon being taught to
pick up a token and deposit it in a ‘bank’ in exchange for food. To simulate misbehaviour, we set β = 1 for all state-behaviour pairs, apart
from β = 3 for action ‘keep’ in state ‘token’, creating a bias for holding onto the token as the latter acquires conditioned value. We also
set vno token→do nothing = vtoken→drop = 5 initially to model the fact that the correct actions are chosen only rarely at first; other v values
start from zero. Other parameters are c = 0.2, b = 2, and αv = αw = 0.25. Right: results from a representative simulation, showing
that the chaining model first learns the correct actions (pick up the token, then deposit it), but later switches to holding on to the token.
See text for analysis.

Aisner and Terkel observed that pups gathered around the mother while she was extracting seeds, and
sometimes could obtain and eat a seed. Older pups stole partially opened cones from the mother, carrying
them to safety and trying to extract the seeds. This pattern of acquisition, starting from eating seeds, then
handling partially opened cones, and finally learning the complete sequence, is clearly suggestive of
chaining.

5.2. Misbehaviour and auto-shaping
To illustrate how genetic control can influence decision making and exploration we apply our model
to the phenomena of misbehaviour, in the sense of Breland & Breland [104] and auto-shaping [105]. In
these phenomena, a response develops in the course of learning that is unnecessary or counterproductive
[17,106,107]. A paradigmatic example reported by the Brelands concerns training a raccoon to deposit a
token into a machine to get a food reward. Progress on this task was initially rapid, but over time the
animal started to hold on to the token, eventually depositing it only after much hesitation. A similar
example is wheel running in rats: in a situation in which both food and a running wheel are available,
rats can develop a tendency to run on the wheel prior to eating, thus expending energy unnecessarily
[108]. Lastly, in the original auto-shaping study [105], pigeons spontaneously developed pecking a light
that was turned on just before food delivery, despite this behaviour being unnecessary to obtain food.
In these examples, we expect the token, the running wheel and the light to acquire conditioned value
because their presence predicts a reward, but this is not sufficient to explain why sub-optimal actions
are directed at them. The latter is easily accommodated, however, by letting β values in equation (2.2)
depend on stimuli and behaviours, thereby creating predispositions for certain behaviours in certain
states. Figure 5 shows a model of the above-mentioned raccoon example in which we used a higher β for
keeping the token. As in the Brelands’ report, the model initially progresses rapidly, learning to pick up
and deposit the token, but after a while it starts to keep the token, and eventually deposits it only with
low probability. The reason that misbehaviour is not immediately apparent is that the higher β value
has no effect unless vtoken→keep is positive, and vtoken→keep cannot become positive until the token has
acquired conditioned value (wtoken > 0).
Similar set-ups can reproduce wheel running, auto-shaping and other misbehaviour phenomena.
Figure 6 shows a generic model of misbehaviour in which the animal can choose between a useful
behaviour (B1 ) and a useless or costly one (B2 ). The latter is assumed to have a higher β value in state S1 ,
to model the emergence of misbehaviour, and also possibly in S2 , to model the fact that misbehaviour
may interfere with completing the sequence. The figure also details how the model applies to autoshaping and wheel running. Although several adjustments would be necessary to replicate experimental
conditions precisely, the model makes the general point that an unproductive behaviour can be favoured
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Figure 6. A generic model of misbehaviour that can be applied to various phenomena, such as auto-shaping [105] and schedule-induced
wheel running [88]. An animal is assumed to have two behavioural options. ‘Useful’ behaviour (B1 ) leads to a reward, ‘useless’ behaviour
(B2 ) leads to a second state in which the same behavioural options are available. In other words, every time B2 is chosen, a cost −c2 is
incurred, without any influence on the possibility of reaching the reward.

because of a genetic predisposition to express the behaviour in response to stimuli that have acquired
conditioned value.
Technically, the reason why chaining can cause misbehaviour in the cases treated above is that the
decision function does not honour the ranking of state-behaviour values, leading to actions with lower
estimated value being chosen more often than actions with higher values. This violates the conditions
under which chaining can converge to optimal behaviour (see appendix), and it may appear puzzling
that the optimization abilities of chaining may have been so spoiled. The predispositions that result
from manipulating β values, however, can be beneficial if they bias behaviour toward what is usually
profitable in the animal’s natural environment: it is good for raccoons to hold onto food, for rats to move
about to find food and for pigeons to peck at food items. Computationally, these predispositions can
be understood as a trade-off between being able to learn optimal behaviour in any environment, but
possibly slowly, and being able to learn quickly, but only in environments in which the predispositions
are appropriate.
We conclude this section with a novel insight into the nature of predispositions afforded by the
chaining model. Sometimes genetically predisposed behaviour is readily apparent. For example, toads
spontaneously attack moving objects with the characteristics of prey [109]. In our model, these responses
correspond to initially high vS→B values. In the cases discussed here, however, predispositions emerge
during the course of learning, which we have modelled with a higher β value. This indicates that, in
nature, the predisposition has evolved to act on stimuli whose recognition is learned, in which case a high
vS→B cannot evolve because the stimulus S is unknown. This is testament to the crucial role of learning
in natural behaviour and is coherent with a wealth of results showing that even stimuli proximal to
primary reinforcements are often not recognized innately. For example, dogs do not salivate at the sight
of meat until they have tasted it a few times [110,111], and similar results have been obtained with many
mammals and birds [5,6].

5.3. A case of missing information
An experiment by Cronin [112] illustrates further how chaining can illuminate apparently puzzling
behaviour, in this case arising from the animal lacking information about environmental states. In
the experiment, pigeons could peck either of two stimuli, Sred and Sgreen (lights of different colours),
simultaneously present. Pecks to Sred resulted in access to food; pecks to Sgreen did not. Ordinarily,
this would be an easy discrimination, but in Cronin’s experiment the reward was delayed. That is, all
pecks caused Sred and Sgreen to turn off and a white light (Swhite ) to turn on for 60 s, after which the
pigeons could observe the consequences of their choice. Thus, the stimulus immediately preceding the
reward was actually non-diagnostic, while the truly predictive stimulus was 60 s in the past. Under these
conditions, pigeons failed to solve the discrimination and pecked red and green equally often. According
to the chaining model, Swhite acquired conditioned value because it was followed by a reward, half of
the time. The conditioned value of Swhite then reinforced pecking at both Sred and Sgreen equally. Cronin

................................................

B1

auto-shaping
light on
light pecked
food eaten
eat food
peck light

rsos.royalsocietypublishing.org R. Soc. open sci. 3: 160734

S1
S2
S3
B1
B2

(b)

food
b

0.2
0
–0.2
–0.4
0

red + green –c

(ii)
1.0
–c

–c

blue 1

yellow 2

probability

peck green

16

stimulus:
blue
yellow

100

200
300
attempt

400

500

200
300
attempt

400

500

choice:
peck red
peck green

0.8
0.6
0.4
0.2
0.0
0

100

Figure 7. (a) Diagram of the task faced by pigeons in the ‘reverse-cue’ group in [112]. In the initial state, a red and a green light were
present. If pigeons pecked red, they saw a sequence of a yellow light followed by a blue light, followed by food. If they pecked green,
they saw a blue light first, followed by a yellow light and no food. Because of working memory limitations, pigeons could not distinguish
between the states indicated by lights of the same colour (represented by dashed lines). The parameter −c is the cost of being in nonrewarding states (c = 0.2 in our simulation), the parameter b the value of the food reward (b = 1). (b) Simulated behaviour of the
chaining model on the task. (i) Conditioned value of the yellow and blue lights. The blue light has more variable conditioned value
because of higher variance in the value of the following state. (ii) Probability of pecking the red or the green light. Parameter values:
αv = 0.1, αw = 0.05 and β = 5.

further investigated how changes in the stimuli that intervene between Sgreen and Sred and the reward
would influence the pigeons. For a second group of pigeons, pecks to Sred caused a yellow light (Syellow )
to appear during the delay, while pecks to Sgreen caused a blue light (Sblue ). These pigeons could solve
the task, eventually pecking red about 95% of the time. In this case, Syellow is followed by food while
Sblue is not. Consequently, only wSyellow grows, and can reinforce pecking Sred selectively.
Cronin’s most intriguing result was obtained with a third group of pigeons. For these pigeons, pecks
to red caused the stimulus sequence Syellow → Sblue → Sfood , while pecks to green caused the sequence
Sblue → Syellow → Sno food (figure 7a). The chaining model predicts that Sblue should acquire conditioned
value, which would reinforce pecks to the incorrect stimulus, Sgreen , because pecking Sgreen would
produce the now valuable Sblue (figure 7b). This is exactly what Cronin observed: pigeons in this group
chose green about 90% of the time. We have successfully simulated this result (figure 7b) assuming that
pigeons cannot distinguish between the states Blue1 and Blue2, nor between Yellow1 and Yellow2. This inability
derives from the same working-memory limitations apparent in the first experimental group [76]. Thus,
from the point of view of the animal, Syellow identifies a state that is followed half of the time by Sblue
and half of the time by Sno food . Neither of these are rewarding. Sblue , on the other hand, is followed half
of the time by the non-rewarding Syellow and half of the time by the rewarding Sfood . Thus Sblue acquires
conditioned value. One might expect this conditioned value to spread to Syellow to some extent, because
Syellow sometimes precedes Sblue . However, as Sblue acquires value, the model starts to choose Peck Green
and, therefore, most of the time Syellow precedes the start of the next trial rather than Sblue .
In summary, chaining explains readily Cronin’s puzzling results—as suggested by Cronin herself
[112]. Chaining can optimize behaviour when information is sufficient, but it can also learn grossly
sub-optimal behaviour when information is lacking.

6. Discussion
We have introduced a model of ‘chaining’—associative learning with conditioned reinforcement—and
used it to explore the role of learning in the ontogeny of optimal behaviour, as well as the relationship

................................................
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between learned and instinctual aspects of behaviour. According to our analysis, the model has many
advantages:

................................................

Based on these results, we believe that the formulation of more complete associative learning models,
as attempted here, can clarify the role of learning in behavioural evolution and help resolve longstanding issues at the intersection of ethology (the nature of instinct, constraints on learning), psychology
(sequence learning, misbehaviour), behavioural ecology (optimization) and animal cognition (what
mental capacities animals possess). Of relevance to the last field, our chaining model clarifies what
associative learning can accomplish, and therefore, provides a benchmark against which other (cognitive)
mechanisms can be evaluated. We already pointed out, for example, that chaining can learn self-control
and that it forms expectations. Another example concerns the claim that animals are ‘stuck in time’, i.e.
they react only to present needs and current stimuli, often referred to as the Bischof–Köhler hypothesis
[115,116]. One consequence of this hypothesis is that animals would be unable to plan for the future.
Observations and experiments that appear to contradict this claim (e.g. [117,118]) tempt researchers to
hypothesize sophisticated mechanisms for planning and ‘mental time travel’, and to discard associative
learning as a potential explanation. This conclusion, however, derives from equating associative learning
with simple stimulus–response learning. As we saw in our self-control example, chaining can learn
effective courses of actions that take into account the future. In that example, the sequence leading to the
larger reward can be made arbitrarily long, provided the reward is worth working for (or waiting for).
Indeed, chaining is currently the only formal model of animal learning that makes specific predictions
on how plans may be learned: by back-tracking conditioned values in the presence of favourable entry
and exit patterns. These predictions can be tested in experiments, but mere observations of planning are
not informative about the mechanisms that generate plans.
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— Simplicity: Chaining is completely described by three, computationally simple equations.
Decision making rests solely on the comparison of state-behaviour values, equation (2.2), while
both learning equations use only immediately available information, equations (2.4) and (2.5).
— Power: Chaining can optimize behaviour sequences, and thereby reconcile observations that
behaviour is optimal or near-optimal with the fact that behavioural strategies are often shaped
by learning, and therefore, cannot be optimized fully by genetic evolution.
— Integration with genetic information: Chaining is not only a model of learning: it also naturally
accommodates genetic influences on learning and behaviour. While chaining has a priori
unlimited flexibility, what is actually learned can be brought under genetic control by evolution
tuning model parameters. Such tuning can result in predispositions that lead individuals to
develop species-specific behaviour, such as exploiting resources that define the ecological niche
of the species [81,85]. Therefore, chaining can account for the species-specificity of behaviour
that initially led ethologists to postulate tight genetic control of behaviour.
— Evolutionary plausibility: Simplicity, power and the possibility to control learning genetically
lend strong evolutionary plausibility to chaining. Chaining can evolve from simpler associative
learning through the sole addition of conditioned reinforcement. This evolutionary step
transforms a mechanism capable of learning only stimulus–response relationships into one that
can learn arbitrary sequences of behaviour. Furthermore, evolution can tune learning parameters
to re-adapt learning following environmental changes.
— Empirical support: Conditioned reinforcement, the key learning process in chaining, is solidly
established in birds and mammals [27,113,114]. Moreover, animal trainers have used techniques
based on conditioned reinforcement with well over 100 species (Bob Bailey, personal
communication, and [31]), see http://www3.uca.edu/iqzoo/iqzoo.htm, for examples. This
widespread occurrence indicates that, in all likelihood, conditioned reinforcement serves an
important role in natural behaviour.
— Misbehaviour: Chaining can also model how animals sometimes learn sub-optimal strategies.
Sub-optimal behaviour is a valuable test of behaviour models. If behaviour were invariably
optimal, its underlying mechanisms would be obscured, and all models capable of producing
optimality would receive equal support. Sub-optimal behaviour, however, depends strongly on
underlying mechanisms: while there is, typically, only one way to be optimal, there are many
possible kinds of mistakes. Therefore, predicting mistakes is more challenging than predicting
optimal behaviour. We regard the preliminary successes reported in §§5.2 and 5.3 as a strong
indication that chaining captures fundamental aspects of learning, including its interaction with
genetic predispositions.
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simulation framework to specify tasks and simulate the learning process. Our code is publicly available at figshare
(https://dx.doi.org/10.6084/m9.figshare.3848199.v1). Source code and documentation are bundled as an Emacs orgmode file [124,125]. A PDF file documenting both code and simulations, and an R file containing code only are also
provided.
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Appendix A. Model analysis
A.1. Convergence
Convergence of chaining to optimal behaviour can be analysed similarly to other reinforcement learning
models [42,126]. Convergence in expectation can be established as follows. Let us start from the
convergence of wS values, and let w be the vector of such values. We introduce the operator Aw as the
transformation of w into its expected next value:
Aw w = (1 − αw )w + αw P(u + w),

(A 1)

where u is the vector of uS values, and P is the matrix of probabilities such that PS,S is the probability to
go from S to S according to a given behavioural strategy that we assume is being followed (thus, P takes
into account both environmental dynamics and behavioural choices). The expected course of learning
consists of repeatedly applying Aw to successive values of w. Convergence of this process can be proved
using Banach’s fixed point theorem [127], i.e. establishing that, for any two vectors w(1) and w(2) , we
have:
Aw w(1) − Aw w(2)  ≤ aw(1) − w(2) ,

(A 2)

where  ·  is the Euclidean norm and 0 ≤ a < 1. equation (A 2) means that the distance between w(1) and
w(2) decreases with each application of Aw , and eventually vanishes. Because w(1) and w(2) are arbitrary,
equation (A 2) implies that all vectors converge to the same fixed point, which can be verified to be the
correct vector of state values given in equation (2.7), for which Aw w∗ = w∗ . To establish equation (A 2)
we reason as follows. First, we introduce the abbreviation
d = w(1) − w(2) .

(A 3)

................................................

Data accessibility. We programmed equations (2.2), (2.4) and (2.5) in the R language [123], together with a simple
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We have deliberately left out important issues, partly because of space limitations and partly because
of their complexity. For example, the mechanisms whereby animals learn the values of actions and of
states are more nuanced than our model assumes, and indeed are not completely known [16,17]. At the
same time, our model captures the fundamental fact that conditioned reinforcement enables animals
to learn sequences of behaviours. We have also not discussed how animals infer environmental states
from sensory information, and how they relate novel sensory inputs to familiar ones. The theory of
these phenomena, however, is reasonably well developed [74,119]; a chaining model that operates based
on sensory information is presented in the appendix. Lastly, we did not cover many learning scenarios
relevant to natural environments. Social learning, for instance, was discussed only briefly in §5.1. In
future work, more attention should be paid to social stimuli and how they are processed. For example,
one may explore the hypothesis that specific predispositions to behave in certain ways in the presence of
social stimuli may lead to imitation at the behavioural level, in the absence of a specific cognitive capacity
for imitation.
In conclusion, the combination of chaining and genetic predispositions results in powerful behaviour
systems that can optimize behaviour even in the absence of ‘cognitive’ information processing. Moreover,
the combination of chaining and genetic predispositions resolves naturally the debate over the concept
of instinct (e.g. [120–122]). By introducing genetic control of learning parameters, we can recognize the
existence of both general learning processes and of genetic information that, in natural environments,
results in well-adapted, species-typical behaviour. We hope that this perspective can serve as a
foundation for a unified theory of behaviour.

We then use equation (A 1) to write:
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Aw w(1) − Aw(2)  = (1 − αw )d + αw Pd ≤ (1 − αw )d + αw Pd,

(A 4)

(A 5)

where p is the vector describing the stationary distribution, t denotes transposition and Q describes the
rest of the process. Crucially, the eigenvalues of Q have magnitude < 1, because otherwise there would
(1)
(2)
be other stationary distributions. Notice now that on the terminal state we have wS = wS = 0, because
the terminal state has no successor and thus its value is never updated. This implies
pt d = 0.

(A 6)

Using equation (A 5) and equation (A 6), we get:
Pd = ppt d + Qd = Qd < qd,

(A 7)

where q < 1 is the magnitude of the largest eigenvalue of Q. Using equation (A 7) in equation (A 4), we
finally prove equation (A 2) with a = 1 − (1 − q)αw :
Aw w(1) − Aw w(2)  ≤ (1 − αw )d + αw Pd

(A 8)

≤ (1 − αw )d + αw qd

(A 9)

= [1 − (1 − q)αw ]d.

(A 10)

We have thus established that repeatedly updating a conditioned value vector w according to
equation (A 1) leads to convergence to the correct w∗ for a given behavioural policy, i.e. in our model,
for a given set of vS→B values. In our model, however, updates to w do not proceed quite according to
equation (A 1), which prescribes updating the whole w at once according to the average consequences
of decisions. Rather, equation (2.5) updates one wS at a time based on the consequences of each decision.
Work in reinforcement learning shows that also this update rule converges to the correct w∗ values,
subject to some assumptions [126, Proposition 4.4, p. 156].
Once the wS values have converged, updating vS→B according to equation (2.4) leads to vS→B values
that are closer to the uS + wS values. Hence actions with higher wS values will be chosen more often
and performance will improve. (The latter statement is a slight extension of the policy improvement
theorem [42], based on the fact that, while the updated vS→B will not choose the best action exclusively, as
assumed in the standard version of the theorem, they still lead to the best action being chosen more often.)
Once both wS and vS→B values have stabilized, we can repeat the cycle and obtain further improved
values of wS and vS→B , and so on until an optimum is reached.
Updating wS and vS→B values alternatively, as just described, is a form of ‘policy iteration’ [41,126].
Animals, however, appear to learn conditioned values and responses in parallel. In our simulations,
we always used equations (2.4) and (2.5) simultaneously, after each state transition. This is an example
of ‘approximate optimistic policy iteration’ [126]. While approximate optimistic policy iteration is not
guaranteed to converge in general, many such algorithms work well in practice [126,128,129]. The specific
conditions under which our chaining model converges need yet to be evaluated, which is the topic of
ongoing research.

A.2. Learning times
To estimate the learning times in figure 3 and table 1, we consider the task of learning a sequence of l
behaviours in the following task:
— An attempt starts from state −1. From here, the animal either goes to any state between 0 and
l − 1 with probability p/l, or it goes to state 0 with probability 1 − p (the total probability of going
to state 0 is p/l + 1 − p).
— In states between 0 and l − 1, one behaviour brings the animal to the next state; all other
behaviours bring it back to state −1.
— In state l, the animal collects a reward and goes back to state −1.

................................................

P = ppt + Q,
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where we have used Cauchy’s inequality, x + y ≤ x + y. Now we note that the Markov process of
state transitions has a unique stationary distribution for the tasks we are considering, corresponding to
the terminal state having been reached (what follows can also be adapted to the case of multiple terminal
states). Hence P has a unique eigenvalue with value 1, and we can write

where bk is the expected value of the variable when starting from state k, xk is the increment to the variable
when going through state k, and pkj is the transition probability from k to j. Equation (A 11) is a direct
consequence of the Markov property: if we start in state k, the variable accrues an increment xk and then
goes to the next state j, from which the expected value is bj . Because the process is in general stochastic,
we average with respect to the next state j. In the present case, the variable of concern is the number of
passages through state −1, which is incremented by one only when we pass through this state. Hence
we have x−1 = 1 and xk = 0 for k = 1. Using the transition probabilities introduced above, equation (A 11)
becomes:
⎫
l−1
⎪
⎪
p
⎪
⎪
bk ,
b−1 = 1 + (1 − p)u0 +
⎪
⎪
l
⎬
k=0
(A 12)
⎪
bk = (1 − q)b−1 + qbk+1 0 ≤ k ≤ l − 1⎪
⎪
⎪
⎪
⎪
⎭
and
bl = 0,
where the last equations takes into account that we are only concerned with the process until state l is
reached. Now, let (1 − q)b−1 = c. Going backwards from the last equation in equation (A 12) we obtain:
bl−1 = c,

(A 13)

bl−2 = c + qc
and

(A 14)
2

bl−3 = c + q(c + qc) = c + qc + cq

(A 15)

and, in general,
k−1


1 − qk
,
1−q

(A 16)

bk = (1 + b−1 )(1 − ql−k ).

(A 17)

bl−k = c

i=0

qi = c

which can also be written

Substituting this value in the first equation in equation (A 12) we have
⎛
⎞
l−1

p
l
l
−k
b−1 = 1 + (1 − p)b−1 (1 − q ) + b−1 ⎝l − q
q ⎠,
l
k=0

(A 18)

................................................

j
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This task models the entry patterns discussed in §3.2. We assume that the animal always performs the
correct behaviour if it has been learned; otherwise, it chooses a behaviour at random. With m behaviours,
this results in a probability of q = 1/m to choose the correct behaviour by chance. This behaviour
approximates that generated by equation (2.2) in the limit of large β and no prior knowledge about
correct behaviour.
To further simplify matters, we assume that each step is either ‘learned’ or ‘not learned’. To learn a
step, the animal has to experience a rewarded transition to the next step, and this has to occur a times. The
reward experienced can be primary or conditioned. In other words, we are approximating the sigmoid
learning curves typical of our model with a step function. Note that there is no learning at all until the
reward has been reached a times. When this happens, the last step is learned, and the learner is faced
with an identical problem, just one step shorter. Thus, if ti is the time to learn the last step of an i-step

sequence, the time to learn a whole sequence of length l is li=1 ti .
It is possible to calculate ti directly but it is convenient to split the calculation into two steps. We first
calculate the number of attempts required to learn the last step of a chain of length i, written ni . We then
calculate how long each attempt lasts, say si . Because all attempts are statistically identical (recall that
there is no learning until the reward is reached a times), we have ti = ni (si + l − i). The l − i term takes
into account the time taken to perform the known steps of the sequence. To calculate ni , we have to
calculate how many times the animal goes through state −1 before reaching state l from the first time,
when starting from state −1. This number, multiplied by a, is ni .
Let bk be the expected number of visits to state −1 before reaching state l for the first time, and starting
from state k. Our goal is to calculate b−1 . To this effect, we recall that the expected value of a scalar
quantity with finite expectation that is incremented or decremented on each state of a Markov chain can
be calculated from a linear system of the form:

pkj bj ,
(A 11)
bk = xk +

which can be solved for b−1 as follows. We have
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k=0

1 − ql
1−q

(A 19)

and so
p 1 − ql
)
b−1 = 1 + b−1 (1 − (1 − p)ql − q
l 1−q
= 1 + b−1 dl (p, q),
where we have defined the parenthesis that multiplies b−1 on the r.h.s. as dl (p, q) for brevity. We have
finally obtained:
1
(A 20)
b−1 =
1 − dl (p, q)
as expected the number of attempts until state l is reached for the first time given random behaviour. The
values for the cases p = 0 (entry from the start) and p = 1 (random entry) are:
dl (0, q) = 1 − ql
b−1 =

1
= ml
ql

and
dl (1, q) = 1 −
b−1 =

q 1 − ql
l 1−q

l 1−q
ml
=
(m
−
1)l
.
q 1 − ql
ml − 1

Now let sk be the expected time spent before returning to state −1, when starting from state k. Again,
we are interested in calculating s−1 . Time increments by 1 on every state, hence xk = 1 for all k;
equation (A 11) becomes
⎫
l−1
⎪
p ⎪
⎪
sk ,⎪
s−1 = 1 + (1 − p)s0 +
⎪
⎪
l
⎬
k=0
(A 21)
⎪
sk = 1 + qsk+1 0 ≤ i ≤ l − 1 ⎪
⎪
⎪
⎪
⎪
⎭
and
sl = 1,
where the last equation takes into account that from l return to −1 is certain, at which point the process
stops. Backtracking as in the previous case we get
sk =

1 − ql−k+1
.
1−q

(A 22)

We first calculate
l−1


sk =

k=0

q2 (1 − ql )
l
−
,
1−q
(1 − q)2

(A 23)

so that the first equation in equation (A 21) yields
p
1 − ql+1
+
s−1 = 1 + (1 − p)
1−q
l




l
q2 (1 − ql )
−
.
1−q
(1 − q)2

(A 24)

For p = 0 and p = 1, we have, respectively,
1 − ql+1
1−q

(A 25)

1
1 q2 (1 − ql )
.
−
1−q
l (1 − q)2

(A 26)

s−1 = 1 +
and
s−1 = 1 +

................................................

q−k = q
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ql

l−1


lim s−1 = 1 + (1 − p)

l→∞

1
p
1
2−q
+
→1+
=
.
1−q 1−q
1−q 1−q

(A 28)

1
: s−1 |l=1,q=1/10 = 2.1 and
For q = 12 , we have s−1 |l=1,q=1/2 = 2.5 and s−1 |l=∞,q=1/2 = 3. For q = 10
s−1 |l=∞,q=1/10 = 1.9/.9 ∼ 2.111 . . . . Therefore, s−1 is fairly uninteresting and we can focus on the number
of attempts b−1 .
Equation (A 20) gives us the expected time to learn one step of the chain. To learn all l steps we have
to sum all learning times. For example, in the case of p = 0 we have
l


mk =

k=1

l


mk − 1 =

k=0

1 − ml+1
ml+1 − m
m
−1=
=
(ml − 1)  ml ,
1−m
m−1
m−1

(A 29)

while for p = 1,
l

(m − 1)k
k=1


m
mk
m−1
l(l + 1)  l(l + 1),
k=
 (m − 1)
2
2
mk − 1
l

(A 30)

k=1

hence entry from the start yields exponential learning times, but random entry only yields quadratic
times, as reported in table 1.

A.3. Extension to compound stimuli and continuous stimuli
As mentioned in the main text, animals do not receive information about environmental states directly.
Rather, they receive sensory information (including information from internal organs) that can, at any
time, be described as a vector x of a certain size. An element xi represents some feature of sensory
information, which depends on what phenomena we wish to model and can range in granularity from
the activity of a single receptor cell to high-level features such as the presence or absence of certain
objects. We call x the stimulus vector.
We first generalize the decision-making equation, equation (2.2), so that a behaviour can be chosen
given x. To this end, we introduce a set of vectors vB , one for each behaviour in the animal’s repertoire,
such that the value attributed to choosing B when sensing x is

vB,i xi .
(A 31)
V(B, x) =
i

That is, the estimated value of choosing B is a weighted sum of the stimulus element values in x, with
the elements of vB as weights. We can thus adopt the following decision-making rule:
Pr(B|x) = 

eβV(B,x)
.
βV(B ,x)
B e

(A 32)

The learning rules in equations (2.4) and (2.5) are generalized similarly. Let U(x) be the primary value
attributed to x, and let w be a vector such as the estimated value of x is

wi xi .
(A 33)
W(x) =
i

We have then the learning equations

and

vB,i = αv (U(x ) + W(x ) − vB,i )xi

(A 34)

wi = αw (U(x ) + W(x ) − wi )xi .

(A 35)

Note the presence of the factor xi in both equations. Its effect is to change more those elements of vB and
w corresponding to sensory elements with higher values. If, for example, xi = 0, then neither vB,i nor wi
would change.
The adoption of equations (A 31) and (A 33) corresponds to introducing two-layer artificial neural
networks that respond to sensory input, rather than having a look-up table indexed by environmental

................................................

while for l → ∞ we have
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Note s−1 does not vary greatly with p, owing to the fact that in any case after at most a few moves one is
back to state −1. In fact, for l = 1, we have

1
q2
−
s−1 = 1 + (1 − p)(1 + q) + p
=2+q
(A 27)
1−q 1−q

1.

Houston AI, McNamara JM. 1999 Models of
adaptive behaviour. Cambridge, UK: Cambridge
University Press.
2. Mangel M, Clark CW. 2000 Dynamic modeling in
behavioral ecology. Princeton, NJ: Princeton
University Press.
3. Krebs JR, Davies NB. 2009 Behavioural ecology: an
evolutionary approach. New York, NY: John Wiley &
Sons.
4. Grafen A. 1991 Modelling in behavioural ecology.
In Behavioural ecology: an evolutionary approach
(eds JR Krebs, NB Davies), pp. 5–31. Oxford, UK:
Blackwell Scientific Publications.
5. Ewer RF. 1968 Ethology of mammals. London, UK:
Logos Press Limited.
6. Hogan J. 2001 Development of behavior systems.
In Developmental psychobiology (ed. E Blass).
Handbook of behavioral neurobiology, vol. 13,
pp. 229–279. New York, NY: Kluwer Academic
Publishers.
7. Fawcett TW, Hamblin S, Giraldeau LA. 2013
Exposing the behavioral gambit: the evolution of
learning and decision rules. Behav. Ecol. 24, 2–11.
(doi:10.1093/beheco/ars085)
8. Harley CB. 1981 Learning the evolutionarily stable
strategy. J. Theor. Biol. 89, 611–633. (doi:10.1016/
0022-5193(81)90032-1)
9. Harley D. 1982 Models of human evolution. Science
217, 296. (doi:10.1126/science.217.4557.296)
10. Harley CB. 1983 When do animals learn the
evolutionarily stable strategy? J. Theor. Biol. 105,
179–181. (doi:10.1016/0022-5193(83)90433-2)
11. McNamara JM, Houston AI. 1985 Optimal foraging
and learning. J. Theor. Biol. 117, 231–249.
(doi:10.1016/S0022-5193(85)80219-8)
12. Houston AI, Sumida BH. 1987 Learning rules,
matching and frequency dependence. J. Theor.
Biol. 126, 289–308. (doi:10.1016/S0022-5193
(87)80236-9)
13. Trimmer PC, McNamara JM, Houston AI, Marshall
JA. 2012 Does natural selection favour the
Rescorla–Wagner rule? J. Theor. Biol. 302, 39–52.
(doi:10.1016/j.jtbi.2012.02.014)
14. Teichmann J, Broom M, Alonso E. 2014 The
application of temporal difference learning in
optimal diet models. J. Theor. Biol. 340, 11–16.
(doi:10.1016/j.jtbi.2013.08.036)
15. Whalen A, Cownden D, Laland K. 2015 The learning
of action sequences through social transmission.
Anim. Cognit. 18, 1093–1103. (doi:10.1007/s10071015-0877-x)
16. Pearce JM. 2008 Animal learning and cognition, 3rd
edn. Hove, UK: Psychology Press.

17.
18.
19.

20.

21.

22.

23.

24.

25.

26.

27.

28.
29.

30.

31.

32.
33.
34.

Bouton ME. 2016 Learning and behavior: a modern
synthesis, 2nd edn. Sunderland, MA: Sinauer.
Tomasello M, Call M. 1997 Primate cognition. New
York, NY: Oxford University Press.
Allen C, Bekoff M. 1999 Species of mind: the
philosophy and biology of cognitive ethology.
Cambridge, MA: MIT Press.
Suddendorf T. 2006 Foresight and evolution of the
human mind. Science 312, 1006–1007. (doi:10.1126/
science.1129217)
Osvath M, Osvath H. 2008 Chimpanzee (Pan
troglodytes) and orangutan (Pongo abelii)
forethought: self-control and pre-experience in
the face of future tool use. Anim. Cognit. 11,
661–674. (doi:10.1007/s10071-008-0157-0)
Blaisdell AP, Sawa K, Leising KJ, Waldmann MR.
2006 Causal reasoning in rats. Science 311,
1020–1022. (doi:10.1126/science.1121872)
Murphy RA, Mondragón E, Murphy VA. 2008 Rule
learning by rats. Science 319, 1849–1851.
(doi:10.1126/science.1151564)
Taylor A, Hunt G, Medina F, Gray R. 2009 Do New
Caledonian crows solve physical problems through
causal reasoning? Proc. R. Soc. B 276, 247–254.
(doi:10.1098/rspb.2008.1107)
Shettleworth SJ. 2010 Clever animals and killjoy
explanations in comparative psychology. Trends
Cognit. Sci. 14, 477–481. (doi:10.1016/j.tics.
2010.07.002)
Heyes C. 2012 Simple minds: a qualified defence of
associative learning. Phil. Trans. R. Soc. B 367,
2695–2703. (doi:10.1098/rstb.2012.0217)
Kelleher RT, Gollub LR. 1962 A review of positive
conditioned reinforcement. J. Exp. Anal. Behav. 5 (4
Suppl.), 543–597. (doi:10.1901/jeab.1962.5-s543)
Mackintosh NJ. 1974 The psychology of animal
learning. London, UK: Academic Press.
Williams BA. 1994 Conditioned reinforcement:
experimental and theoretical issues. Behav. Anal.
2, 261–285.
Skinner BF. 1938 The behavior of organisms: an
experimental analysis. Acton, MA: Copley
Publishing Group.
McGreevy P, Boakes R. 2011 Carrots and sticks:
principles of animal training. Cambridge, UK:
Cambridge University Press.
Wike E (ed.) 1961 Secondary reinforcement: selected
experiments. New York, NY: Harper & Row.
Hendry DP (ed.) 1969 Conditioned reinforcement.
Homewood, IL: Dorsey Press.
Fantino E, Logan C. 1979 The experimental analysis
of behavior: a biological perspective. San Francisco,
CA: W. H. Freeman.

35. Williams BA. 1994 Conditioned reinforcement:
neglected or outmoded explanatory construct?
Psychon. Bull. Rev. 1, 457–475. (doi:10.3758/
BF03210950)
36. Rescorla RA, Wagner AR. 1972 A theory of
Pavlovian conditioning: variations in the
effectiveness of reinforcement and
nonreinforcement. In Classical conditioning: current
research and theory. New York, NY:
Appleton-Century-Crofts.
37. Blough DS. 1975 Steady state data and a
quantitative model of operant generalization and
discrimination. J. Exp. Psychol. Anim. Behav.
Process. 104, 3–21. (doi:10.1037/0097-7403.1.1.3)
38. Mackintosh NJ. 1975 A theory of attention:
variations in the associability of stimuli with
reinforcement. Psychol. Rev. 82, 276–298.
(doi:10.1037/h0076778)
39. Pearce JM, Hall G. 1980 A model for Pavlovian
learning: variations in the effectiveness of
conditioned but not of unconditioned stimuli.
Psychol. Rev. 87, 532–552. (doi:10.1037/0033295X.87.6.532)
40. Wagner AR. 1981 SOP: a model of automatic
memory processing in animal behavior. In
Information processing in animals: memory
mechanisms (eds NE Spear, RR Miller), pp. 5–47.
Hillsdale, NJ: Erlbaum.
41. Sutton RS, Barto AG. 1998 Reinforcement learning.
Cambridge, MA: MIT Press.
42. Szepesvári C. 2010 Algorithms for reinforcement
learning. Syn. Lect. Artif. Intell. Mach. Learn. 4,
1–103. (doi:10.2200/S00268ED1V01Y201005A
IM009)
43. Botvinick MM, Niv Y, Barto AC. 2009 Hierarchically
organized behavior and its neural foundations: a
reinforcement learning perspective. Cognition 113,
262–280. (doi:10.1016/j.cognition.2008.08.011)
44. Niv Y. 2009 Reinforcement learning in the brain. J.
Math. Psychol. 53, 139–154. (doi:10.1016/j.jmp.
2008.12.005)
45. Sutton RS, Barto AG. 1981 Toward a modern theory
of adaptive networks: expectation and prediction.
Psychol. Rev. 88, 135–140. (doi:10.1037/0033-295X.
88.2.135)
46. Sutton RS, Barto AG. 1990 Time-derivative models
of Pavlovian reinforcement. In Learning and
computational neuroscience: foundations of
adaptive networks (eds M Gabriel, J Moore),
pp. 497–537. Cambridge, MA: MIT Press.
47. Barto AG, Sutton RS, Watkins CJCH. 1990 Learning
and sequential decision making. In Learning and
computational neuroscience: foundations of

................................................

References

23

rsos.royalsocietypublishing.org R. Soc. open sci. 3: 160734

state as used in the main text. These networks provide generalization in that similar stimulus vectors
will receive similar valuations, and can also be sensitive to stimulus intensity if xi is a continuous
value increasing with stimulus intensity. Although simple, two-layer networks model successfully many
aspects of stimulus generalization in animals [73,119]. If more complex processing of sensory information
is desired, the functions V(B, x) and W(x) can be replaced, for example, by multi-layer or even recurrent
neural networks.
We have not studied the extended model composed of equations (A 32), (A 34) and (A 35) in detail.
The study of similar algorithms, however, has demonstrated robust abilities to approximate optimal
behaviour [42,130,131].

48.

51.

52.

53.

54.

55.

56.

57.
58.

59.

60.

61.

62.

63.

64.
65.

66.

87. Ghirlanda S, Enquist M, Lind J. 2014 Coevolution of
intelligence, behavioral repertoire, and lifespan.
Theor. Popul. Biol. 91, 44–49. (doi:10.1016/j.tpb.
2013.09.005)
88. Staddon JER. 1977 Schedule-induced behavior. In
Handbook of operant behavior (eds WK Honig, JER
Staddon). Englewood Cliffs, NJ: Prentice-Hall.
89. Eibl Eibesfeldt I. 1963 Angeborenes und
Erworbenes im Verhalten einiger Säuger.
Zeitschrift für Tierpsychologie 20, 705–754.
(doi:10.1111/j.1439-0310.1963.tb01184.x)
90. Bertsimas D, Tsitsiklis J. 1993 Simulated annealing.
Stat. Sci. 8, 10–15. (doi:10.1214/ss/1177011077)
91. Garcia J, Ervin FA, Koelling RA. 1966 Learning with
prolonged delay of reinforcement. Psychon. Sci. 5,
121–122. (doi:10.3758/BF03328311)
92. Domjan M. 1980 Ingestional aversion learning:
unique and general processes. Adv. Study Behav.
11, 276–336. (doi:10.1016/S0065-3454(08)60120-5)
93. Shettleworth SJ. 1975 Reinforcement and the
organisation of behavior in golden hamsters:
hunger, environment and food reinforcement. J.
Exp. Psychol. Anim. Behav. Process. 1, 56–87.
(doi:10.1037/0097-7403.1.1.56)
94. Shettleworth SJ. 1978 Reinforcement and the
organisation of behavior in golden hamsters:
sunflower seed and nest paper reinforcers. Anim.
Learn. Behav. 6, 352–362. (doi:10.3758/BF03
209626)
95. Orians GH. 1969 Age and hunting success in the
brown pelican (Pelecanus occidentalis). Anim.
Behav. 17, 316–319. (doi:10.1016/0003-3472
(69)90016-5)
96. Greig S, Coulson J, Monaghan P. 1983 Age-related
differences in foraging success in the herring gull
(Larus argentatus). Anim. Behav. 31, 1237–1243.
(doi:10.1016/S0003-3472(83)80030-X)
97. Desrochers A. 1992 Age and foraging success in
European blackbirds: variation between and with
individuals. Anim. Behav. 43, 885–894.
(doi:10.1016/S0003-3472(06)80002-3)
98. Inoue-Nakamura N, Matsuzawa T. 1997
Development of stone tool use by wild
Chimpanzees (Pan troglodytes). J. Comp. Psychol.
11, 159–173. (doi:10.1037/0735-7036.111.2.159)
99. Visalberghi E. 1990 Tool use in Cebus. Fol. Primatol.
54, 146–154. (doi:10.1159/000156438)
100. Hirata S, Celli ML. 2003 Role of mothers in the
acquisition of tool-use behaviours by captive
infant chimpanzees. Anim. Cognit. 6, 235–244.
(doi:10.1007/s10071-003-0187-6)
101. Hoppitt W, Laland KN. 2008 Social processes
influencing learning in animals: a review of the
evidence. In Advances in the study of behavior,
vol. 38. Amsterdam, The Netherlands: Elsevier.
102. Terkel J. 1996 Cultural transmission of feeding
behavior in the black rat (Rattus rattus). In Social
learning in animals: the roots of culture (eds CM
Heyes, BG Galef Jr). San Diego, CA: Academic Press.
103. Aisner R, Terkel J. 1992 Ontogeny of pine cone
opening behaviour in the black rat, Rattus rattus.
Anim. Behav. 44, 327–336. (doi:10.1016/00033472(92)90038-B)
104. Breland K, Breland M. 1961 The misbehavior of
organisms. Am. Psychol. 61, 681–684. (doi:10.1037/
h0040090)
105. Brown PL, Jenkins HM. 1968 Auto-shaping of the
pigeon’s key-peck. J. Exp. Anal. Behav. 11, 1–8.
(doi:10.1901/jeab.1968.11-1)

24
................................................

50.

67. McFarland DJ. 1971 Feedback mechanisms in animal
behaviour. London, UK: Academic Press.
68. Bellman RE. 1957 Dynamic programming.
Princeton, NJ: Princeton University Press.
69. Colombo M, Eickhoff AE, Gross CG. 1993 The effects
of inferior temporal and dorsolateral frontal
lesions on serial-order behavior and visual
imagery in monkeys. Cognit. Brain Res. 1, 211–217.
(doi:10.1016/0926-6410(93)90004-O)
70. Straub R, Terrace H. 1981 Generalization of serial
learning in the pigeon. Anim. Learn. Behav. 9,
454–468. (doi:10.3758/BF03209775)
71. Terrace H. 1986 A nonverbal organism’s knowledge
of ordinal position in a serial learning task. J. Exp.
Psychol. Anim. Behav. Process. 12, 203–214.
(doi:10.1037/0097-7403.12.3.203)
72. Schölkopf B, Smola A. 2002 Learning with kernels.
Cambridge, MA: Cambridge University Press.
73. Ghirlanda S, Enquist M. 2003 A century of
generalization. Anim. Behav. 66, 15–36.
(doi:10.1006/anbe.2003.2174)
74. Ghirlanda S. 2015 On elemental and configural
theories of associative learning. J. Math.
Psychol. 64–65, 8–16. (doi:10.1016/j.jmp.2014.
11.003)
75. Shahbazi R, Raizada R, Edelman S. 2016 Similarity,
kernels, and the fundamental constraints on
cognition. J. Math. Psychol. 70, 21–34.
(doi:10.1016/j.jmp.2015.11.004)
76. Lind J, Ghirlanda S, Enquist M. 2015 Animal
memory: a review of delayed match-to-sample
data from 25 species. Behav. Process. 117, 52–58.
(doi:10.1016/j.beproc.2014.11.019)
77. Vander Wall SB, Balda RP. 1977 Coadaptations of
the Clark’s nutcracker and the pinon pine for
efficient seed harvest and dispersal. Ecol. Monogr.
47, 89–111. (doi:10.2307/1942225)
78. Balda RP, Kamil AC. 1992 Long-term spatial
memory in Clark’s nutcracker, Nucifraga
columbiana. Anim. Behav. 44, 761–769.
(doi:10.1016/S0003-3472(05)80302-1)
79. Olson DJ, Kamil AC, Balda RP, Nims PJ. 1995
Performance of four-seed caching corvid species in
operant tests of nonspatial and spatial memory. J.
Comp. Psychol. 109, 173. (doi:10.1037/0735-7036.
109.2.173)
80. Clayton NS, Salwiczek LH, Dickinson A. 2007
Episodic memory. Curr. Biol. 17, 189–191.
(doi:10.1016/j.cub.2007.01.011)
81. Hinde RA. 1970 Animal behaviour: a synthesis of
ethology and comparative psychology, 2nd edn.
Tokyo, Japan: McGraw-Hill Kogukusha.
82. Eibl Eibesfeldt I. 1975 Ethology: the biology of
behavior. New York, NY: Holt, Rinehart & Winston,
Inc.
83. Hull CL. 1943 Principles of behaviour. New York, NY:
Appleton-Century-Crofts.
84. Hinde RA, Stevenson-Hinde J (eds). 1973
Constraints on learning. New York, NY: Academic
Press.
85. Roper TJ. 1983 Learning as a biological
phenomenon. In Genes, development and learning
(eds TR Halliday, PJ Slater), Animal behaviour, vol.
6, pp. 178–121. Oxford, UK: Blackwell Scientific
Publications.
86. Shettleworth SJ. 1994 Biological approaches to the
study of learning. In Animal learning and cognition
(ed. NJ Mackintosh), vol. 7, pp. 185–219. San Diego,
CA: Academic Press.

rsos.royalsocietypublishing.org R. Soc. open sci. 3: 160734

49.

adaptive networks (eds M Gabriel, J Moore),
pp. 539–602. Cambridge, MA: MIT Press.
Barto AG, Sutton RS, Anderson CW. 1983
Neuron-like adaptive elements that can solve
difficult learning control problems. IEEE Trans. Syst.
Man Cybern. SMC-13, 834–846. (doi:10.1109/TSMC.
1983.6313077)
Sutton RS, Barto AG. 1999 Reinforcement learning.
J. Cognit. Neurosci. 11, 126–134. (doi:10.1162/08989
2999563184)
Skinner B. 1934 The extinction of chained reflexes.
Proc. Natl Acad. Sci. USA 20, 234–237. (doi:10.1073/
pnas.20.4.234)
Skinner B. 1936 The reinforcing effect of a
differentiating stimulus. J. Gen. Psychol. 14,
263–278. (doi:10.1080/00221309.1936.9713154)
Herrnstein RJ. 1970 On the law of effect. J. Exp.
Anal. Behav. 13, 243–266. (doi:10.1901/jeab.1970.
13-243)
Herrnstein RJ, Laibson DI, Rachlin H. 2000 The
matching law: papers in psychology and economics.
Cambridge, MA: Harvard University Press.
Wiering M. 2005 QV(λ)-learning: A new on-policy
reinforcement learning algorithm. In Proc. of the
7th European Workshop on Reinforcement Learning
(ed. D Leone), pp. 17–18.
Raby C, Clayton N. 2009 Prospective cognition in
animals. Behav. Process. 80, 314–324. (doi:10.1016/
j.beproc.2008.12.005)
MacLean EL et al. 2014 The evolution of
self-control. Proc. Natl Acad. Sci. USA 111,
E2140–E2148. (doi:10.1073/pnas.1323533111)
Shettleworth S. 2010 Cognition, evolution, and
behavior. Oxford, UK: Oxford University Press.
Kamil AC. 1983 Optimal foraging theory and the
psychology of learning. Am. Zool. 23, 291–302.
(doi:10.1093/icb/23.2.291)
Kamil AC, Roitblat HL. 1985 The ecology of foraging
behavior: implications for animal learning and
memory. Annu. Rev. Psychol. 36, 141–169.
(doi:10.1146/annurev.ps.36.020185.001041)
Ghirlanda S, Lind J, Enquist M. 2014 Coevolution of
intelligence, behavioral repertoire, and lifespan.
Theor. Popul. Biol. 91, 44–49. (doi:10.1016/j.tpb.
2013.09.005)
Ghirlanda S, Lind J, Enquist M. 2014 Corrigendum
to ‘Coevolution of intelligence, behavioral
repertoire, and lifespan’. Theor. Popul. Biol. 97, 57.
(doi:10.1016/j.tpb.2014.07.003)
Roper T. 1984 Response of thirsty rats to absence
of water: frustration, disinhibition or
compensation? Anim. Behav. 32, 1225–1235.
(doi:10.1016/S0003-3472(84)80240-7)
Haskell M, Coerse NC, Forkman B. 2000
Frustration-induced aggression in the domestic
hen: the effect of thwarting access to food and
water on aggressive responses and subsequent
approach tendencies. Behaviour 137, 531–546.
(doi:10.1163/156853900502196)
Bouton ME. 2007 Learning and behavior: a modern
synthesis. Sunderland, MA: Sinauer.
Kamin LJ. 1969 Predictability, surprise, attention,
and conditioning. In Punishment and aversive
behavior (eds BA Campbell, MR Church),
pp. 279–296. New York, NY:
Appleton-Century-Crofts.
Dollard J, Miller NE, Doob LW, Mowrer OH, Sears
RR. 1939 Frustration and aggression. New Haven,
CT: Yale University Press.

115.

117.

118.

119.

120.

121.
122.

123.

124. Dominik C. 2010 The Org-Mode 7 reference manual:
organize your life with GNU Emacs. UK: Network
Theory. With contributions by David O’Toole,
Bastien Guerry, Philip Rooke, Dan Davison, Eric
Schulte, and Thomas Dye.
125. Schulte E, Davison D, Dye T, Dominik C. 2012 A
multi-language computing environment for
literate programming and reproducible research. J.
Stat. Softw. 46, 1–24. (doi:10.18637/jss.v046.
i03)
126. Bertsekas DP, Tsitsiklis JN. 1996 Neuro-dynamic
programming. Belmont, MA: Athena Scientific.
127. Palais RS. 2007 A simple proof of the Banach
contraction principle. J. Fixed Point Theory Appl. 2,
221–223. (doi:10.1007/s11784-007-0041-6)
128. Bertsekas DP. 2012 Dynamic programming and
optimal control, vol. 2, 4th edn. Belmont, MA:
Athena Scientific.
129. Bertsekas DP. 2013 Abstract dynamic programming.
Belmont, MA: Athena Scientific.
130. Tsitsiklis JN, Van Roy B. 1997 An analysis of
temporal-difference learning with function
approximation. IEEE Trans. Automat. Control 42,
674–690. (doi:10.1109/9.580874)
131. Bertsekas DP. 2011 Approximate policy iteration: a
survey and some new methods. J. Control Theory
Appl. 9, 310–335. (doi:10.1007/s11768-011-10
05-3)

25
................................................

116.

Psychon. Bull. Rev. 1, 457–475. (doi:10.3758/
BF03210950)
Roberts WA. 2002 Are animals stuck in time?
Psychol. Bull. 128, 473–489. (doi:10.1037/00332909.128.3.473)
Suddendorf T, Corballis MC. 2007 The evolution of
foresight: what is mental time travel, and is it
unique to humans? Behav. Brain Sci. 30, 299–313.
(doi:10.1017/S0140525X07001975)
Raby CR, Alexis DM, Dickinson A, Clayton NS. 2007
Planning for the future by western scrub-jays.
Nature 445, 919–921. (doi:10.1038/nature05575)
Osvath M. 2009 Spontaneous planning for future
stone throwing by a male chimpanzee. Curr. Biol.
19, R190–R191. (doi:10.1016/j.cub.2009.01.010)
Enquist M, Ghirlanda S. 2005 Neural networks and
animal behavior. Princeton, NY: Princeton
University Press.
Lehrman DS. 1953 A critique of Konrad Lorenz’s
theory of instinctive behavior. Q. Rev. Biol. 28,
337–363. (doi:10.1086/399858)
Lorenz K. 1965 Evolution and modification of
behavior. Chicago, IL: University of Chicago Press.
Griffiths P. 2009 The distinction between innate
and acquired characteristics. In The Stanford
encyclopedia of philosophy (ed. EN Zalta), fall
2009 edn.
R Core Team. 2016 R: a language and environment
for statistical computing. Vienna, Austria: R Core
Team.

rsos.royalsocietypublishing.org R. Soc. open sci. 3: 160734

106. Timberlake W, Wahl G, King DA. 1982 Stimulus and
response contingencies in the misbehavior of rats.
J. Exp. Psychol. Anim. Behav. Process. 8, 62.
(doi:10.1037/0097-7403.8.1.62)
107. Staddon JE. 1983 Adaptive behavior and learning,
vol. 1. Cambridge, UK: Cambridge University
Press.
108. Staddon J, Ayres SL. 1975 Sequential and temporal
properties of behavior induced by a schedule of
periodic food delivery. Behaviour 54, 26–49.
(doi:10.1163/156853975X00317)
109. Ewert JP. 1980 Neuroethology. Berlin, Germany:
Springer.
110. Zitovich IS. 1910 The origin of natural conditioned
reflexes. In Preliminary communications and
proceedings of the Russian Medical Society in
Petrograd, p. 77.
111. Pavlov IP. 1927 Conditioned reflexes. Oxford, UK:
Oxford University Press.
112. Cronin PB. 1980 Reinstatement of postresponse
stimuli prior to reward in delayed-reward
discrimination learning by pigeons. Anim.
Learn. Behav. 8, 352–358. (doi:10.3758/BF031
99616)
113. Fantino E. 1977 Conditioned reinforcement: choice
and information. In Handbook of operant behavior
(eds WK Honig, JER Staddon), pp. 313–339.
Englewood Cliffs, NJ: Prentice-Hall.
114. Williams BA. 1994 Conditioned reinforcement:
neglected or outmoded explanatory construct?

