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Abstract
Predictive coding is a prominent theory in neuroscience for understanding neural processing
in the brain. The theory states that the brain constantly predicts incoming sensory stimuli and
improves its predictions by calculating the error between the predictions and the actual stimuli.
It is still an open question whether this theory requires hard-wired neural circuitry or whether
it could be an emergent phenomenon. Here, we explore whether predictive coding emerges
in recurrent neural networks that receive predictable stimuli in the form of image sequences,
when they are trained in an unsupervised way to reduce network activity. We show that these
networks can successfully learn to predict future stimuli. Without imposing architectural con-
straints we see that a natural distinction emerges between units that calculate prediction errors
and units that generate predictions. These findings suggest that these properties of predictive
codingmay be emergent phenomena in neural networks that efficiently encode predictable stim-
uli.
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Introduction
Neuroscience strives to find mechanistic explanations for neural processes. Advances in deep
learning have enabled a new way of investigating neural models of the brain. However, they
most often rely on supervised learning from labelled data which is not thought to be a biologi-
cally plausible learning method. As infants for example, humans learn to distinguish different
objects and sounds in their surroundings without supervision. How exactly the brain picks up
on the statistical regularities of its environment is still an open question.

One prevalent theory in neuroscience that could explain this is "predictive coding"1–10. Pre-
dictive coding posits that the brain is constantly trying to predict future sensory signals11,12. By
comparing the predictionwith actual sensory stimuli the brain can calculate the prediction error
and in turn improve the prediction. In order to generate an accurate prediction the brain will
need to learn about the objects and features in the world. Recent computational models have
shown the efficacy of predictive coding8,10. There are several models of how the brain could
implement such a strategy4,7,13, although it is uncertain whether the structures necessary for
the implementation of predictive coding have to be explicitly incorporated and have been found
by nature via evolutionary processes, or whether they can emerge from other more elementary
elements such as efficient coding and recurrent processing.

Another influential theory that is related to predictive coding is "efficient coding". This the-
ory can perhaps best be substantiated by two observations: natural signals are highly redun-
dant14,15, and neural processing is metabolically very expensive16,17. The theory postulates that
one of the key tasks of sensory processing is redundancy reduction18,19. Predictive coding can
also be understood as a redundancy reducing principle3, specifically in a dynamic environment,
because it is removing the predictable and therefore redundant information from the input sig-
nal and only forwarding the error of prediction. Here, we ask whether a neural system that
optimises for efficient coding in a dynamical environment will exhibit features that are often
associated with predictive coding, such as error calculating units and prediction units. The key
idea is that in order to effectively reduce the redundancy in a temporal signal, the network will
need to use past input to anticipate the activity from future input.

We train recurrent1 artificial neural networks to minimise neural activity. As stimuli we use
predictable sequences of handwritten digits. The caveat here is that while minimising activity
our model is not allowed to ignore the input activity and can only affect it through recurrent
connections, either through inhibition or excitation. We observe that our models learn to inhibit
the patterns of activity that are predicted by the statistical structure of the input, based on pre-
vious input. We show that even though we do not explicitly model prediction and error units,
our population of artificial neurons naturally divides into two distinct groups performing either
prediction or error calculations. This supports the notion that predictive coding is an emergent
phenomenon in recurrent networks that optimise for efficient processing.

1As opposed to feedforward networks where the signal flows from input to output, recurrent networks can influence
their own internal state in a temporal sequence.
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Background
2.1 Supervised vs. Unsupervised Learning
The field of artificial intelligence has made great strides in recent years, and deep learning in
particular has been very successful. Examples are the success of deep convolutional networks
on image classification tasks such as ImageNet, or the deep learning and reinforcement learning
based AlphaGo by DeepMind that beat some of the top Go players20–22. This success can be
attributed for a large part to the effectiveness of stochastic gradient descent to propagate errors
through layers of artificial neurons to update theirweights and improve performance, also called
backpropagation. Training a neural network in this manner usually requires a vast amount of
labelled data. While acquiring labelled data is one problem, another problem is that this type of
learning is not very biologically plausible. Although there have been several attempts to find a
biologically plausible implementation of backpropagation23–25, a remaining issue is that labels
provide only a small amount of information as error signal. Even for a categorisation task with
1000 categories (e.g. ImageNet) this is still less than 10 bits. Consequently a lot of samples are
needed in order to learn effectively. Reinforcement learning, or trial and error, might naively
seem like a more natural learning method, but suffers from the same problem as it provides
merely one bit of information every trial (e.g. success or failure). Reinforcement learning, on
its own, requires a huge amount of trials (e.g. millions to learn drive a simulated car26), of
which a lot will be failures. This is not what we expect from humans, or indeed find acceptable.
In learning to drive a car for example, failure can lead to death. There might certainly be a
biological justification for both methods. However, they alone do not seem to be enough to
explain the learning capabilities of the brain. For instance, infants learn to distinguish different
objects in the images they see and learn to recognise words in the sounds they hear27, without
obvious supervision. Assuming this knowledge is not innate, but learned (which we will not
further debate here as it is out of the scope of this work), how could the brain achieve this?

2.2 Predictive Coding
Aprevalent theory originating from neuroscience that could be used to explain this is predictive
coding1,11,12. This theory postulates that the brain actively constructs an internal representation
of the world it inhabits by generating predictions and testing them against what is perceived. In
this way, the input from the senses effectively serves as the training signal. Perhaps the biggest
problem for unsupervised learning is how to extract useful information from the incoming sig-
nal. And before one can answer that we first need to know what is meant by ’useful’. In the
predictive coding theory this is simply the information that is predictive of future stimuli. It
is for instance useful to recognise objects since their appearance will remain the same in the
future and is thus predictable, even if the object is in another place. It is still unclear how pre-
dictive coding might be implemented by the brain. It is a very general theory, and there are
many models that implement it in various ways4,5,7–9,11. However, most share the same im-
portant elements: internal representation units, which can generate predictions, and prediction
error units, which calculate the error between the prediction and the actual input signal8,11,12,28.
The question remains that if the brain implements some form of predictive coding, whether the
necessary architecture is hard-wired (e.g. through evolutionary processes) or whether it is an
emergent phenomenon of recurrent neural systems in a dynamic environment, that might be
optimised for other objectives, such as energy efficient processing.
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2.3 Efficient Coding
Neural processing is very metabolically expensive. While the brain accounts for only 2% of the
bodymass, it uses about 20% of the restingmetabolism16,17. It is therefore of importance that the
brain processes information efficiently. Furthermore, sensory signals are highly redundant3,14.
This is because nearby events in time and space tend to correlate. For instance, nearby pixels in
natural images are often similar in colour, and pixels don’t quickly change colour from moment
to moment3. Information about one event will often tell you a lot about another event, or in
other words are statistically dependent on one another. By removing this redundancy, one can
encode the same information with less bits of information. For our sensory processing this is
advantageous as it saves energy. There are several information theoretic methods for reducing
the redundancy in a signal. Principal component analysis (PCA) reduces the correlation in a
signal by removing pairwise covariances and thereby extracting the ’principal components’ of
the signal. However, there is no strong evidence to suggest that this is the strategy employed by
our brain29. A stronger decorrelating approach is independent component analysis (ICA)30–32.
This method aims to maximise the statistical independence between the units that represent
the input signal, by minimising the mutual information between units. The results seem to
match well with the observed response patterns of cells in the early visual cortex suggesting
that the brain maximises for statistical independence between representational neurons33. A
related method is sparse coding which assumes that a signal can be represented by only a small
number of units34–36. It works by finding a set of units that together can represent incoming
signals effectively, while each unit is as sparsely active as possible. The two objectives of efficient
coding are very clear in this method. The first is maximising the information from the input
signal, the other is minimising the activity of the outgoing signal. Predictive coding can also be
interpreted as an efficient codingmethod3,37. Statistical dependencies between events mean that
they are predictive of one another. So by removing the predictable, one is removing statistical
dependencies. What is left, that which is not predictable, is the prediction error. Regardless
of the method, the brain appears to be capable of efficiently encoding incoming signals. Does
this happen by means of a hard-wired predictive coding strategy? Or is it capable of prediction,
because it uses an efficient coding strategy?

2.4 Excitatory-Inhibitory Balance
Related work by Denève and collaborators38,39 shows that a biologically plausible method of ef-
ficient coding can learn to predict an incoming sequence suggesting that the latter option has
someweight. They showed that a spiking neural network that keeps a tight excitatory-inhibitory
balance (E-I balance) of signals between neurons can represent an input sequence with high pre-
cision andwithminimal neural activity. Excitatory signals coming from the senses convey infor-
mation from the outside world to our brains. As noted before these signals are highly redundant
and therefore metabolically costly. Inhibitory interneurons suppress neural activity and thereby
reduce the metabolic cost. However, this also reduces the amount of information in the signal.
By keeping a tight balance between these excitatory and inhibitory signals the interneurons are
prevented from over-inhibiting. In other words they should be precise about it. In our work we
use a similar training objective. Weminimise the presynaptic activity (i.e. the activity before the
application of an activation function), which can be interpreted as a way of keeping a tight E-I
balance in a recurrent rate-based2 network. In this work we investigate whether these principles
will allow the emergence of properties otherwise often explicitly modelled in predictive coding

2In rate-based neural networks neural activity models the average firing rate of a biological neuron (or a population
of), as opposed to the membrane potential as is done in spiking neural networks.
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schemes, namely units that calculate the prediction error (i.e. error units) and representation or
prediction units.
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Methods
Our aim is to investigate whether predictive coding could be an emergent phenomenon, and
more specifically whether prediction and error units emerge. We take inspiration from the pre-
dictive coding network called "PredNet" by Lotter et al. 8 and simplify this architecture in a
number of ways to create more general, less architecturally constrained networks with less to
no assumptions in regards to predictive coding elements such as error or prediction units. Sim-
ilarly to their work we use a rate-based neural model where the unit activity models the firing
rate of a neuron. Specifically, we use rectified linear units (ReLUs)3 meaning that the firing rates
are linear and always positive. The network weights can be both positive and negative, where
positive weights have an excitatory effect and negative weights an inhibitory effect. The weights
are updated using gradient descent to minimise neural activity. Crucially, the networks have
recurrent connections to allow for temporal correlations in the data to be learned. Sequences
of images are used as input stimuli, where pixel intensities are interpreted as the firing rates
of sensory neurons. We create two network architectures, each with a layer that integrates the
sensory input with internal connections. The first network architecture is similar to the PredNet
model, but without explicitly modelled error units. The second network architecture, which we
informally call the Bathtub model, does not explicitly model error units or prediction units.

3.1 Simplified PredNet Model
As we said above, our first model architecture is inspired by the PredNet model but simpli-
fied in a number of ways. However, the fundamental components have remained mostly the
same. The PredNet architecture consists of stackable modules that each have the same com-
ponents: an input layer (omitted in the bottom module), an error layer, a representation layer,
and a prediction layer. The input, representation, and prediction layers are using convolutional
operations40, where each artificial neuron is only connected to a subset of neurons in the previ-
ous layer and so integrate more information going up the hierarchy. For simplicity, we chose to
use fully connected layers instead. This means that there is no need for spatial integration and
thus a hierarchy is less needful. Our simplified model will have only one module, which means
that there will be no input layer. Equations 1 through 3 show the network state update formula
for an original single module PredNet model. While the representation layer in the original
PredNet model uses convolutional LSTM units, we instead created two versions of our model
with different types of recurrent units: one with regular LSTM units41 and one with a simple
recurrent units (SRN) based on the Elman network42. The LSTM version is closer to the origi-
nal architecture, but LSTM units are considerably more complex and since we are interested in
emergent dynamics with minimal assumptions we also tested a simpler recurrent architecture
that is closer to the Bathtub model described in subsection 3.2.

pt = ReLU(Conv(Rt)) (1)
Et = [ReLU(xt − pt);ReLU(pt − xt)] (2)
Rt = ConvLSTM(Et−1,Rt−1) (3)

The main difference between our model and the PredNet model is in the error unit layer.
One of our objectives for this model is to test whether error units will emerge naturally (see

3Rectified linear units transmit only the positive part of their input f(x) = x+ = max(0, x)
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subsection 4.2). In the predictive coding framework, error units calculate the difference between
the prediction generated by the network and the actual input. In the PredNet architecture this
process is explicitly modelled by subtracting the prediction generated by the prediction layer
from the input and splitting the positive and negative errors into two distinct populations (see
Equation 2). In our model the error units are not explicitly modelled and this layer simply takes
the sum of the input, xt, and the feedback from the prediction layer, pt, followed by a ReLU
activation. See Equations 4 through 6 for the complete set of network state update formula for
our simplified PredNet model.

pt = Wprt (4)
et = ReLU(xt + pt) (5)
rt = LSTM(et, rt−1) → LSTM version (6)
rt = ReLU(Weet +Wrrt−1) → SRN version (7)

The loss function in the original PredNet model is the total firing rates of the error neurons,
where negative activation is interpreted as the firing rate of neurons that calculate the negative
errors, and vice versa. Here, we do not explicitly model the error neurons and take a more gen-
eral approach where the loss function is the activity of all neurons. Since we use rectified units
there is no negative activity. However, the connection weights can be negative resulting in in-
hibitory presynaptic activity, while positive weights result in excitatory presynaptic activity. To
account for over-inhibition, the loss function is the total of this presynaptic activity of all neurons.
From a biological perspective this is perfectly justifiable as it is widely accepted that the inter-
action between presynaptic and postsynaptic activity is an important factor in neural plasticity
and learning. It is similar to the E-I balance method used by Denève38 and can be interpreted
as a Hebbian-like update rule where inhibitory connections are strengthened when neurons fire
together and weakened when they don’t fire together, and vice versa for excitatory connections.
Explicitly, the loss function is the mean of the absolute values (i.e. the L1 loss) of the presynaptic
activity of the network units at every timestep. For simplicity, the LSTM units are considered
to be single units. The networks are implemented and trained using PyTorch43 and the source
code can be found at: https://github.com/elgar-groot/EmergentPredictiveCoding.

3.2 The Bathtub Model
The main objective is to explore emerging properties of predictive coding in a network with
minimal architectural assumptions. To this end, we created a simple recurrent network where
each unit is wired in the same way and thus without an intrinsic distinction between any of the
units. We informally call this the Bathtub model as it resembles a bathtub of freely connected
neurons. The network contains a set of n fully connected, recurrent units. This means that each
unit is recurrently connected to all the units (including itself). Each units is also connected to
the input layer, with a fixed weight of 1. The network activity (or hidden state), ht ∈ Rn, is
a function of the previous network activity (ht−1) and the input, xt ∈ Rm. More specifically,
the hidden state ht is the sum of the input xt and a weighted sum of the previous hidden state
Wht−1 followed by a ReLU activation function. The weight matrix, W ∈ Rn×n, is initialised to
random uniform values between -1 and 1, scaled by

√
1
n . The number of hidden units must be

greater than or equal to the input dimensionality, n ≥ m, to encompass the complete input. If the
number of hidden units is greater than the input (n > m), then the input vector is padded with
zeros prior to the calculations in order to match the hidden state vector dimensionality. This
means that technically there is a bijective (one-to-one and onto) mapping between the hidden
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state and the input vector, but this is practically an injective (only one-to-one) whereas some of
the elements in the input vector will always be zero. We like to note here that if the input vector
has positions that are zero in all examples of the training data the effective number of ’free’
network units can be greater than n − m. Equations 9 and 10 show the update formula. Like
in the simplified PredNet model, the Bathtub model is trained to minimise the mean absolute
presynaptic activity. This is formalised in Equation 11.

pt = Wht−1 (8)
at = pt + xt (9)
ht = ReLU(at) (10)

Loss =
∑
t

1

n

n∑
i

|ait| (11)

3.3 Separating Prediction and Error Units
To find a distinction between prediction and error unit populations in the Bathtub model, we
divide the test set into n sequences of length 9 and run each separately through a Bathtubmodel.
After the last sample of a sequence we record the excitatory presynaptic activity from both the
input and the recurrent feedback and average them over all sequences, which we will denote as
〈x+〉 and 〈p+〉. Algorithm 1 describes the calculations in more detail. By taking the difference
between 〈x+〉 and 〈p+〉 we can divide the population of units in the Bathtub model between
input driven units, [〈x+〉 − 〈p+〉] > 0, and recurrently driven units, [〈x+〉 − 〈p+〉] < 0.

Algorithm 1 Calculating excitatory presynaptic activity from input and recurrent feedback
Require: S . the set of n sequences from the test set
1: x+ ← 0
2: p+ ← 0
3: for X in S do
4: xt ← 0
5: ht, at, x

′
t ← 0

6: for t = 1 to 9 do
7: xt = X[ t ]
8: x′t = xt padded with 0’s to match size ht
9: pt = ht ·W
10: at = pt + x′t
11: ht = ReLU(at)
12: end for
13: x+ +ReLU(x′9)
14: p+ +ReLU(p9)
15: end for
16: 〈x+〉 = x+/n
17: 〈p+〉 = p+/n

7



Figure 1: Example MNIST sequences of 5 images long

Figure 2: Median pixel intensities per category in the training set.

3.4 MNIST Sequences
As input data we use sequences of images drawn from the MNSIT database of handwritten
digits44. These images are 28-by-28 pixels in size, with pixel intensities ranging from 0 to 1. The
database has a training set of 60K images and a test set of 10K images. There are approximately
6K and 1K images per category in the training set and test set respectively. Each set of images
can be divided into 10 categories, one for each digit. Sequences are generated by choosing an
ample set of random digits as starting points. Digits are appended to each sequence until the
desired sequence length is reached. The value of the digits increase by one each step, except
after a nine in which case the sequence will continue with a zero. The sequence length can be
chosen in advance, but all sequenceswill have the same length. The sequences are organised into
batches. For all digits we then choose a random image from theMNIST database in the category
that corresponds to that digit. The images are drawn without replacement and the process is
stopped when there is no image available for the next digit. Incomplete batches where not every
digit has an accompanying image are discarded. See Figure 1 for example sequences. With this
procedure each image is used approximately once, but never more than once each epoch. Due
to the stochasticity the amount of batches in each epoch may vary.

Since the images are chosen randomly from each category, the only predictable factor is that
the succeeding image will be one of the images in the next category. We will interpret the pixel
intensities of input images as (part of the) presynaptic activity for the first network layer and since
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(a) (b)

Figure 3: (a) Median pixel intensities across all 60K images in the training set. (b)
Summed pixel values of all images in the training set. White denotes a total intensity
of 0 whereas dark red denotes that the total intensity is >1. There are a total of 67 white
pixels, with another 40 with a total intensity between 0 and 1 (the lighter shades of red).

wewill minimise the L1 loss on the presynaptic activity, we can calculate for each category what
value best predicts the intensity at each pixel location. Let p be our estimation of the intensity
at a specific pixel location x and let N be the number of images in a particular category. The L1
loss of our estimation is then given by:

f(x) =
1

N

N∑
n=1

|xn − p| (12)

The value for p that minimises this equation is given when the derivative is equal to zero:

df

dx
=

N∑
n=1

sgn(xn − p) = 0 (13)

where sgn is the sign function. This equation is satisfied when there are equal numbers xn > p
as there are xn < p, which in turn is satisfied when p is the median of xn. This means that the
median intensity at each pixel location in each category best predicts the presynaptic activity
from the input, given an L1 loss (visualised in Figure 2). In practice, our networks will not
directly minimise the L1 loss on all images in each category, as we will be using mini-batch
gradient descent. Furthermore, these predictions assume perfect knowledge of the category,
which is not available to the networks. Nevertheless, we can use these predictions as a theoretical
optimum to benchmark model performance. In the case that there is no category information
at all, the optimal prediction is the median pixel intensities across all images in the training set,
which are shown in Figure 3a.

Onemore thing we like to highlight here is that the pixel intensities in theMNIST images are
by no means uniformly distributed. The pixels in the centre are by far the most active, as shown
by Figure 3a, while at the edges of the visual field there are pixels that always have an intensity
of zero. The latter will become relevant later on (See subsection 4.3). Figure 3b shows the sum
of the pixel intensities of all the images in the training set. As can be seen there are numerous
white pixels at the edges meaning they are never active in any of the training images.
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4

Results
4.1 Prediction
To test the predictive performances of our models on the MNIST sequences, we trained two
versions of the simplified PredNet model, one with LSTM units and one with SRN units in the
representation layer, both with 784 error units and 64 representation units. We also trained
a Bathtub model with 784+64 hidden units, so that all models have the same total amount of
units for fair comparison. The models were trained for 200 epochs of the training set images
with a batch-size of 32. Model weights were optimised using the Adam algorithm with default
parameters (β1 = 0.9, β2 = 0.999) and a learning rate of 1e-445. No extensive hyper-parameter
searchwas performed for the individualmodels as the objectivewas not to seek the best possible
performance. Figure 4 shows the training progress for the models.

If ourmodels are successful in predicting, wewould expect them to anticipate the input stim-
uli and inhibit this activitywith recurrent connections and thereby lowering the network activity.
As we have explored in subsection 3.4 the input stimuli are very stochastic, but nonetheless have
distinct statistical structure. Analytically, we have seen that the value that best predicts the pixel

Figure 4: Training progress for our three predictive coding models. (a) Simplified Pred-
Net model with 64 LSTM units. (b) Simplified PredNet model with 64 regular SRN
units. (c) Bathtub model with 784 + 64 units. (d) Training progress of all three models
compared.
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intensity of an input image with an L1 loss is the median of that pixel in all images within that
digit category. Inhibiting this value at every input unit will thus be the optimal strategy for min-
imising the input activity. This assumes knowledge about the category the image is taken from,
which is of course not available to our models and must be inferred from past input. There are
a number of alternative strategies imaginable that these models might learn to employ instead,
considering that the learning objective is to minimise neural activity. It would be hard to say a
priori what will happen. Firstly, it could be that all the weights will collapse to zero and there
will be no prediction. The remaining network activity will be induced just by the input stimuli,
but there will at least be no additional activity. This would also be the best a network can do if
the input were completely random. Secondly, it could be that the models do not learn to decode
the correct category of the input digit and will learn to inhibit merely the median of all images
in the training set (see Figure 3a).

Figure 5 shows the average loss (i.e. presynaptic activity) in the course of time. We plot this
against three theoretical benchmark models:

• Input shows the mean absolute value of just the input activity. This corresponds to the
scenario where all the weights of a model have collapsed to zero and the only activity is
provoked by the input.

• Median shows the mean absolute value of the input minus the training set median. This
corresponds to the scenario where a model has not learned to decode the correct category
and always predicts the median of the training set.

• Category median shows the mean absolute value of the input minus the median of the
input category in the training set. This corresponds to the theoretically optimal prediction
with perfect knowledge about the category.

If a model is predicting then we expect it to be better than the first two scenarios. The best it can
do is inhibit the median for the correct category every timestep. We see that the activity of the
models is high at the first timestep. This is of course not surprising as the activity of the hidden
state in the models is initialised to 0. As the sequence progresses and more context information
is available the activity of our three models drops and they do significantly better (p < 0.001)
than the ’median’ model after the second image is presented. The network activity drops each
step in the sequence until it stabilises from around the fifth or sixth step onwards. The differ-
ence between our threemodels up to that point differ quite a bit, where the LSTMmodel activity
drops significantly faster than the SRN model activity, which in turn drops significantly faster
than the Bathtub model activity. After that point the activity of the three is close to each other
(p > 0.05), and come close to the theoretical optimum (category median). Note that the input
activity is not the only activity for these networks since there are recurrent connections as well
and whom are necessary to generate the predictions, so there is a discrepancy to be expected.
Onemight have noticed that the initial activity of both the LSTM and SRNmodels is higher than
that of the theoretical models or the Bathtubmodel. This is because their architecture is different
and the representation layer gets activated by the prediction error signal in the same timestep,
while there is no separate prediction layer in the Bathtub model. To conclude, our models per-
form better than the two theoretical scenarios where either nothing about the input statistics is
learned, or a global statistic independent of the input category. We see that the network activity
drops as more information is processed indicating that past input is indeed used to infer some
statistics of future input and the activity comes near to what is the minimal activity with per-
fect knowledge about the input category. These findings are consistent with the premise that
the models use past input to anticipate future input and we can conclude that they are indeed
performing prediction.

11



Figure 5: Mean absolute presynaptic activity of our three models compared to three
theoretical models as the sequence progresses. (input): the input is the only source of
activity, no recurrent feedback or other activity. (cat. median): the recurrent feedback
always inhibits the categorymedian of the training set perfectly. (median): the recurrent
feedback always inhibits the median of all images in the training set. Lines show the
mean over 990 trials (one epoch of the test set). Error bars denote the standard error of
the mean. Asterisks denote the p-value of Welch’s t-test between the means above and
below (∗ → p < 0.05; ∗∗ → p < 0.01; ∗∗∗ → p < 0.001; − → p ≥ 0.05).

4.2 Error units
Nextwewant to testwhether error units emerge. In our simplified PredNetmodel the error units
are not explicitly modelled, but simply integrate the input with the feedback from the recurrent
representation units (see Equation 5). This feedback is neither forced to be exclusively excitatory
nor inhibitory and when untrained is equally distributed between the two (see the left most
histograms in Figure 6). Since input activity is always excitatory and the models are optimised
to minimise activity, the expectation is that the network will learn to counterbalance this activity
with strictly inhibitory feedback signals. This way these units will implicitly calculate the error
between the predicted signal (the inhibitory feedback) and the actual input signal. We use the
same LSTM and SRN models trained for the previous experiment and compare them to two
respective versions with untrained weights and present them a set of input stimuli after which
the feedback signal intensities are recorded. The result is shown Figure 6 and it is clear that
the trained models solely exhibit inhibitory feedback signals. We can therefore conclude that
explicit subtraction is not a necessary component of predictive coding and that inhibition will

12



Figure 6: Histogram of feedback signal intensity before and after training for the simpli-
fied PredNet models with LSTM or SRN units as representation units.

emerge as a result of minimising neural activity in a recurrent network.

4.3 Prediction units
Confident that our models are able to learn to predict and successfully inhibit incoming sensory
input, let us now investigate whether prediction units emerge. For this we trained a Bathtub
model on MNIST sequences of nine digits per sequence, and with no additional hidden units.
Specifically, hidden state vector is the same size as the input vector |h| = |x| = 784 and the
weight matrix,W, is a 784-by-784 matrix. In Figure 3b we showed that there are numerous units
around the edges of the visual field that never receive any input, because the pixel intensities
are always zero. For the network there is no way of distinguishing between these pixels or the
allotted hidden units, so if the network would learn to utilise any of these units as prediction
units it would be impartial to either group. For visualisation of the network state however it
is favourable to keep the hidden state vector the same size as the input vector. Assuming that
the task is sufficiently simple that there will be no shortage in so to say ’free’ (not input-bound)
units, we opt to have them the same size.

In Figure 7 the state of the Bathtub model is visualised during the run of an example se-
quence. showing the input, the feedback from the hidden state and the network activation. Note
that the hidden state is initialised to zero so on the first timestep there is no feedback. There are
several interesting observations to make. First of all we see that the feedback signal (pt, second
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Figure 7: Network state in the course of an example sequence. The top row shows the
input activity, xt, themiddle row shows the feedback activity, pt, and the last row shows
the unit activation ht. Excitatory signals are depicted in red while inhibitory signals are
blue and the darker the colour, the stronger the signal. The images were not used for
training.

row) is predominantly inhibitory (the blue pixels), consistent with the previous experiments.
Secondly we see that the inhibitory feedback patterns resemble the medians of the MNIST cate-
gories (see Figure 2) and that the resemblance gets more pronounced as the sequence progresses
(see also Figure 14), possibly becausewithmore context information the network canmakemore
accurate predictions. Lastly, we see that aside from the inhibitory activity in the centre there is
a sparse pattern of activation near the edges of the images in the region where there is little
to no input activity. We will argue that this is no coincidence and that these units are used as
prediction/representation units.

In Figure 8 we see the difference in the median4 unit activity between the same input cate-
gory shown at timesteps t=25 and t=9. Themedian activity in the centre of the visual field clearly
decreases considerably as more sensory information is processed. This is consistent with error
calculation units as more contextual information gives more certainty, better predictions, lower
prediction error, and thus lower activity. Conversely, we see that for every category there are
one or several units near the edges of the visual field whose activity increases with more sen-
sory information. This is similarly consistent with prediction/representation units, since more
contextual information increases the certainty of the prediction (or internal representation) and
therefore an increase in activity of the corresponding prediction unit(s) is expected.

If themodel had developed separate populations of error units and prediction units, they are
expected to have different activity profiles. Error units calculate the difference between the pre-
dicted input and the actual input, by integrating excitatory signals from the input and inhibitory
signals from prediction units. In the Bathtub model this means that the error units receive exci-
tatory signals from xt and inhibitory signals from pt. Prediction units, on the other hand, hold
the internal representation of the environment and update this based on the prediction errors.
The prediction units are therefore expected to receive signals (excitatory or inhibitory) primarily
from the error units. In the Bathtub model this means that the incoming signals for prediction
units come from the recurrent connections, pt, more than from the input, xt. To test whether this
is the case in our model we record the mean excitatory signals from both xt and pt for each unit
at t = 9. If there are indeed two populations we would expect a clear distinction between units

4The median is used because this is what is approximately optimised for so it better visualises the loss.
5At t=1 there is no recurrent feedback yet. t=2 is the first timestep where this has an effect.
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Figure 8: Median unit activity for different input categories at timesteps ht=2 and ht=9

(first two rows). The bottom row shows the difference in activity between the first two
rows, ht=9 − ht=2, where blue depicts a decrease of activity, red depicts an increase of
activity, and deeper colours depict a greater difference. For each input category approx-
imately 1000 unseen sequences are used (one epoch of the test set).

in their main excitatory source of activation, where error units are input-driven and prediction
units are feedback-driven.

Figure 10a and 10b show that the units that receive excitatory signals from the input and
those that receive excitatory signals from the recurrent connections visibly form two distinct
populations. The input-driven units are concentrated at the centre of the visual field while the
feedback-driven units aremostly near the edges of the visual field. In Figure 10cwe can see again
that input-drive and feedback-drive iswell separated betweenunits. It should be noted that there
is also excitatory feedback received by units in the centre although the signal is considerably less
strong than that from the input. We will discuss this further below.

Figure 9: Feedback-driven units
(black) vs. input-driven units
(white).

To confirm that the feedback-driven units are responsible for
prediction we divide the network units in two sets: the primar-
ily input-driven units, where 〈x+〉 > 〈p+〉, which we will call
the error units, and the primarily feedback-drive units, where
〈p+〉 > 〈x+〉, whichwewill call the prediction units. We then "le-
sion" the prediction units by masking their activity. We then run
the test sequences and record the L1 loss on presynaptic activ-
ity. Figure 11 shows the result compared to the original Bathtub
model and the theoreticalmodels (see subsection 4.1). We can see
that the activity after the first timestep is comparable, but after
that the activity of the lesioned Bathtub model increases slightly
and remains stable throughout the rest of the sequence, whereas
the activity of the un-lesioned model keeps lowering until it sta-
bilises at around t = 6. The activity of the lesioned model is still
slightly lower than that of the theoretical model that predicts the
global median (see Figure 3a), but the difference is not significant
(p > 0.05).

The question that remains is why is the activity in the lesioned model still lower than either
the input or median models.6 Indeed there still seems to be some prediction generated by the
error units. One reason for this is that the prediction units have a delayed response. Remember
that they are activated by recurrent connections and these is initialised to zero. This means that

6See also Figure 15 for a visualisation of the feedback in the lesioned model
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Figure 10: Comparison of mean excitatory signals from input (〈x+〉) and recurrent feed-
back (〈p+〉). (a) mean excitatory signals from recurrent connections for each unit in the
visual field. (b)mean excitatory signals from input connections for each unit in the visual
field. (c) Excitatory signals from input plotted against that from recurrent connections
shows a clear distinction between input-driven and feedback-driven units.

the prediction units can be activated at the second timestep and consequently can only exert
any effect on the third timestep. This stands in contrast with the PredNet based models, where
the separate prediction units are activated right on the first timestep and can already affect the
input units on the second timestep. In order for the Bathtub model to lower unit activity on
the second timestep, it will have to use the centre error units. The error units thus also perform
some prediction as well. The prediction units will have to take into account the activity that is
generated by the error units, which could explain the slight excitatory recurrent activity at the
error units (see Figure 10) by the prediction units compensating for over-inhibition caused by
the less accurate predictions of the error units.7 Despite that the network was free to use all of
its units in any way it seemed fit, there still emerged a clear separation between populations that
perform prediction and those that calculate the error.

7See also Figure 12 and 13 for visualisations of the recurrent feedback per unit.
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Figure 11: Mean absolute presynaptic activity of the regular and lesioned Bathtub mod-
els as the sequence progresses. Three theoretical models are shown for reference. (in-
put): the input is the only source of activity, no recurrent feedback or other activity. (cat.
median): the recurrent feedback always inhibits the category median of the training set
perfectly. (median): the recurrent feedback always inhibits the median of all images in
the training set. Lines show the mean over 990 trials (one epoch of the test set). Error
bars denote the standard error of themean. Asterisks denote the p-value ofWelch’s t-test
between the means above and below (∗ → p < 0.05; ∗∗ → p < 0.01; ∗∗∗ → p < 0.001;
− → p ≥ 0.05)
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5

Discussion
We found that recurrent networks that optimise for energy efficiency andwithminimal architec-
tural constraints can learn to predict future sensory stimuli and that the population of neurons
will naturally divide into distinct groups that perform either error calculations or prediction,
two important features of predictive coding. This substantiates the premise that predictive cod-
ing, if employed by the brain, is an emergent phenomenon and does not require hard-wired
circuitry.

Prediction error calculation and prediction generation are arguably the most essential parts
of predictive coding. What we did not address in this work but is also often included in predic-
tive coding theories is hierarchical processing8,11. The cortex can be organised into a hierarchy,
where areas that are higher up in the hierarchy extract more abstract features than the areas that
are closer to the sensory input and thus lower in the hierarchy. In the view of predictive cod-
ing, higher areas predict the neural activity of lower areas and project their predictions down,
whereas the lower areas send up the error of these predictions. We show that hierarchical pro-
cessing is not a necessity for predictive coding and that it can work with lateral connections.
This is in line with work by Zhu and Rozell46 who show that a shallow and recurrent sparse
coding network can account for similar extra-classical receptive field effects in the V1 visual
cortex that the hierarchical predictive coding model by Rao and Ballard11 was used to explain.
However, this is not to say that predictive coding could not also be done in a hierarchical fash-
ion. Future work could adapt our recurrent efficient coding model for hierarchical processing
and test whether bottom-up prediction error and top-down predictions emerge in such a set-
ting. Another possibility is to choose a stimuli set with sufficiently complex statistics for which
hierarchical processing is beneficial and test whether a hierarchical predictive coding network
emerges. It might be necessary to adapt our models for convolutional processing, so that there
is a natural increase in receptive field over time and/or through the hierarchy.

Another point to be made is that although the MNIST sequences have desirable properties
for this work, such as simple statistics and interpretability, it is not a very realistic dataset for
visual processing. To gain a better understanding of the biological plausibility of our model we
suggest to test it on natural videos as well. Furthermore, we have seen that the input stimuli are
highly stochastic. Our models learn to approximately inhibit the median of each digit category,
and while this is the best it can do it will as good as never match the actual input image (just see
Figure 7). This means that the error unit activity will never be inhibited completely and there
will always be some prediction error signal. In the Bathtubmodel, thismeans that the error units
could take up part of the role of prediction and that the prediction units will have to account
for the activity generated by error units. If the error units would often be completely inhibited,
perhaps there would be less prediction done by them. Future research could investigate what
the influence is of the predictability of the input signal on the distribution of prediction and error
units and their activity profiles.

From a broader perspective what this work shows is that simple ingredients can give rise to
complex behaviour, if chosen carefully. It can help direct our search for the fundamental compo-
nents in cortical circuitry, and how processes in the implementational level (energy efficiency)
are linked to computations in the algorithmic level (predictive coding).
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Appendix

A

Additional Figures

Figure 12: Mean recurrent feedback per unit at t = 2 visualised as 28x28 squares repre-
senting each unit at their position in the visual field. Each square contains 28x28 pixels
showing the mean recurrent feedback of that unit on the next timestep. The sparse set
of active units around the edges (i.e. prediction units) show recognisable patterns of
inhibition resembling different digits, while this effect is less pronounced in the centre
units.
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Figure 13: Mean recurrent feedback per unit at t = 9 visualised as 28x28 squares repre-
senting each unit at their position in the visual field. Each square contains 28x28 pixels
showing the mean recurrent feedback of that unit on the next timestep. The difference
between centre and edge (i.e. error andprediction) is evenmore pronounced after longer
sequences.
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Figure 14: Recurrent feedback (pt) in the bathtub model for different input categories
at different points in time. Each row shows the recurrent feedback at the step with a
specific input category will be expected. Each column shows the recurrent feedback
after a different amount of preceding images in the sequence. The inhibitory effect (i.e.
predictions) get more pronounced as sequences progress.
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Figure 15: Recurrent feedback (pt) in the lesioned Bathtub model for different input cat-
egories at different points in time. Each row shows the recurrent feedback at the step
with a specific input category will be expected. Each column shows the recurrent feed-
back after a different amount of preceding images in the sequence. The inhibitory effect
with lesioned prediction units is weak and remains constant throughout the sequence.
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Figure 16: Median unit activity in the lesioned Bathtub model for different input cate-
gories at timesteps ht=2 and ht=9 (first two rows). The bottom row shows the difference
in activity between the first two rows, ht=9 − ht=2, where blue depicts a decrease of ac-
tivity, red depicts an increase of activity, and deeper colours depict a greater difference.
For each input category approximately 1000 unseen sequences are used (one epoch of
the test set). Lesioning the prediction units shows considerably less inhibition than in
the regular Bathtub and the effect even diminishes over time.
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