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Network of evolvable neural units can learn
synaptic learning rules and spiking dynamics
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Although deep neural networks have seen great success in recent years through various changes in overall architectures and
optimization strategies, their fundamental underlying design remains largely unchanged. Computational neuroscience may
provide more biologically realistic models of neural processing mechanisms, but they are still high-level abstractions of empirical behaviour. Here we propose an evolvable neural unit (ENU) that can evolve individual somatic and synaptic compartment
models of neurons in a scalable manner. We demonstrate that ENUs can evolve to mimic integrate-and-fire neurons and synaptic
spike-timing-dependent plasticity. Furthermore, by constructing a network where an ENU takes the place of each synapse and
neuron, we evolve an agent capable of learning to solve a T-maze environment task. This network independently discovers spiking dynamics and reinforcement-type learning rules, opening up a new path towards biologically inspired artificial intelligence.

N

eural processes such as synaptic learning1 and overall network dynamics2,3 are extremely complex and interact in a
way that is still not well understood despite much research
towards this goal4–6. Mathematical models are commonly used to
approximate neurons, synapses and learning mechanisms1; however, neurons can behave in many different ways and no single
model can accurately capture all experimentally observed behaviour. This neural complexity is mostly at a small scale, such as the
cellular local interactions that can lead to an intelligent overall system. Although information processing at the network level is generally well understood (and the basis for artificial neural networks7,8),
it is how individual neurons are actually capable of giving rise to a
network’s overall behaviour and learning capability that is largely
unknown.

Current neural networks

The following subsections describe the neural network models and
related algorithms currently in use, from both a neuroscience and
machine learning perspective.
Biological neural networks. Complexity quickly arises when looking in more detail at the smaller scale of neurons and synapses.
Different ion channels in the neuron are responsible for generating action potentials (spikes) or graded potentials (real valued),
mainly sodium (Na+), potassium (K+) and calcium (Ca2+)9. These
channels are also responsible for triggering the release of chemical
neurotransmitters, the main method of communication between
neurons in biological neural networks. Many types of neurotransmitters exist that each have distinct roles, for example, dopamine10
(related to learning), GABAB11 (inhibitory), acetylcholine12 (motor
neurons) and glutamate13 (excitatory). Axons and dendrites can also
actively transmit other information, for example, vesicles14 (which
hold neurotransmitters) and mitochondria15 that can change a neuron’s behaviour. Deriving models that are capable of capturing all of
this behaviour is thus an active research area14,16–19. These mechanisms might, however, simply be the result of biological constraints
and evolutionary processes, and it is still uncertain which exact
structures need to exist for intelligent behaviour to emerge.

Models in the field of computational neuroscience generally focus on modelling individual neurons and synaptic learning
behaviour. Simple integrate-and-fire (IAF) neurons20 assume that
input potential is summated over time and a spike occurs once this
reaches some threshold. More complex models also try to capture
the Na+ and K+ channels, as was achieved in the Hodgkin–Huxley
model21, which generates more realistic action potentials.
Hebbian plasticity was one of the first proposed models22 to
describe synaptic learning, it states that the synaptic weight increases
if the presynaptic neuron fires before the postsynaptic neuron. This
change in synaptic weight can then increase or decrease the firing
rate of the postsynaptic neuron in the future when receiving a similar stimuli. A more extensive model that also takes the spike timing
into account is spike-timing-dependent plasticity1 (STDP), which
updates the weights depending on the spike timing between the preand postsynaptic neuron. If a presynaptic spike fires before the post
synaptic spike it causes long-term potentiation, which increases the
synaptic weight proportional to the timing difference. If the presynaptic spike fires after the postsynaptic spike, it causes long-term
depression, which decreases the synaptic weight proportional to the
timing difference. Please refer to the Methods for a more mathematical description of the STDP model.
Artificial and recurrent neural networks. Deep-learning models have been very successful in many practical applications8
and although spiking neural networks have been developed23,24, so
far they have seen limited success due to their high computational
demand and difficulty in training. Artificial neural networks—
the basis for deep learning models—are especially effective in
performing function approximation and are known to be universal function approximators25. Recurrent neural network (RNN)
architectures have also been investigated to process sequential
data and allow memory to be stored between successive time-steps8,
most commonly long short-term memory units (LSTMs)26
and gated recurrent units (GRUs)27. These add gating mechanisms to standard RNNs to allow for easier learning of
long-range dependencies and to avoid vanishing gradients in
backpropagation.
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Fig. 1 | A biological neuron and an ENU that can be used to approximate its internal mechanisms. Different evolvable gating mechanisms protect the
internal memory of the ENU (storing dynamic parameters). This memory can potentially encode and store the neuronal behaviour, and determines how
information is processed. This could be considered analogous to biophysical events or states (for example, the membrane potential, synaptic weights,
protein states and so on). The reset gate can forget past information, the update gate determines how much we change the memory state (our dynamic
parameters) and the cell gate determines the new value of the dynamic parameters. An additional output gate is also used to reduce the number of output
channels and to allow for spike generation to potentially evolve. In this diagram, we have four dynamic parameters, three input channels and three output
channels. NT, neurotransmitter. t, time step.

However, deep-learning-based models suffer from several limitations4. They require backpropagation of errors through the whole
network, have difficulty performing one-shot learning (learning
from a single example) and suffer from catastrophic forgetting of
a previous task once trained on a new task. They are also extreme
abstractions of biological neural networks, only considering a single
weight value on the connections and having a single real valued
number as their output.
Evolutionary algorithms. Evolutionary algorithms have been
widely applied to a variety of domains28,29, and many related optimization algorithms exist that are based on the evolutionary principles of mutation, reproduction and survival of the fittest. Evolution
strategies have recently been successfully applied to train deep neural networks, despite the large amount of parameters of most neural
network architectures30. The advantage of evolution strategies is that
they allow for non-differentiable objective functions, and, when
training RNNs, do not require backpropagation through time. This
means we can optimize and evolve the parameters of a model to
solve any desired objective we want and potentially learn over arbitrarily long sequences.

A new type of biologically inspired neural network

Past attempts to model biological neural networks have mostly
been focused on manually deriving mathematical rules and abstractions based on experimental data. In this paper we take a different
approach. We approximate the functionality of different components in neural networks using artificial RNNs, such that each synapse and neuron in the network is an RNN. We would ultimately
like to evolve a type of mini-agent (the RNN) that—when duplicated and connected together in an overall neural network—exhibits intelligent learning behaviour. To achieve this, we propose an
RNN-based evolvable neural unit (ENU), which is able to learn to
store relevant information in its internal state memory and perform
complex processing on the received input using that memory. As all
ENU weights are shared across all synaptic or neural compartments,
learning different behaviour can only occur by learning (evolving)
to store and update dynamic parameters in the ENU memory state.
We demonstrate that such an ENU could be evolved to approximate STDP and IAF neurons. We then also show that by combining
multiple ENUs into a larger network, they can evolve to learn to
solve a maze environment task. These networks of ENUs evolve
spiking dynamics and synaptic learning rules that can update the
792

way information flows throughout the network (which is dependent on the external reward received). They thus successfully evolve
complex information processing and reinforcement-type learning behaviour, opening up a new path towards a more flexible and
powerful neural network.
ENUs. As the basis for an evolvable RNN to approximate neural
and synaptic behaviour, we build on previous work on modelling
long-term dependencies through GRUs27. We extend on this model
and add an extra output gate that applies a non-linear activation
function and feeds this back to the input, which simultaneously also
reduces the number of possible output channels (improving computational complexity). They are implemented in such a way that
allows them to be combined and evolved efficiently into a larger
overall network. We term these units ENUs.
Using a gating structure allows us to have fine control over
how different input influences the internal memory state (storing
dynamic parameters), which in turn controls how that input is processed and how the dynamic parameters are updated. The input and
output of the ENU is a vector, where each value in the vector can be
considered a type of channel used to transmit information between
different ENUs. The internal memory state is also a vector that
can store multiple values. It enables us to condition the received
input on the dynamic parameters stored in the memory state, which
control both the output and gating behaviour of the ENU (see Fig. 1).
Each gate in the model is a standard single layer artificial neural
network with k output units and an evolvable weight matrix w,
where k is equal to the internal memory state size. These gates can
process information from the current input channels and previous
memory state. This allows us to, for example, evolve a function that
adds some value to a dynamic parameter in the memory state, but
only if there is a spike at a certain input channel. Evolving such units
to perform complex functions then becomes considerably easier
than in standard RNNs, which can suffer from vanishing values
and undesired updates to their internal memory state26. Protecting
updates to the memory state is especially important in our case, as
they define the dynamic parameters that determine the behaviour
of our ENU, and should be able to persist over their entire lifetime.
Please refer to the Methods for a more detailed description of (and
the equations associated with) the gating mechanisms
Intuitively, this ENU-type architecture allows us to, for example, evolve spike-based behaviour through storing and summing
received input into the memory state then, once some threshold is
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Fig. 2 | Network of ENUs. An example of evolving reinforcement-based learning to solve a T-maze environment task. Multiple offspring are simulated in
parallel to evaluate the fitness (offspring 1, offspring 2 and so on). Reward from the environment determines the fitness of the agent (that is, the mouse).
This reward is also passed to the reward neuron in the ENU network. The reward neuron connects to the other ENU neurons, allowing them to evolve to
update their incoming synapse ENUs according to the reward obtained. Several sensory input neurons are used to detect colours in front of the agent,
whereas the output neurons determine the action the agent has to take (forward, left or right).

reached, the output gate can evolve to activate and output a value, a
so-called spike. This spike is then fed back into the input, allowing
the reset and update gate to evolve to reset the internal memory state.
For synaptic compartments, the internal state could evolve to
memorize when a pre- and postsynaptic spike occurs, and also
store and update some dynamic weight parameter that can change
how the input is processed and passed to the postsynaptic neuron.
Furthermore, multiple input and output channels allow flexibility
in evolving different type of information processing mechanisms,
using, for example, a type of neurotransmitter, or even functions
analogous to dendritic and axonal transport.
Network of ENUs. By combining multiple ENUs into a single network, we can construct a ENU-based neural network (ENU-NN).
This network connects multiple neural and synaptic compartment
ENU models together, as seen in Fig. 2. All soma and synaptic neuronal compartments share the same ENU gate parameters, and
we only evolve the weights of these shared gates. This means we
have two figurative chromosomes to evolve, one for the synapses
and one for the neurons, shared across all synapses and neurons;
however, they each have unique internal memory state variables,
which allows for complex signal processing and learning behaviour
to occur, as the compartments can evolve to update their internal
states depending on the local input they receive. Synaptic plasticity (the synaptic weights) in such a model would thus no longer be
encoded in the weights of the network directly, but could instead
evolve to be stored and dynamically updated in the internal states of
the synapse ENUs as a function of the current and past input.
To evolve reinforcement-type learning behaviour in such a network, we can construct a sparse recurrent network with several
input sensory neurons that detect, for example, different colours in
front of the agent (which has an ENU-NN) in a given environment.
We can also designate some ENU neurons as output motor neurons that determine the action the agent should take. Furthermore,
to allow reward feedback we can have a reward neuron that uses

different ENU input channels to indicate environmental rewards
obtained (see Fig. 2).
The main components of the ENU-NN are as follows:
•

•

•

Neuron ENU: analogous to the biological cell body and axon.
It is responsible for transforming the summated input from
its connected synapses. It can evolve to use multiple channels
to transmit information analogous to biophysical events (for
example, spikes or neurotransmitters).
Synapse ENU: analogous to the biological dendrite and synapse. It transforms information from the pre- to postsynaptic
ENU neuron, similar to weights in artificial neural networks;
however, it is allowed to use multiple channels to learn to transmit information analogous to spikes, graded potentials or other
types of dendritic transport. It also has a feedback connection
from the postsynaptic neuron, allowing it to potentially evolve
STDP-type learning rules. It can thus integrate information
from both the pre- and postsynaptic ENU neuron to update its
behaviour.
Integration step: sums the output per channel of each incoming
synapse connection, which is then processed by the postsynaptic neuron ENU.

Learning synaptic learning rules and spiking dynamics

We first use individual models of the proposed ENU to approximate existing mathematical functions of IAF neurons and STDP.
This demonstrates the flexibility of the proposed ENUs to potentially evolve similar neuronal computations as observed in the
brain. We then combine several ENUs into a network as described
in Fig. 2, which are evolved from scratch to solve a maze environment task. This network of ENUs is evolved without any predefined
rules on the synaptic or neuronal computations, it is only evolved
to maximize fitness in the given environment. Results for each of
the experiments are given below. Please refer to the Methods for
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Evolving IAF neurons using a single ENU. Results of evolving IAF
neurons for 3,000 generations are shown in Fig. 3. It can be seen
that the ENU is able to accurately mimic the underlying IAF model,
properly integrating the received graded input and outputting a
spike at the right time. This shows an ENU is capable of evolving to
approximate spiking behaviour. A more detailed comparison of the
firing rate with the input current of both the underlying IAF model
and approximated ENU can be found in Extended Data Fig. 2.
Evolving neuromodulated STDP using a single ENU. Figure 3 illustrates the results after evolving an STDP-type learning rule for 10,000
generations. If the presynaptic spike occurs after the postsynaptic
spike, the output intensity of the graded input potential is reduced,
as in the standard STDP rule (and vice versa). The evolved ENU was
also able to only update the output when a given artificial input neurotransmitter is present, giving us a type of neuromodulated STDP31.
To approximate such behaviour, it had to evolve the multiplication
operation of its internal memory state with the input, as initially the
ENU had no such operation. This demonstrates that an ENU is capable of evolving complex synaptic type learning through memorizing
pre- and postsynaptic spikes in its internal memory, and by storing
and updating some dynamic parameter that changes how the incoming input is processed (analogous to a synaptic weight).
Evolving reinforcement learning in a network of ENUs. Results
for evolving reinforcement learning behaviour in a network of
ENUs after 30,000 generations in a T-maze environment are shown
in Fig. 4. The agent starts at the bottom of the T-maze and it has
two possible locations for food and poison that get randomly
swapped (see also Fig. 2). A single generation is one episode in the
794
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Fig. 3 | Result of evolving IAF neurons and neuromodulated STDP. For a single input example (left) and multiple inputs (right). The evolved ENU model
closely matches the actual IAF model (top), properly integrating information and spiking at the right time once a threshold is reached. In the case of
the STDP model (bottom), the ENU evolved to update the synaptic weight only when the NT signal was present in the input, and evolved to update the
weights relative to the timing of the pre- and postsynaptic spike, matching the original STDP function.
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Fig. 4 | Results of evolving reinforcement-type learning behaviour in a
network of ENUs. Both the output of the agent (top) and input (bottom)
are shown. Spike-like patterns on the output neuron are evolved completely
independently, even though we did not directly optimize for such behaviour.
Furthermore, it can be seen that the agent performs one-shot learning
when eating the poison, only eating it once and subsequently always
avoiding it.

environment (one simulation run) and lasts for 400 time steps. All
of the dynamic parameters of each synapse and neuron reset each
generation, meaning it always has to relearn which sensory neuron
leads to negative or positive rewards and which output neuron
performs what action as if it is reborn (a blank slate).
Interestingly, we obtain spike-like patterns on the output neurons even though we never strictly enforce such behaviour. We only
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Fig. 5 | Example of the ENU-NN agent’s evolved behaviour. The number of steps taken in the environment at each panel is indicated by s. The agent
evolved to learn to: remember which food gives a negative reward (1), avoid such reward in the future by taking a different route (2), and adapt to turn
around once the food and poison are switched (3).

optimize to maximize the reward in the environment. This could
partially be explained by the sensory input neurons outputting
spikes as well; however, the resulting output is not identical and it
still had to evolve to process those input spikes and integrate them
properly across the network and at the output. An example of the
steps taken by the agent is also given in Fig. 5. We can see that the
agent at first detects red, eats the poison and subsequently receives
a negative reward. After that the agent learns to go the other way to
get the food instead (detecting green). Once the food is switched
it detects the poison but does not eat it (and so does not receive a
negative reward), as it has now learned to turn around and obtain
food on the other side instead.
The performance (and fitness) is measured by how good the
agent is at getting food and avoiding poison. Agents (which have
ENU neural networks) will thus have a higher fitness if they are able
to learn quicker from negative and positive rewards in the environment. This means that agents that are better able to learn to store the
right information in the internal memory of each individual ENU,
and update their behaviour appropriately, will have a higher overall
fitness. Evolution strategies then update the shared parameters of
the ENU gates in the direction of the mutated parameters of these
highest-performing agents. This leads it to improve its ability to process information in the ENU network and learn from reward feedback. It has to evolve such in a way that all ENU compartments with
the shared gate parameters can cooperate and update their unique
internal state to achieve a higher fitness. It thus evolves a type of
universal function that is the same across all neurons and synapses
and updates their internal dynamic parameters depending on the
input. Please refer to the Methods for a more detailed explanation of
evolution strategies and how the ENU gate parameters are updated.
The agent is able to learn through the evolved ENU-NN that the
sensory neuron that detects the colour red (and activation of the
output neuron that results in eating it) leads to a negative reward.
This means that it evolved a mechanism for updating the ENU synapse between those neurons to have an inhibitory effect, such that
the next time it detects red, the previous action that led to eating
the poison is not chosen (it is inhibited) and instead another action
is taken.
Ablation and comparison study. To evaluate the importance of
different components of the proposed ENU-NN, we compared its
performance with standard GRU and LSTM units (see Table 1). The
results show that the ENU was better able to mimic the IAF neuron behaviour and the STDP learning rule. As was mentioned in
Fig. 1, the motivation for adding the feedback output gate was to
ensure we get a type of reset behaviour in the inner memory state

Table 1 | Comparison and ablation study final performance
IAF

STDP

T-Maze NN

ENU

–18.22 ± –2.44

–8.42 ± 0.50

36.65 ± 0.027

GRU

–47.73 ± 7.59

–96.34 ± 0.50

26.16 ± 0.066

LSTM

–43.54 ± 7.30

–41.52 ± 1.13

26.33 ± 0.019

NFENU

–32.34 ± 8.34

–60.55 ± 4.58

31.18 ± 0.018

SHAREDENU

N/A

N/A

21.37 ± 0.034

Comparing the IAF, STDP and T-Maze experiments. The mean and standard deviation of the
fitness are shown for 30 trial runs. For the IAF and T-Maze experiments, the difference between
LSTMs and GRUs was found to be not significant (p = 0.52). The ENU was found to perform better
(p < 0.001) in all experiments over the compared models and ablation studies.

of the ENU, to learn spiking-based behaviour once some threshold
is reached. Having such an output gate with a feedback connection
makes learning such behaviour considerably easier, which explains
the improvement in performance when evolving IAF neurons.
Although it was not expected to necessarily help with evolving an
STDP-type learning rule, results do show an improved convergence
rate and performance using an ENU over a standard GRU or LSTM.
We also performed additional ablation experiments that remove the
feedback connection of the ENU (NFENU) and found that the convergence rate and performance is also worse. This shows that having
this extra feedback connection has a positive effect on evolving the
type of behaviour we desire. We also attempted to share the parameters between the ENU neuron and ENU synapse (SHAREDENU);
it was found that this reduced performance considerably. This is in
line with our initial motivation for separating the parameters, in
that they serve very distinct functions within the network. The ENU
neuron is supposed to process the summed synaptic inputs, whereas
the synapse ENU transforms and transmits information from the
pre- to postsynaptic neuron. A more detailed convergence analysis
for each model can be found in Extended Data Fig. 1.
Further experiments were also performed that evolved ENUs
to approximate a more complex arbitrary synaptic update rule and
to solve a more complex double T-Maze environment. Please refer
to Extended Data Figs. 3–5 and Extended Data Table 1 for a more
detailed analysis of these results.

Discussion

There are distinct differences between a network of ENUs and a
standard DNN, the latter of which uses only a single value for
the synaptic weight parameter (which is static) and neuron output.
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The same holds for spiking neural network models with STDP-type
learning rules. The activation function and update rules of these
models are also fixed. In our case, each dynamic parameter stored
inside ENUs is a vector capable of storing multiple values that can
influence the operation performed by the synaptic and neuronal
ENU compartments. Each ENU evolves the ability to update those
dynamic parameters based on the reward obtained and local input
received, unlike DNNs, which require backpropagation over the
entire network given some supervised learning signal or reward
signal32.
There has also been extensive work on evolving neural networks
in a broad range of domains29,33,34; however, these approaches generally only evolve some small set of (hyper)parameters of the neural
network model. For example, they evolve the hyperparamaters of a
standard predefined synaptic update rule such as that of STDP35–39
or predefined spiking models40–44. Similarly, reward-based learning
has also been evolved but employs the same approach of evolving
predefined mathematical models45,46.
The main limitation of these previous methods is that they make
assumptions on the neuronal function and behaviour. Biological
neural processing, however, is extremely complex and abstract
mathematical models are only capable of capturing some subset of
the observed behaviour.
The most important distinction of our work in relation to previous methods is thus that each ENU within the network is not an
abstract point-wise neuron with a few hyperparameters determining its behaviour (such as which activation function to use, or the
hyperparameters of a spiking neuron model). Instead, each neuron
is a fully RNN—with thousands of evolvable parameters—that is
capable of evolving and approximating potentially any function.
Likewise, our synapses are not abstract single-weight synapses.
Each of our ENU synapses are also fully RNNs, with internal memory states and gating mechanisms that determine how to update
those internal states. Furthermore, by having multiple channels of
communication between neurons and synapses, we allow for more
flexibility in learning and information processing behaviour. This
could explain why biological networks might have evolved to use so
many types of different neurotransmitters47,48.
The network of ENUs proposed in this paper offers a new direction for potentially more powerful and biologically realistic neural
networks, which could ultimately lead not only to a greater understanding of neural processing, but to an artificially intelligent system that can learn and act across a wide variety of domains.

Methods

Evolution strategies. As our desired goal is to solve reinforcement-learning-based
environments and the task is not directly differentiable, we cannot use standard
backpropagation through time to optimize our network. We would also like to
be able to learn over long time-spans, which makes backpropagation through
time impractical due to vanishing gradient issues. This makes evolution strategies
ideally suited49–52 and we take a similar approach to that of a previous work30.
The gradient is approximated through random Gaussian sampling across the
parameter space and the weights are updated following this approximate gradient
direction (see Algorithm 1). We can also use standard stochastic gradient descent
methods such as momentum53 on the resulting approximate gradients obtained. Due
to weight sharing we only have to evolve the gate parameters of two ENUs: one for
the synapse the other for the neuron, giving us a relatively small parameter space.
Algorithm 1. Evolution strategiesInput: base parameters θk, learning rate η, and
standard deviation σfor k = 1 to N do Sample offspring mutations ϵi, … , ϵn from
N ð0; IÞ Compute
P fitness Fi = Fr(θk + σϵi) for i = 1, … , n Calculate approximate
I
Gk ¼ ni¼0 F i ϵi Update base parameters θk+1 = θk + ηGkend for
gradient
I
Fitness ranking. We use fitness ranking to reduce the effect of outliers30. We can
sort and assign rank values to each offspring according to their fitness, which
determines their relative weight in calculating our approximate gradient. We then
α
i ÞÞ
get a transformed fitness function F r ðθi Þ ¼ PrankðFðθ
n
α , where rank() assigns a
i¼0

rankðFðθi ÞÞ

linear ranking from 1.0 to 0 (high toI low); α is a hyperparameter that determines
the shape of this distribution. In our case α = 5, such that around the top 20%
best-performing agents account for 80% of the gradient estimate.
796

Batching. Mini batches were also used to better estimate the fitness of the same
offspring across multiple environments, so the fitness of each offspring was
determined by the mean fitness across m mini-batch environments.
Gating in an ENU. The exact equations for the ENU gates and updating of the
memory state are as follows:
zt ¼ ϕðW z  ½ht�1 ; ot�1 ; xt Þ
rt ¼ ϕðW r  ½ht�1 ; ot�1 ; xt Þ
e
ht ¼ tanhðW c  ½rt  ht�1 ; ot�1 ; xt Þ
ht
ht ¼ ð1 � zt Þ  ht�1 þ zt  e
ot ¼ clipððW o  ht Þ; 0; 1Þ

ð1Þ

ht the cell gate, ht the new
where xt is the input, zt the update gate, rt the reset gate, e
I
memory state and ot the output gate; ϕ is the sigmoid function,
the centre dots are
for matrix multiplication and ⊙ is element-wise multiplication; W* are the weight
matrices of each gate and the parameters to be evolved. We can also apply clipping
(restricting output values to be between 0 and 1), as we use evolution strategies to
optimize our parameters and do not require a strict differentiable activation function.
This clipping results in a thresholded output and prevents exploding values.

Implementation. To compute the network of ENUs, we can reshape each
neuron and synaptic compartment output to batches and perform standard
matrix multiplication to compute the full network of ENUs in parallel (as our
ENU parameters are shared). The connection matrix determines how neurons
are connected and in this case can be either random or have a fixed sparse
topology. It determines how we broadcast the output of a neuron to each synapse
connected to it (broadcasting copies the output of neurons to different synapses
as multiple synapses can be connected to the same neuron); however, the denser
the connection matrix, the more synapses we have and thus the higher our
computational cost. Please refer to Extended Data Fig. 6 for a more detailed
computation diagram.
Evolution strategies can be performed efficiently on a graphical processing
unit through multidimensional matrix multiplications, allowing us to evaluate
thousands of mutated networks in parallel. The weight matrix in this case is
three-dimensional, where the third dimension stores each offspring’s mutated
weights. Normal matrix multiplication is of the form (N, K) × (K, M) → (N, M),
where N is the batch size, K the number of inputs units and M the number of
output units; in the three-dimensional case we get (P, N, K) × (P, K, M) → (P, N, M),
where P is the number of offspring. PyTorch54 was used for computing and
evolving our ENU-NN, whereas the rest were implemented mainly in Numpy55,
including custom vectorized experimental environments.
From a single ENU to a network of ENUs. As described in Fig. 2, the network
consists of two types of ENUs: we have a neuron ENU, which shares parameters
across all neurons, and a synapse ENU, which shares parameters across all
synapses. These are both identical and follow the ENU description in Fig. 1 and
equation (1). The only difference is in how they are connected within the network.
These ENU neurons and synapses all get combined through the connection
matrix, which determines how the output of each ENU neuron is sent to each ENU
synapse (step 1 in the computation diagram in Extended Data Fig. 6) and which
synapses belong to each neuron.
The synapse ENU takes a pre- and postsynaptic neuron ENU as its input,
transforms it and outputs a new vector (step 2). It is important to note that the
output value of the ENU is a vector of multiple output channels and not just
a single value, we therefore get a matrix where the rows represent each of the
ENUs and the columns represent each of the output channels (as described in
Fig. 1). The postsynaptic neuron connection is the extra connection back to the
synapse (as seen in Fig. 2). This is important for allowing STDP-type learning
rules to emerge, as it requires timing between post- and presynaptic spikes. These
outputs of the synapse ENUs then get summed up together (step 4) and processed
further by each neuron ENU (step 5). This process gets repeated at every time
step, updating the internal memory state and output of each ENU. The synapse
ENU is thus responsible for processing information from the presynaptic neuron
to the postsynaptic neuron, and the neuron ENU is responsible for transforming
the aggregated input of its synapses and transmitting it. These distinct ENUs
thus serve a similar specialized role as the synapses and neurons in biological
neural networks; however, in our case their underlying function is evolved and
approximated by the proposed ENU.
Experiments. First we evolve an ENU to mimic the behaviour of a simple IAF and
STDP model. These serve as a demonstration of the flexibility of the ENU model
and their potential to model neuronal-like information processing behaviour.
We then combine multiple neural and synaptic ENUs into a single network and
evolve reinforcement-type learning behaviour purely through local dynamics. This
network of ENUs, however, does not assume any predefined spiking models on the
neurons or synaptic learning rules, and instead has to evolve these types of rules
completely independently within the network.
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Evolving IAF neurons. The ENU receives random uniform noise as graded input
potential at every time step (sampled uniformly between 0.01 and 0.11). It then
has to mimic the IAF model receiving the same input. Once the sum of the input
potentials reaches a certain threshold (0.5 in our experimental setting), we reset
the internal state of the IAF and output a spike (see also Extended Data Fig. 7). The
simplest IAF variant with linear summation is given below:

0; if ut < th
IAFðut Þ ¼
ð2Þ
1; if ut ≥ th
where th is the threshold and ut is the membrane potential; ut is the sum of the
input potential xt over time (that is, ut = ut−1 + xt) and resets to 0 if ut ≥ th.
Learning spike-like behaviour can generally be difficult as the task is not
directly differentiable. Optimizing the mean squared error between the IAF model
and ENU output directly is infeasible as even a small shift in spikes would cause
a decremental effect on the error; however, as we are using evolution strategies,
we can have more flexible loss functions and optimize the timing and intensity of
each spike. We therefore optimize the interspike interval instead, which allows for
incremental fitness improvements and gradually gets each spike to better match
the desired timing of the IAF model. We also add an extra term that requires each
spike to be as close as 1 as possible (matching the IAF spike). The fitness function
can therefore be described as follows:
Xn
Xn
2
F IAF ¼ �ð i ðyi � ^
ðt i � ^ti Þ Þ
ð3Þ
y i Þ2 þ
i

where i is the index of each spike, yi is the IAF model output spike as described
in equation (2), and ^y i is the ENU estimated spike; ti and ^ti are the timing of the
spikes in the IAF model and ENU output, respectively (that is, the time since the
last spike).

Evolving STDP. For evolving a STDP-type learning rule we require multiple input
channels for the model. The basic equation for the STDP rule is as follows:
(
�t
Aeð τ Þ ; if t > 0
ð4Þ
ωðtÞ ¼
t
�AeðτÞ ; if t < 0
where A and τ are constants that determine the shape of the STDP function (in our
case A was set to 0.5 and τ to 10), t is the relative timing difference between the preand postsynaptic spike, and ω is the resulting synaptic weight value.
First we input random uniform noise as graded potential (randomly sampled
between 0.45 and 0.55). We then also generate a random input spike from the
presynaptic neuron at some time ti and a random backpropagating spike from the
postsynaptic neuron at tb. We also use a neuromodulated variant of the standard
STDP rule, which is known to play a role in synaptic learning31,56 and only allows
STDP-type updates to occur if a given input neurotransmitter is present (see also
Extended Data Fig. 7).
In total we thus have four input channels and a single output channel that is the
transformed graded input potential multiplied by some weight w. The weight value
is updated according to the standard STDP rule, which is dependent on the timing
between the pre- and postsynaptic spike. The fitness is then the mean squared
error between the desired STDP model output and ENU output. So the fitness
function becomes:
Xn
F STDP ¼ �
ðyt � ^
ð5Þ
y t Þ2
t
where t is each time step, yt is the STDP model output updated according to
equation (4) (which depends on the input spike timings) and ^y t is the output of the
ENU model in response to the same input signals.
Further experiments were also performed that evolve an ENU to approximate
a more complex synaptic update rule (complex STDP). This was to investigate
whether the ENU can approximate more arbitrary rules. Specifically to create
a more complex function, we modify the standard synaptic update ω(t) by
applying a cosine transformation depending on whether the dopamine signal
is present or not. This provides us with a new synapic update function ω*(t):
if the dopamine signal is present then ω ðtÞ ¼ jωðtÞj � 0:1ðcosð20ωðtÞÞ � 1Þ,
I
were chosen to purposely
else ω ðtÞ ¼ 0:5 cosð10ωðtÞÞ. These parameters
I a more complex wave-like pattern, however, it is important to note that
generate
the underlying mathematical model does not necessarily have to be known to
fit the ENU, we could fit on samples from any unknown underlying model. It
demonstrates the flexibility of ENUs in approximating different types of functions,
and that evolving a synaptic ENU within a larger overall network could thus
potentially learn any type of synaptic update rule. The experimental setting was
the same as in the standard STDP experiment previously described, however, the
underlying function to approximate is now a more complex arbitrary function that
behaves different based on the neurotransmitter signal present at the input. Please
refer to Extended Data Figs. 3 and 7 for more details.
Evolving reinforcement learning in a network of ENUs. To evolve
reinforcement-type learning behaviour, we design an experimentally commonly

used T-maze task57 (see Fig. 2). The T-maze is implemented as a grid-like system,
where each action by the agent can move it at most one grid cell further. In our
case the T-maze had a width of five steps and a height of four steps. The goal of
the agent (that is, the mouse) is to explore the maze and find food; once the agent
eats the food they will receive a positive reward and be reset to the initial starting
location. On the other hand, if the food was actually poisonous then the agent will
receive a negative reward (and also be reset). It is then up to the agent to remember
where the food was and revisit the previous location. After the agent has eaten
the non-poisonous food several times there is a random chance that the food and
poison will be switched (50% in our experimental setting). The agent thus has
to evolve to learn to detect from its sensory input whether the food is poisonous
or not, and can only know this by eating the food at least once to receive the
associated negative or positive reward.
To this end we provide several inputs to the agent: one that detects the wall of
the maze, one that detects green and one that detects red. These inputs are passed
to the first channel of the connected synapse ENU. These sensory neurons simply
measure the presence of a wall (grey object), red object or green object in the grid
location that the agent is facing. For example if a red object is present, the red
sensory neuron will output a 1, else it will output a 0. We also have a neuron that
provides the resulting reward of eating the food or poison. Positive rewards go
to the second channel, whereas negative rewards go to the third channel. For the
output, the agent can either go forward, left or right one step, depending on the
highest activated output neuron (or do nothing if no output neuron activates).
The fitness of the agent is determined by the reward obtained in the
environment; thus the better it is at remembering where the food is and at avoiding
eating the poison, the higher the fitness. The fitness function then becomes:
Xn
F T�maze ¼
R
ð6Þ
t t
where Rt is the reward obtained in the environment at each t. Eating food gives a
reward of +1, and eating poison gives a reward of –1. We also add an extra term
that decays an agent’s energy every time step to encourage exploration. Eating food
refreshes the energy again and gives the agent 40 time steps to get new food. Once
the agent runs out of energy it dies and will no longer be able to move or gather
more rewards.
The ENU-NN consists of six ENU neurons, of which three are output neurons.
Each neuron has eight ENU synapses that sparsely connect to the other neurons
(two to the sensory neurons, two to the hidden neurons, two to the output
neurons, one to the reward neuron and one to itself). Please also refer to Fig. 2
for a more detailed diagram. The neuron that has the highest output activity over
four time steps determines the action of the agent (this allows for sufficient time of
sensory input to propagate through the network). The output is taken from the first
channel of the output neuron. We also add noise to the output gate of the ENU,
as all ENUs share the same parameters and we want each neuron and synapse to
behave slightly different on initialization.
To further investigate the flexibility of the network of ENUs in different
environments, further experiments were performed in a more complex double
T-Maze environment. The same experimental settings and network configuration
was used in this experiment; however, the food and poison could now be randomly
located in four locations instead of two. These locations were also randomly
changed with 50% probability each time the agent ate food. Please refer to
Extended Data Fig. 4 for more details.
It is important to note that the agents are reset each generation and they have
no recollection of the past; they have to relearn which sensory neuron has what
meaning and which output neuron performs what motor command. The network
input and output neurons also get randomly shuffled each generation. This avoids
agents potentially exploiting the topology to learn fixed behaviour. We are thus
evolving an ENU-NN to perform reinforcement-type learning behaviour (evolving
to learn), instead of directly learning fixed behaviour in the synaptic weights.

Experimental details. The experimental parameters were chosen through initial
experimentation such that we achieved a good balance between computation
time and performance. For optimization of the ENU parameters, evolution
strategies were used as described in algorithm 1. We used 1,024 offspring, Gaussian
mutations with standard deviation of 0.01, a learning rate of 1.0 and momentum of
0.9. For both the synaptic and neuronal compartments an ENU with a memory size
of 32 units was used, with 16 output units (that is, 16 output channels).
As we have three gates of 32 units controlling the memory state, each
receiving 16 input units, 16 feedback units and 32 memory state units, we get
3 × (16 + 16 + 32) × 32 = 6,144 parameters for the memory state gates, and a further
32 × 16 = 512 parameters for the output gate, resulting in 6,656 parameters for
the neuron ENU and synapse ENU. We thus have in total approximately 12,000
parameters to evolve in the ENU-NN. As the parameters are shared across the entire
network, we do not need to optimize the parameters of each individual ENU. This
means the number of evolvable parameters stay fixed regardless of network size.
The experiments were run on a single Titan V graphical processing unit with
an i7 12-core central processing unit. In case of the T-maze experiment the mean
fitness was taken across eight random environments for each offspring. For evolving
the IAF and STDP model, the mean over 32 environments was taken (allowing
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us to plot a STDP-type curve from multiple observations). One episode in the
environment is one generation and each episode the ENU internal memory states
are reset. In case of the IAF and STDP environment each episode lasts for 100 time
steps, whereas for the T-maze experiment the episode lasted for 400 time steps.
Reporting summary. Further information on research design is available in the
Nature Research Reporting Summary linked to this article.

Data availability

Data was directly generated from the code through simulations, no external
datasets were used. Figures 3–5 were generated directly from the simulation.

Code availability

A Code Ocean compute capsule, which contains a pre-built compute environment
and the source code, is available at https://doi.org/10.24433/CO.1361267.v1.
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Extended Data Fig. 1 | Comparison and ablation study training progress. Comparing standard GRUs, LSTMs and our proposed Evolvable Neural Unit
(ENU). Generally the ENU consistently outperforms the other models in terms of final performance. Additionally to investigate the effect of the feedback
connection from the output gate, we removed such connection in the No Feedback ENU (NFENU), showing the importance of this connection. In case of
the Network of ENUs, we also ran additional experiments that shared the parameters between the neuron and synapse model (the SHAREDENUs-NN).
It shows that having separate ENUs for both the synapses and neurons significantly improve performance, and that without such specialization the
network fails to converge.
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Extended Data Fig. 2 | Mean input current vs Firing Frequency after evolving Integrate and Fire neurons. shows that the evolved IAF model firing
frequency pattern in response to the input current closely matches the underlying model it evolved to approximate.
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Extended Data Fig. 3 | Complex synaptic update rule example. Comparing evolving an ENU for 1000 generations (left) vs 3000 generations (right).
The ENU learned to approximate a complex neuromodulated STDP type learning rule. When the neurotransmitter is present at the input (NT) the rule
follows a symmetric type STDP rule. However, when the NT signal is absent it follows completely different dynamics. It is maximum at a spike timing
difference of around 0 and 10ms, while around 5ms the synaptic change is essentially disabled. This shows we do not require the manual derivation of a
possibly complex exact mathematical function that explains the synaptic behaviour. Instead, ENUs can potentially evolve any type of complex arbitrary
neuromodulated synaptic update learning rules when evolved within a larger complex network.

Nature Machine Intelligence | www.nature.com/natmachintell

NATUrE MACHinE InTElligEnCE

Articles

Extended Data Fig. 4 | Double T-Maze evolved learning behaviour. Double T-Maze evolved learning behaviour. Example of steps taking in the double
T-maze environment by an evolved Network of ENUs. The agent can be seen to have successfully evolved to explore the environment to find and eat the
initial poison (1). It then explores an alternative path to find non-poisonous food instead (2), indicating it has properly learned from a single example to
associate the previous actions taken with a negative reward. Since food and poison can randomly change location, the agent goes back to the previous
food location, but detects poison instead. As it previous obtained a negative reward with the action of eating the poison, it internally modified the synapse
ENUs internal memory states to alter its behaviour, and successfully learned to turn around and find food in another part of the maze (3). It also evolved
proper exploration behaviour if no food or poison is found in a section of the maze, successfully navigating to the other side (4).
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Extended Data Fig. 5 | Convergence analysis Ecomplex STDP and Double T-Maze experiment. The ENU can be seen to generally converge faster in both
experimental settings. In case of evolving a complex synaptic update rule (Complex STDP), the ENU significantly outperforms the other models. When
the feedback connection is removed (NFENU), the performance also drops. This indicates the importance of the feedback connection, which was also
observed in the previous standard STDP experiment in Fig. 4. In case of the Double T-Maze experiment, the ENU also converges faster with this feedback
connection. The LSTM generally takes longer to converge compared to the GRU model, which could be explained by the fact that LSTMs are slightly more
complex than GRUs. When the parameters are shared between the synapse and neuron ENUs, the network fails to converge (SHAREDENU). This was also
observed in the standard T-Maze experiment, and further indicates the need for the specialization of the synaptic and neuronal behaviour.
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Extended Data Fig. 6 | Computation flow diagram of a Network of ENUs. Shows a computation example with 4 ENU synapses and 2 ENU neurons,
each having 3 channels. The sensory input neurons X are concatenated with all the ENU neurons H to get our input batch. A connection matrix is then
applied that broadcasts (copies) the neurons’ output to each connected synapse ENU (1). On this resulting matrix we can then apply standard matrix
multiplication and compute our synapse ENUs output in parallel (2). We can reshape this and sum along the first axis, as we have the same number of
synapses for each neuron (3). This gives us the integrated synaptic input to each neuron ENU (4). Finally, we apply the neuron ENUs on this summated
batch and obtain the output for each neuron in the ENU network (5). Each ENU has multiple outputs, so we have multiple channels that are processed by
the ENU (the columns of each matrix), and we also have multiple neuron and synapse ENUs computed in parallel (the rows of each matrix).
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Extended Data Fig. 7 | IAF and STDP experimental setup. For evolving the IAF ENU a single random graded potential is given as input (left). The goal
of the ENU is then to approximate the underlying IAF rule. In case of evolving the STDP rule (right) multiple input channels are used: the graded input
potential, the input spike, the neuromodulation signal (A-NT1) and the backpropagating spike. The target is then to output the modified graded input
potential matching the STDP rule.
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Extended Data Table 1 | Final performance of Complex STDP approximation and Double T-Maze experiment. Shows the mean and standard deviation
of the performance in each environment over 30 trial runs. The ENU consistently outperforms the compared models (p<0.005). On the Double T-Maze
Experiment, the LSTM and GRU model perform similarly (p=0.012), which was also observed in previous experiments. See also Fig. 5 for a more detailed
convergence analysis.
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