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Abstract

The pupil responds reflexively to changes in brightness and focal distance to maintain the smallest

pupil (and thus the highest visual acuity) that still allows sufficient light to reach the retina. The pupil

also responds to a wide variety of cognitive processes, but the functions of these cognitive

responses are still poorly understood. Here I propose that cognitive pupil responses, like their

reflexive counterparts, serve to optimize vision. Specifically, an emphasis on central vision over

peripheral vision results in pupil constriction, which matches the fact that central vision benefits most

from increased visual acuity. Furthermore, an intention to act with bright stimuli results in preparatory

pupil constriction, which allows the pupil to respond quickly when that bright stimulus is subsequently

brought into view. More generally, cognitively driven pupil responses are likely a form of sensory

tuning: a subtle adjustment of the eyes to optimize their properties for the current situation and the

immediate future.
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1. Introduction

Vision scientists traditionally distinguish perception from sensation. Perception refers to the brain’s

interpretation of sensory input, and as such would be affected by cognitive factors such as prediction,

attention, and reward. In contrast, sensation refers to how (photo)receptors respond to sensory

input, and as such would be unaffected by cognition. But how independent is visual sensation from

cognition, really?

The key tenet of this review is that we actively tune our senses, and specifically our eyes, to optimize

their properties for the current situation and the immediate future. Saccadic eye movements are a

familiar example of this: We shift our gaze to bring relevant information into central vision (Kowler,

2011). This allows us to sense relevant information with the central part of the retina, which contains

a dense network of cone photoreceptors that provides high-acuity vision (Curcio, Sloan, Packer,

Hendrickson, & Kalina, 1987).

But the muscles of the eye allow for many more movements than only those that shift gaze in space.

For example, the curvature of the lens can increase (accomodation) to shift the point of focus from

far to near (Brown, 1973). And the eyes can rotate clockwise or counterclockwise (when viewed from

the front); such torsional eye movements may serve little purpose in humans or other animals with

frontally placed eyes, but they stabilize gaze in animals with lateral eyes (Banks, Sprague, Schmoll,

Parnell, & Love, 2015). In total, the eye is controlled by fourteen muscles: six that rotate the eye, five

that control the eye lid, one that controls lens accomodation, and two that control pupil size; together,

these muscles provide the eye with an incredible freedom of movement and shape.

In this review, I will focus on pupil responses, which profoundly affect how visual information falls

onto the retina. I will start by introducing the three main factors that cause the pupil to constrict

(become smaller) or dilate (become bigger): light, focal distance, and arousal (Section 2). I will then

describe how pupil size is related to visual cognition, with a focus on visual attention, working

memory, and mental imagery (Section 3) and also to eye movements (Section 4). Next, I will

describe how pupil responses affect the way that light falls onto the retina, which in turn affects the

way that visual input is processed by visual brain areas, which in turn affects affects visually guided

behavior and subjective visual experience (Section 5). Finally, I will outline a general theory of

sensory tuning based on the findings reviewed in this article; this theory will focus on vision and pupil

size, but I will end by proposing that sensory tuning is a general principle of sensation and

perception.

2. Pupil responses

There are three broad classes of pupil responses. These differ primarily in the stimulus that triggers
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the response, but they are also controlled by partly distinct neural pathways (see Mathôt, 2018 for a

detailed discussion).

The pupil light response

When you walk from a shady office into the bright outdoors, your pupils rapidly constrict; this is the

pupil light response (PLR), a large response that can change the pupil from its maximum (±8 mm in

humans) to its minimum size (±2 mm in humans), thus changing the amount of light that enters the

eye by a factor of about 16. Following exposure to light, the pupil starts to constrict with a latency of

200 - 250 ms (Ellis, 1981), reaching its minimum size after about 1,000 - 2,000 ms (the exact

latencies depend mostly on the strength of the stimulus). This initial constriction is ballistic in the

sense that it occurs even in response to very brief flashes of light, in which case the pupil starts to

constrict only after the light has already been extinguished. The initial constriction is driven largely by

rods and cones, the same photoreceptors that also mediate regular (image-forming) vision;

consequently, the initial constriction has many of the same properties as regular vision, including a

fast response profile that is dominated by input from central vision (Crawford, 1936; Hong,

Narkiewicz, & Kardon, 2001).

Rods and cones respond vigorously to changes in brightness, but quickly adapt when brightness

remains constant (Nakatani & Yau, 1988). Therefore, if the PLR were only driven by rods and cones,

increases in brightness would cause a transient pupil constriction, but this constriction would not be

maintained. The fact that pupils can stay constricted indefinitely is due to a different class of

photoreceptors: intrinsically photosensitive retinal ganglion cells (ipRGCs) (reviewed in Do, 2019).

Like regular retinal ganglion cells, ipRGCs receive input from rods and cones. But in addition they

are also photosensitive themselves, through a photopigment called melanopsin. The melanopsin

response is slow, with a latency of up to 10 seconds, does not show adaptation, and has a peak

sensitivity to bluish light, somewhat in between the peak sensitivities of rods and S (blue) cones

(Markwell, Feigl, & Zele, 2010). This melanopsin response is what keeps your pupils constricted

throughout the day.

The PLR relies on a subcortical, parasympathetic pathway that carries luminance information from

photoreceptors in the retina, via the Pretectal Olivary Nucleus (PON) and the Edinger-Westphal

Nucleus (EWN), and back towards the eye, where contraction of the iris sphincter muscle results in

pupil constriction (Kardon, 2005; McDougal & Gamlin, 2008). The cognitive influences on the PLR

that I will discuss in Sections 3 and 4 likely reflect a modulation of this subcortical pathway by

cortical brain areas; however, the exact mechanisms behind this modulation are still unclear.

The pupil near response

When you shift focus from an object that is far away towards an object that is nearby, three different
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eye movements occur in concert: vergence, an inward rotation of the eyes that brings the nearby

object in central vision for both eyes; accomodation, an increase in lens curvature that brings the

nearby object into focus; and the pupil near response (PNR), a pronounced pupil constriction (Mays

& Gamlin, 1995; McDougal & Gamlin, 2008). Together with brightness, focal distance is the main

determinant of pupil size.

The neural pathway that drives the PNR is less well-understood than that of the PLR. Possibly,

cortical areas, including the frontal eye fields in the macaque brain or its homologue in the human

brain, project to the EWN. From there, the pathway would be identical to that of the PLR (McDougal

& Gamlin, 2008).

The psychosensory pupil response

There are many psychological processes that are accompanied by pupil dilation: arousal, emotion

(positive and negative), mental effort, working-memory load, motor preparation, and many more

(reviewed in Beatty, 1982; Beatty & Lucero-Wagoner, 2000; Goldwater, 1972; Laeng & Alnaes,

2019; Loewenfeld, 1958). These processes are varied, yet all have in common that they are

characterized by a general increase in cognitive activity, which has been dubbed the ‘intensity

dimension of thought’ (cf. Just & Carpenter, 1993), and that they are all accompanied by a slight

dilation of the pupil. I refer to this phenomenon as the psychosensory pupil response (PPR). Other

authors have used different terms, such as reflex dilation, effort-related dilation, and arousal-related

dilation; all of these refer to the same phenomenon.

Several authors have argued that the PPR is a non-functional epiphenomenon, and that its interest

for psychologists lies solely in the fact that it can be used as a reporter variable for various cognitive

processes (e.g. Beatty & Lucero-Wagoner, 2000) . However, as I will discuss in Section 6, I think it is

more fruitful to view the PPR as a subtle form of sensory tuning that adapts vision to the needs of

the situation.

The PPR relies on a subcortical, sympathetic pathway that projects from several brain areas that

reflect arousal (notably the hypothalamus, locus coeruleus [LC], and the superior colliculus [SC]) to

the eye, where contraction of the iris dilator muscle triggers pupil dilation (Kardon, 2005; McDougal &

Gamlin, 2008).

3. Pupil responses and visual cognition

The way in which visual input is processed depends on many cognitive factors, including visual

attention, visual working memory, and visual mental imagery. This is the domain of visual cognition

(Cavanagh, 2011). The fact that many of these same cognitive factors also affect pupil size highlights

that pupil responses are an integral part of visual cognition.

3. Pupil responses and visual cognition
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Covert attention towards the periphery (attentional breadth)

The term “attentional breadth” refers to how diffusely attention is spread across the visual field. A

broad attentional focus encompasses much of the visual periphery, and contrasts with a narrow

focus of attention on central vision. (This terminology implicitly characterizes attention as a zoomlight

that changes size while remaining centered on central vision, rather than as a spotlight that moves

around in space. This is a simplified characterization, but useful for the present purpose.)

Central and peripheral vision differ in many ways. These differences already start at the level of the

retina (Curcio et al., 1987). Specifically, the distribution of cones is much denser in the fovea than in

the retinal periphery; this is especially the case for red- and green-sensitive cones, but to some

extent also for blue-sensitive cones. In contrast, rods are distributed more uniformly across the

retina, with a peak density in the dorsal retina, which corresponds to the lower visual field. Given the

many differences between central and peripheral vision, and assuming that pupil size adapts to the

demands of the situation, the question arises whether pupil size varies as a function of whether

attention is narrowly focused on central vision, or rather is diffusely spread across peripheral vision;

that is, does attentional breadth affect pupil size?

To address this question, Daniels, Nichols, Seifert, & Hock (2012) presented an array of stimuli to

participants. Some of these stimuli were near (but just outside of) central vision, while other stimuli

were placed further into peripheral vision. Participants were instructed to shift their focus of attention

between the central and the peripheral stimuli, as indicated by rhythmic changes in color of a central

fixation dot. Crucially, Daniels et al. (2012) found that these rhythmic changes in attentional breadth

also induced rhythmic changes in pupil size, suggesting that pupil size is affected by attentional

breadth (see also Brocher, Harbecke, Graf, Memmert, & Hüttermann, 2018; Mathôt & Ivanov, 2019) .

More recently, we conducted an experiment designed to address some of the limitations of previous

work (Ivanov, Lazovic, & Mathôt, 2019) . Specifically, we directly measured pupil-size changes in

response to shifts of attention, rather than conducting a time-frequency analysis as done by Daniels

et al. (2012). In addition, we kept the task (unlike Mathôt & Ivanov, 2019), and difficulty and visual

stimulation (unlike Brocher et al., 2018) constant across all conditions. Participants saw patches of

tilted lines (gabor patches), three on each side of fixation, at various eccentricities (Figure 1a).

Participants indicated the orientation of two targets, which were tilted gabor patches, one on each

side of fixation. A pre-cue indicated whether the targets would be presented at the near, medium, or

far eccentricity. Crucially, we found that pupil size increased with increasing eccentricity of the

attended location (Figure 1b).
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Figure 1. Schematic paradigm and results Ivanov, Lazovic, & Mathôt (2019). a) Participants discriminated a

pre-cued target stimulus that could be presented at different eccentricities (near, medium, far). b) Pupil size

after target presentation increased with increasing target eccentricity.

In summary, the studies by Daniels et al. (2012), Brocher et al. (2018), and our own (Ivanov et al.,

2019; Mathôt & Ivanov, 2019) suggest that the size of the pupil flexibly adapts to attentional breadth;

specifically, the pupil is larger when attention is diffusely spread across a large part of the visual field,

as compared to when attention is narrowly and centrally focused.

Attention to, working memory of, and imagery of bright or dark stimuli

The pupil light response (PLR; see Section 2) was traditionally considered a low-level reflex to light,

and not as something that is susceptible to cognitive influences. The PLR is indeed reflexive in the

sense that it is a stereotyped response that is automatically triggered by light: If someone shines a

light in your eye (and assuming that you are neurologically intact), your pupils will always constrict

and never dilate, and this constriction will always have the same stereotyped profile as described in

Section 2. However, cognitive factors can increase or decrease the strength of the PLR, and even

induce a (weak) PLR-like response in the absence of direct visual stimulation.

In one experiment, we tested whether reflexive shifts of attention towards bright or dark objects

affect pupil size (Mathôt, Dalmaijer, Grainger, & Van der Stigchel, 2014; see also Binda,

Pereverzeva, & Murray, 2013; Mathôt, van der Linden, Grainger, & Vitu, 2013; Naber, Alvarez, &

Nakayama, 2013; Unsworth & Robison, 2017). Participants fixated in the center of a display that was

horizontally divided into a bright and a dark half. Two patches of lines were presented, one on the

bright side of the screen, and one on the dark side. Next, one of these patches seemed to move for

50 ms (through a continuous phase change that induces a motion signal), which captures attention

reflexively. Crucially, we found that when attention was captured towards the bright side of the

screen, the pupil was smaller than when attention was captured towards the dark side. That is, even
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when visual input and eye position are controlled, covert spatial attention towards brightness or

darkness affects pupil size.

In the study described above, attention was directed to a bright or dark location in space. However,

even when bright and dark stimuli overlap in space, selectively attending to either stimulus affects the

size of the pupil (i.e. feature-based, as opposed to spatial, attention). In a recent study, Turi, Burr, &

Binda (2018) presented two superimposed fields of random dots moving in opposite directions

(Figure 2a). One field consisted of bright dots; the other field consisted of dark dots (see also Binda

et al., 2014). Perceptually, this type of stimulus gives the impression of a rotating cylinder, where the

direction of rotation depends on which field is attended, and thus perceived as being in front. Based

on the direction of rotation that participants reported, the authors could therefore determine whether

participants were attending to the bright or the dark field. The authors found that feature-based

attention towards brightness or darkness affects pupil size, in line with similar studies on spatial

attention (Figure 2b). Strikingly, the authors also found strong-but-systematic individual differences in

the strength of this effect; specifically, pupil size was affected most strongly in participants who

scored high on autistic traits (Figure 2c), presumably because these participants tend to focus more

strongly on details (in this case the front surface of the cylinder) rather than on the whole. This finding

illustrates that pupil size reflects not only basic perceptual processes, but also individual differences

in visual cognition.

Figure 2. Schematic paradigm and results for Turi, Burr, and Binda (2018). a) Participants viewed two

superimposed fields of dots, one black and one white, moving in opposite directions. Subjectively, either the

black (blue line) or white (red line) field is perceived as being in front, and perception frequently switches

between the two. b) When the black field is perceived as being in front, the pupil is larger than when the

white field is perceived as being in front. c) The pupil-size difference (black - white) is larger for participants

who score high on autistic traits. [Figure adapted from: Turi et al. (2018). License: CC-by.]

In the studies described above, bright or dark stimuli were always visible to the participant; therefore,

changes in pupil size resulted from an interaction between visual input and cognitive processes. But

3. Pupil responses and visual cognition

8 of 27



are cognitive processes by themselves sufficient to elicit a PLR, even in the absence of visual

stimuli? Several recent studies have shown that this is indeed possible. In a series of experiments,

we asked participants to maintain both a dark and a bright stimulus in visual working memory (Husta,

Dalmaijer, Belopolsky, & Mathot, 2019; see also Zokaei, Board, Manohar, & Nobre, 2019) . After the

stimuli had been removed, a retro-cue indicated which of the two stimuli would be probed later.

Crucially, we found that when the dark stimulus was cued, pupil size was larger than when the bright

stimulus was cued. This shows that, even when there is no direct visual stimulation, a mental

representation of brightness or darkness is sufficient to (slightly) change the size of the pupil. Other

studies, which used mental imagery (Laeng & Sulutvedt, 2014) or word comprehension (Mathôt,

Grainger, & Strijkers, 2017) to elicit a mental representation of brightness or darkness, have found

similar results.

In summary, the PLR is a reflex that is modulated by visual cognition. That is, a flash light of light

always triggers a reflexive pupil constriction, but the strength of this constriction is modulated by

visual cognition. A small PLR-like response can even be elicited by a mental representation of

brightness or darkness in the absence of visual stimulation.

Mental imagery of stimuli that are nearby or far away

So far, most studies that have looked at interactions between visual cognition and pupil size have

focused on the PLR. However, there is some evidence that the pupil near response (PNR) is affected

by some of the same cognitive factors that also affect the PLR. The most compelling evidence so far

comes from a study by Sulutvedt, Mannix, & Laeng (2018), in which participants were first shown an

object, which was subsequently removed from the display. Next, participants were asked to imagine

the object placed either nearby or far away. Crucially, the authors found that the pupils were smaller

when participants imagined nearby objects than when they imagined objects that were far away,

suggesting that mental imagery can trigger a weak PNR, similar to what has been found for the PLR

(Laeng & Sulutvedt, 2014). Future studies will need to replicate and extend this initial finding to

establish more firmly whether the PNR is indeed susceptible to cognitive influences.

4. Pupil responses and spatial eye movements

Spatial eye movements shift gaze from one location to another; such eye movements contrast with

non-spatial eye movements, such as accomodation, pupil responses, and torsional eye movements,

which change the properties of the eye in different ways. The two most-studied types of spatial eye

movements are saccadic eye movements, which shift gaze between objects, and smooth pursuit eye

movements, which track moving objects (Kowler, 2011). There are strong connections between pupil

responses and spatial eye movements, both in terms of overlapping neural pathways (Wang &

Munoz, 2015) and in the sense that eye movements are often accompanied by changes in pupil size.

4. Pupil responses and spatial eye movements
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Pupil constriction after blinks and saccadic eye movements

Saccadic eye movements are followed by a pronounced pupil constriction that resembles the

response to a brief flash of light: the pupils start to constrict with a latency of about 200 - 250 ms

after the eye movement, and it takes about three seconds before they have regained their original

size (Knapen et al., 2016; Mathôt et al., 2015a; Zuber, Stark, & Lorber, 1966) . Eye blinks trigger a

very similar pupil response (Knapen et al., 2016).

It is not entirely clear what triggers these pupil responses to blinks and saccadic eye movements.

Motor activity, which causes pupil dilation (Einhäuser, Koch, & Carter, 2010) , likely plays some role.

But the main driving force may be visual change, which causes a transient pupil constriction, even

without changes in overall luminance (Sahraie & Barbur, 1997; Slooter & van Norren, 1980; Ukai,

1985; Van de Kraats, Smit, & Slooter, 1977) . For example, when you look at a checkerboard that

inverses polarity (all white tiles become black and vice versa), the pupils briefly constrict (Slooter &

van Norren, 1980).

Eye movements are accompanied by large shifts of visual input across the retina; and blinks are

accompanied by a brief-but-severe blanking of visual input. The hypothesis that these visual

changes are what trigger pupil constriction after blinks and eye movements is supported by the

finding that, when additional visual change is introduced during an eye movement (in the form of an

intrasaccadic percept), the subsequent pupil constriction also becomes more pronounced (Mathôt et

al., 2015a).

Preparation of saccadic eye movements towards bright or dark stimuli

As discussed in Section 2, when a light is switched on, the pupils constrict with a latency of 200 - 250

ms (Ellis, 1981). However, in this situation you are a passive receiver of brightness changes, and

this is far from typical of daily life. More commonly, you actively control brightness changes by

making eye movements towards bright or dark objects, in which case the visual system can

anticipate the changes in luminance before they occur, effectively reducing the latency of the PLR.

To test whether preparation plays a role in the PLR, we performed a simple experiment in which

participants initially fixated at the center of a display that was bright on one side, and dark on the

other (Mathôt et al., 2015b). Next, a cue instructed participants to make an eye movement either

towards the left or towards the right. In one condition of the experiment, the display flipped as soon

as the eyes set in motion; that is, the side of the display that was initially dark became bright, and

vice versa. This allowed us to dissociate the preparatory component of the PLR (driven by the pre-

saccadic brightness) from its reactive component (driven by the post-saccadic brightness). Crucially,

we found that the pupil started to respond to the pre-saccadic brightness almost immediately when

4. Pupil responses and spatial eye movements

10 of 27



the eyes set in motion; this preparatory response then gradually dissipated, until after 450 ms the

pupils mostly responded to the post-saccadic brightness. This finding suggests that the PLR is not a

passive response, but rather is prepared along with (or rather, as part of) saccadic eye movements

(see also Ebitz, Pearson, & Platt, 2014).

Exploration, exploitation, and object-based attention

The adaptive-gain theory (AGT) is an influential framework that links behavior to pupil size and

activity in the Locus Coeruleus (LC), a brain-stem area (Aston-Jones & Cohen, 2005). Specifically,

exploration refers to a mode of behavior that is characterized by distractibility and frequent switching

between tasks. Exploration would be accompanied by elevated tonic (sustained) firing of the LC, but

reduced phasic (event-related) firing; analogously, exploration would be accompanied by large pupils

that are not very reactive to stimuli (i.e. pupil responses would reflect LC firing rates). In contrast,

exploitation refers to a mode of behavior that is characterized by focus on a single task. Exploitation

would be accompanied by reduced tonic and increased phasic firing of the LC, and analogously by

medium-to-small pupils that are highly reactive to stimuli. Simply put, the AGT posits that the LC is a

neural control center for behavior, and that pupil size is useful as a marker of LC activity. This theory

provides a useful framework, although the link between LC activity and pupil size is likely much more

complex than this simplified view suggests (Joshi & Gold, 2019).

Most studies on exploration and exploitation have used game-like tasks, such as the Wisconsin Card

Sorting Test (Pajkossy, Szőllősi, Demeter, & Racsmány, 2017)  or a modified version of the Iowa

Gambling task (Jepma & Nieuwenhuis, 2011) . In these tasks, modes of behavior are inferred from

how participants play the game; for example, switching from one deck of cards to another would be

indicative of exploration, whereas sticking to the same deck would be indicative of exploitation.

However, the terms exploration and exploitation are also directly applicable to eye movements. In

this context, exploitation would refer to within-object eye movements that inspect different parts of a

person, object, or text; for example, an eye movement from ‘this word’ to ‘this word’ would reflect

exploitation. In contrast, exploration would refer to between-object eye movements that carry gaze

from one object to another; for example, an eye movement that shifts gaze away from this text to

check for notifications on your smartphone would reflect exploration.

We recently conducted an experiment to test whether the predictions of the AGT hold up in the

context of eye movements in a visual-search task (Mathôt & Regnath, 2019). In our study,

participants searched for a target letter among a large number (143) of distractor letters. The search

display was divided into four randomly generated regions that were defined by color (Figure 3a).

These regions were irrelevant to the search-task, but we nevertheless predicted that participants

would be sensitive to the boundaries between these regions.

4. Pupil responses and spatial eye movements
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Figure 3. Schematic paradigm and results for Mathôt & Regnath (2019). a) Participants searched for a target

letter in a complex display that was randomly divided into four regions. Participants tended to first make

‘exploitation’ eye movements within a region (pink arrows) before making ‘exploration’ eye movements from

one region to another (green arrows). b) The pupil was slightly larger before making exploration eye

movements (green line) compared to exploitation eye movements (pink line).

We found that participants tended to search within regions for longer than would be expected by

chance; that is, participants first made exploitation-like eye movements within regions, before making

exploration-like eye movements that carried gaze from one region to another. Crucially, we also

found that these exploration-like eye movements were preceded by a slight pupil dilation (Figure 3b).

Although these findings are correlational (we did not manipulate whether participants made within- or

between-region eye movements), and should be replicated, this pattern of results is consistent with

the AGT.

5. Effects of pupil size on visual processing

Most of the research reviewed so far has looked at pupil size as a function of visual input, cognitive

factors, or a combination of both. However, the relationship between pupil size and visual input is

bidirectional: pupil size also affects how visual input is processed.

Effects of pupil size on detection and discrimination performance

When considering the effect of pupil size on performance on visual tasks, it is useful to distinguish

discrimination tasks from detection tasks. In a discrimination task, the goal is to identify a stimulus; a
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prototypical example of a discrimination task is reading. In a detection task, the goal is to detect the

presence of a faint stimulus without indicating its identity; a prototypical example of a detection task

is driving through a thick fog, in which case the driver needs to respond to any kind of stimulus that

might suddenly emerge from the fog.

Small pupils are generally advantageous for discrimination tasks (Campbell & Gregory, 1960; Mathôt

& Ivanov, 2019; Woodhouse, 1975). This is because the eye’s lens suffers from imperfections that

distort the image in various ways, for example by blurring the image and by having a slightly different

focal distance for different wavelengths of light (Liang & Williams, 1997). These optical distortions

become less severe with decreasing pupil size, and this leads to measurable improvements in

discrimination performance. For example, human-factors research has shown that it is easier to

discriminate letters when they are presented against a bright background (Buchner, Mayr, & Brandt,

2009; Dobres, Chahine, & Reimer, 2017; Piepenbrock et al., 2014a); this so-called positive-polarity

advantage is likely due in large part to the fact that a bright background induces small pupils

(Piepenbrock et al., 2014b).

Large pupils are generally advantageous for detection tasks, especially when the goal is to detect

faint stimuli that are at the threshold of detectability. This is because large pupils allow more light into

the eye, thus increasing the signal; that is, large pupils make it easier to distinguish something from

nothing. Although surprisingly few studies have directly investigated this large-pupil advantage for

detection, we recently found that it is easier to detect a faint stimulus presented at an unpredictable

location when pupils are large, as compared to when they are small, at least when pupil size is

manipulated through the brightness of the visual periphery (Mathôt & Ivanov, 2019).

The simple narrative in which large pupils benefit detection, whereas small pupils benefit

discrimination, becomes more complex when considering additional factors. For example, the fact

that large pupils increase the amount of light that enters the eye means that large pupils also

increase the amount of retinal light scatter (Lombardo & Lombardo, 2010). Retinal light scatter

creates a diffuse (unfocused) veil of light across the retina, which could hinder the detection of faint

stimuli. In other words, in situations where retinal light scatter is a prominent factor (for example

because there is a bright source of light somewhere, resulting in so-called discomfort glare),

detection of faint stimuli might actually benefit from small, rather than large, pupils. Additional

complicating factors are dark adaptation, which affects the relative extent to which vision is based on

input from rods or cones, and (related) whether stimuli are presented in peripheral or central vision

(see Kalloniatis & Luu, 1995 for a review of optical factors) .

In summary, small pupils improve visual acuity, and are therefore generally advantageous for

discrimination tasks. In contrast, large pupils improve visual sensitivity, and are therefore generally

advantageous for detection tasks. However, the effect of pupil size on visual performance depends
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on many complex interactions between the size of the pupil, the observer’s goals, the state of retina,

and the environment, thus allowing for many exceptions to this general rule.

Effects of pupil size on brightness perception

When the pupil dilates, more light enters the eye. Then why do you not perceive a brightening of the

world whenever your pupils dilate? The primary reason is that subjective brightness perception relies

strongly on indirect clues, such as context (is an object in the shadows?) and world knowledge

(refrigerators tend to be white). But what if these clues are not available? Does pupil size then affect

subjective brightness perception, and, if so, how?

We recently conducted a series of experiments to test this (Wardhani, Boehler, & Mathôt, 2019) . In

one of these experiments, participants were first instructed to remember the brightness of a

reference stimulus. Next, we presented a task-irrelevant blue or red stimulus for 10 s; the shades of

blue and red were equiluminant (as determined with a separate procedure before the experiment),

but a prolonged blue inducer, as compared to a red inducer, strongly activates the ipRGCs (see

Section 2), resulting in a slight sustained pupil constriction (Do, 2019). Finally, we presented a tester

stimulus, and participants indicated whether the tester was brighter or darker than the referent.

Finally, we determined how bright the tester needed to be in order to be perceived as equally bright

as the referent, as a function of whether the pupil was small (blue inducer) or large (red inducer).

Crucially, we found that the brightness of the tester was underestimated when the pupil was large, as

compared to small. In other words, even though more light enters the eye when the pupil dilates,

stimuli are perceived as less bright.

One interpretation of this result is that subjective brightness perception takes into account information

about pupil size, either through proprioception (information about bodily states) or a corollary

discharge (a copy of the motor commands that control pupil size, sometimes also called an efference

copy) (reviewed in Sommer & Wurtz, 2008). The notion that visual input is combined with

proprioception or an efference copy is commonly used to explain visual stability across eye

movements (see Wurtz, 2008; Mathôt & Theeuwes, 2011); that is, eye movements dramatically

change how the world is projected onto the retina, yet these retinal changes are not perceived as

movement out there, presumably in part because the visual system relies on prioprioception and a

corollary discharge to distinguish self-generated movement from movement in the world. Possibly, a

similar mechanism allows us to distinguish self-generated changes in retinal illumination from

changes in brightness in the world; specifically, an increase in retinal illumination would be

discounted when accompanied by pupil dilation. Our finding that stimuli are subjectively perceived as

less bright with increasing pupil size could indicate an overcompensation for the increased retinal

illumination that accompanies pupil dilation.
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In summary, our initial studies on the relationship between subjective brightness perception and pupil

size suggest that larger pupils may lead to an underestimation of brightness. However, this result

should be replicated and verified with different methods to manipulate pupil size.

Effects of pupil size on visuocortical processing

Changes in pupil size dramatically affect how light enters the eye, and therefore should, in some

way, affect how the brain processes this information. However, exactly how pupil size affects

visuocortical processing is not entirely clear.

Several studies have looked at correlations between pupil size and activity in visual cortex using

functional magnetic resonance imaging (fMRI; e.g. DiNuzzo et al., 2019; Murphy, O’Connell,

O’Sullivan, Robertson, & Balsters, 2014). Strikingly, these studies found that larger pupils are

associated with decreased activity in visual cortex. For example, we recently looked at the

correlation between pupil size and cortical activity while participants were watching a movie in an

fMRI scanner (Mathôt & Hanke, 2019). We found that activity in visual cortex correlated negatively

with pupil size. Importantly, this negative correlation appeared not to be driven by luminance, but

rather by the amount of visual change in the video. That is, bright scenes lead to smaller pupils than

dark scenes, but do not lead to increased visuocortical activity, presumably because the brightness

of visual input is normalized at a very early level of processing (Carandini & Heeger, 2012) ;

however, scenes with lots of movement (or other kinds of visual change) lead to both smaller pupils

and increased visuocortical activity. A tentative interpretation of this finding is that the strong

negative correlation between pupil size and visuocortical activity does not reflect a causal link, but

rather is mediated by third factors, notably the amount of change in visual input.

Thigpen, Bradley, & Keil (2018) looked at the link between pupil size and cortical activity using a

different method. They recorded pupil size and electroencephalography (EEG) while participants

viewed flickering stimuli, which results in rhythmic neural activity, or steady-state Visual Evoked

Potentials (ssVEPs). The power of ssVEPs is a general measure of the strength of neural

processing; for example, attended stimuli elicit stronger ssVEPs than unattended stimuli (Morgan,

Hansen, & Hillyard, 1996). Thigpen et al. (2018) found that natural fluctuations in pupil size did not

correlate with ssVEP strength, consistent with the idea that changes in retinal illumination are

normalized and therefore do not affect cortical processing.

The only study so far to have looked at how pupil size causally affects cortical processing is by

Bombeke, Duthoo, Mueller, Hopf, & Boehler (2016), who also used EEG. In one of their experiments,

pupil size was manipulated by having participants covertly attend to a bright or a dark stimulus in the

periphery, while maintaining central fixation (cf. Binda et al., 2013; Mathôt et al., 2013) . Next, a task-

irrelevant stimulus was briefly presented either in the upper or the lower visual field. The authors then
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looked at the C1, an event-related-potential (ERP) component that is believed to reflect the very

earliest stage of visual processing. Crucially, Bombeke et al. (2016) found that large pupils resulted

in an attenuated C1. They interpreted this finding in terms of visual acuity, such that large pupils

would blur the input of the C1-eliciting stimulus, thus attenuating cortical responses. However, the

C1-eliciting stimulus was presented in the visual periphery, where acuity is already poor, and the

induced pupil-size changes were minute (0.2 mm in diameter in one experiment, and only 0.02 mm

in diameter in another), which would result in only a very slight blurring of visual input; in other

words, it is not clear whether the attenuation of the C1 could indeed have been due to their pupil-size

manipulation, or whether it was inadvertently driven by some other aspect of the paradigm.

Why has a clear link between pupil size and visuocortical activity proven so elusive? Plausibly, the

effects of pupil size on visual perception, and thus visuocortical activity, are most pronounced when

stimuli are near the threshold of perception. That is, small pupils enhance perception of fine detail,

but this effect is only evident for stimuli that are near the threshold of discriminability, such as very

small letters (Mathôt & Ivanov, 2019; Piepenbrock et al., 2014a) . And large pupils enhance detection

of faint stimuli, but (although direct evidence for this is missing) this effect may again only be evident

for stimuli that are near the threshold of detectability. This provides a clear direction for future

studies, which should: a) directly manipulate pupil size, rather than rely on spontaneous fluctuations,

and b) use stimuli that are near the threshold of discriminability or detectability.

In summary, there is a strong negative correlation between pupil size and activity in visual cortex

(DiNuzzo et al., 2019; Murphy et al., 2014) . However, this correlation may be driven by mediating

factors, such as changes in visual input, rather than reflect a causal link between pupil size and

visuocortical activity. So far, there has not been a conclusive demonstration of such a causal link (but

see Bombeke et al., 2016), although future studies, using near-threshold stimuli and effective

manipulations of pupil size, may reveal this link.

6. A theory of sensory tuning

The main tenet of this article is that changes in pupil size reflect an adaptation of the senses to meet

the demands of the current situation and the immediate future: sensory tuning. How do the findings

reviewed above fit into this general framework? Is there evidence that sensory tuning also applies to

non-visual modalities? And does a theory of sensory tuning lead to falsifiable predictions?

Pupil responses likely improve the quality of vision

The beneficial effects of the pupil light response (PLR) and pupil near response (PNR) are

reasonably well understood (Sections 2 and 3; see also Mathôt, 2018) . Large pupils allow more light

to enter the eye, thus improving vision in darkness, where visual sensitivity is limited by the available
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light (Mathôt & Ivanov, 2019); therefore, pupils dilate in darkness. In contrast, small pupils focus light

more sharply, thus improving visual acuity (Campbell & Gregory, 1960; Woodhouse, 1975) ;

therefore, pupils constrict in brightness, when sensitivity is not limited by the available light.

Focusing on a nearby object places additional demands on visual acuity, because depth of field

decreases dramatically with focal distance; that is, if you focus on an object that is very nearby (say

at 20 cm), then an object that is slightly further away (say at 25 cm) is already considerably out of

focus. Small pupils increase depth of field by improving focus for all distances (Campbell, 1957;

Charman & Whitefoot, 1977), and this is likely why near-focus is accompanied by pupil constriction.

Whether cognitively driven pupil responses also improve the quality of vision is less clear; several

authors have even argued that they do not, that cognitive effects on pupil size are too small to be

behaviorally relevant, and must therefore be epiphenomenal (Beatty & Lucero-Wagoner, 2000; Binda

& Murray, 2014). However, a careful consideration of how cognitive factors modulate pupil size

under various circumstances suggests differently.

As reviewed in Section 3, the pupil is smaller when attention is focused centrally, as compared to

when attention is spread diffusely across peripheral vision (Brocher et al., 2018; Daniels et al., 2012;

Ivanov et al., 2019). This effect of attentional breadth on pupil size matches the properties of the

retina: cone density is far higher in the central retina than in the peripheral retina (Curcio et al.,

1987), and visual acuity in central vision is consequently far superior to that in peripheral vision. The

beneficial effect of small pupils on visual acuity is therefore most useful for central vision; for

peripheral vision, where visual acuity is limited by the properties of the retina rather than by the focus

of the lens, the benefit of small pupils is likely marginal.

A similar argument applies to the finding that the pupil is smaller when people engage in exploitation

behavior, as compared to exploration behavior (Section 4; Aston-Jones & Cohen, 2005; Jepma &

Nieuwenhuis, 2011), and that the pupil is smaller when the level of arousal level is intermediate, as

compared to high (Section 2; e.g. Bradley, Miccoli, Escrig, & Lang, 2008). (Low arousal is associated

with drowsiness.) Exploitation and intermediate arousal are characterized by a narrow focus on a

single task, and thus by a narrow, central focus of attention, whereas exploration and high arousal

are characterized by distractability, and thus by a broader, peripheral focus of attention. Therefore,

the effect of attentional breadth on pupil size, the effect of exploration/ exploitation on pupil size, and

the effect of arousal on pupil size may all reflect the same basic principle: Small pupils are most

advantageous for (attention to) central vision, whereas large pupils are most advantageous for

(attention to) peripheral vision.

As reviewed in Section 4, the pupil constricts in preparation of an eye movement towards a bright

stimulus (Ebitz et al., 2014; Mathôt et al., 2015b) . Here, the benefit may be one of timing: by
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preparing a pupil constriction along with an eye movement, the latency of the PLR effectively

decreases by about 100 ms, as compared to the response to a light stimulus during passive viewing.

This latency decrease may allow the visual system to adapt more rapidly to the changes in

brightness that occur across eye movements, as gaze shifts from dark to bright objects and back

again (Mathôt & Van der Stigchel, 2015).

The effects of attention towards (Section 2; Binda et al., 2013; Mathôt et al., 2013; Naber et al.,

2013; Unsworth & Robison, 2017), and visual working memory (VWM) of (Husta et al., 2019; Zokaei

et al., 2019), bright and dark stimuli may be an indirect form of preparation, and in this sense be

related to the effect of eye-movement preparation. Specifically, a covert shift of attention towards a

bright object is in some ways (Craighero & Rizzolatti, 2005; Rizzolatti, Riggio, Dascola, & Umiltá,

1987), though likely not all ways (Casteau & Smith, 2019), similar to programming an eye movement

to that object without actually executing that movement. Similarly, when you keep a stimulus in VWM,

you generally do this with the intention to interact with that stimulus; for example, you may keep a

visual representation of a white shirt in VWM to search for that shirt in your closet. The exact

relationship between eye-movement preparation, visual attention, and VWM is still debated (Casteau

& Smith, 2019; Xu, 2017), but for the present purpose the key observation is that they can all be

characterized as an intention to act; this may explain why these cognitive processes are all

accompanied by pupil constriction when the target stimulus is bright, and pupil dilation when the

target stimulus is dark.

Despite the fact that many cognitive effects on pupil size can be understood as subtle forms of

sensory tuning, some effects still remain mysterious. For example, pupil dilation in response to

increased memory load (Kahneman & Beatty, 1966), listening effort (Zekveld, Kramer, & Festen,

2010), or cognitive load more generally (Just & Carpenter, 1993) does not serve any obvious

function. Perhaps these kinds of cognitive effects are indeed epiphenomenal, possibly resulting from

overlap with other cognitive processes for which pupil dilation is functional.

To summarize, two key observations may explain many, though not all, cognitively driven pupil

responses. First, an emphasis on central vision over peripheral vision results in pupil constriction,

and this matches the fact that central vision benefits most from the increased visual acuity provided

by small pupils. Second, an intention to act with bright stimuli results in pupil constriction, and this

reduces the latency of the PLR when that bright stimulus is subsequently brought into view.

Together, this pattern suggests that cognitively driven pupil responses improve the quality of vision in

subtle ways that meet the demands of the situation; that is, cognitively driven pupil responses, like

their reflexive counterparts, are a form of sensory tuning.

Sensory tuning in the auditory modality
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So far, I have focused on vision. However, I propose that sensory tuning is a general principle of

sensation and perception that also affects other sensory modalities, such as hearing.

The stapedius (or accoustic) reflex is a contraction of the muscles of the middle ear. This reflex

reduces auditory sensitivity to low-pitch sounds, while leaving sensitivity to high-pitch sounds mostly

intact (Borg, 1968), and is triggered by loud sounds and the act of speaking (Borg & Zakrisson,

1975). The stapedius reflex is a form of sensory tuning that optimizes the auditory sense depending

on the situation. For example, speaking generates low-frequency vibrations that propagate through

the skull, and that overpower the mid-range frequencies of actual speech. By contracting the middle

ear, thus filtering out low-frequency vibrations, the stapedius reflex makes it easier to hear yourself

speaking (Borg & Zakrisson, 1975). But in other situations, when there are no irrelevant low-

frequency sounds, the inner ear relaxes, thus allowing you to also hear low frequencies.

Predictions based on a theory of sensory tuning

There are many degrees of freedom when assigning functions to pupil responses: It is easy to come

up with convincing post-hoc explanations for why the pupil responds when and as it does. A stronger

test of a theory of sensory tuning is to make (and test) predictions about how the pupil should

respond in so-far untested situations.

A first prediction follows from the hypothesis that cognitively driven pupil dilation reflects an emphasis

on peripheral vision, at the expense of central vision. Central vision is severely impaired for people

who suffer from macular degeneration (Ferris, 1983), and most people with this condition develop a

strategy where they consistently use a specific part of their peripheral vision (the so-called preferred

retinal locus, or PRL) as a stand-in for their impaired central vision (Fletcher & Schuchard, 1997).

Crucially, for people who suffer from macular degeneration, there is no clear-cut distinction between

central and peripheral vision. Consequently, I predict that people who suffer from macular

degeneration should show markedly reduced cognitively driven pupil dilation in situations where non-

visually impaired people do show such dilation, for example when switching from an exploitation to

an exploration mode of behavior.

A second prediction follows from the finding that the pupil constricts when maintaining a bright

stimulus in visual working memory (VWM; Husta et al., 2019; Zokaei et al., 2019) , and the

hypothesis that this reflects an indirect intention to act upon that stimulus. A prominent notion in the

field of VWM is that VWM items can be in different states (reviewed in Olivers, Peters, Houtkamp, &

Roelfsema, 2011; Wolff, Jochim, Akyürek, & Stokes, 2017; Zokaei, Ning, Manohar, Feredoes, &

Husain, 2014). Items that are likely to be acted upon in the immediate future are kept in a so-called

active or prioritized state; the number of items that can simultaneously be in an active state may be

more limited than the capacity of VWM, although the extreme view that only a single item can be
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active at a time (Olivers et al., 2011)  is likely too restrictive (Zhou, Lorist, & Mathôt, 2019). In

contrast to this active state, items that should be remembered, but are unlikely to be acted upon in

the immediate future, are kept in a so-called silent or accessory state. Crucially, I predict that the

brightness of VWM items should only affect pupil size when these items are in an active state. This

prediction can be tested by having participants memorize bright and dark items, and using various

techniques to control the state of VWM items (reviewed in Zokaei et al., 2014) .

A third prediction follows from the hypothesis that sensory tuning is a general principle that applies

also to the auditory modality. As described above, the stapedius reflex reduces or increases

sensitivity to low-frequency sounds, depending on the situation (Borg, 1968). However, it is still an

open question whether the stapedius reflex is modulated by cognitive factors, in the same way that

the pupil light response is. (Although Jones, Greene, & Ahroon (2019) recently showed that the

stapedius reflex is likely not susceptible to classical conditioning.) This could be tested in an

experiment in which participants hear two simultaneous streams of sounds, one with a high pitch,

and one with a low pitch. Participants would attend to one of the streams. Crucially, I predict that the

middle ear should contract when participants attend to the high-pitch stream, as compared to when

participants attend to the low-pitch stream.

To summarize, the theory of sensory tuning that I have put forward in this article leads to falsifiable

predictions, three of which I have outlined above.

7. Conclusion

Sensation is often described as a passive response of receptors to external stimulation. According to

this view, cognitive processes affect sensory processing only at a later, perceptual stage, when

processes such as attention and prediction shape how sensory information is processed (Cavanagh,

2011). The key tenet of this review is that the classic dichotomy between sensation and perception is

far too restrictive, and that cognition affects sensation at every stage; our senses are active organs

with substantial freedom of movement, and we continuously tune our senses to meet the demands of

the current situation and the immediate future.

In this review, I have focused on changes in pupil size as one specific form of sensory tuning. I have

reviewed the various ways in which pupil size is affected by sensory input (Section 2), by cognitive

processes (Sections 3 and 4), and by the interaction between them. I have proposed that cognitive

processes that are characterized by an emphasis on central vision over peripheral vision are

accompanied by pupil constriction (Section 6), because central vision benefits from the high visual

acuity offered by small pupils, whereas peripheral vision does not, or hardly (Section 5). In addition,

cognitive processes that are characterized by an intention to interact with bright stimuli are

accompanied by preparatory pupil constriction, so as to reduce the latency of the pupil light response

7. Conclusion

20 of 27



when that bright stimulus is subsequently brought into view (Section 6).

Although the focus of this review has been on vision, I have proposed that sensory tuning is a

general principle that applies to all sensory modalities. As one example from the auditory modality, I

have discussed the stapedius (acoustic) reflex (Section 6; Borg, 1968). The stapedius reflex is a

contraction of muscles in the middle ear, which results in a reduced sensitivy to low-frequency

sounds. This allows the ear to be selectively sensitive to low-frequency or high-frequency sounds, as

the situation demands.

To summarize, our eyes are controlled by fourteen muscles that move and shape the eyes so that we

can sense light in different ways that are optimized for different situations. Pupil responses are but

one fascinating example of such sensory tuning.

References

Aston-Jones, G., & Cohen, J. D. (2005). An integrative theory of locus coeruleus-norepinephrine function:
adaptive gain and optimal performance. Annual Reviews Neuroscience, 28, 403–450.
doi:10.1146/annurev.neuro.28.061604.135709

Banks, M. S., Sprague, W. W., Schmoll, J., Parnell, J. A. Q., & Love, G. D. (2015). Why do animal eyes have
pupils of different shapes? Science Advances, 1(7), e1500391. doi:10.1126/sciadv.1500391

Beatty, J. (1982). Task-evoked pupillary responses, processing load, and the structure of processing
resources. Psychological Bulletin, 91(2), 276–292. doi:10.1037/0033-2909.91.2.276

Beatty, J., & Lucero-Wagoner, B. (2000). The pupillary system. In J. T. Cacioppo, L. G. Tassinary, & G. G.
Berntson (Eds.), Handbook of Psychophysiology (Vol. 2, pp. 142–162). New York, NY: Cambridge
University Press.

Binda, P., & Murray, S. O. (2014). Keeping a large-pupilled eye on high-level visual processing. Trends in

Cognitive Sciences, 19(1), 1–3. doi:10.1016/j.tics.2014.11.002

Binda, P., Pereverzeva, M., & Murray, S. O. (2013). Attention to bright surfaces enhances the pupillary light
reflex. Journal of Neuroscience, 33(5), 2199–2204. doi:10.1523/ ​jneurosci.3440-12.2013

Binda, P., Pereverzeva, M., & Murray, S. O. (2014). Pupil size reflects the focus of feature-based attention.
Journal of Neurophysiology , 112(12), 3046–3052. doi:10.1152/jn.00502.2014

Bombeke, K., Duthoo, W., Mueller, S. C., Hopf, J., & Boehler, N. C. (2016). Pupil size directly modulates the
feedforward response in human primary visual cortex independently of attention. NeuroImage, 127, 67–
73. doi:10.1016/j.neuroimage.2015.11.072

Borg, E. (1968). A quantitative study of the effect of the acoustic stapedius reflex on sound transmission
through the middle ear of man. Acta Oto-Laryngologica, 66(1-6), 461–472.
doi:10.3109/00016486809126311

References

21 of 27

https://doi.org/10.1146/annurev.neuro.28.061604.135709
https://doi.org/10.1126/sciadv.1500391
https://doi.org/10.1037/0033-2909.91.2.276
https://doi.org/10.1016/j.tics.2014.11.002
https://doi.org/10.1523/%E2%80%8Bjneurosci.3440-12.2013
https://doi.org/10.1152/jn.00502.2014
https://doi.org/10.1016/j.neuroimage.2015.11.072
https://doi.org/10.3109/00016486809126311


Borg, E., & Zakrisson, J. .. (1975). The activity of the stapedius muscle in man during vocalization. Acta Oto-

Laryngologica, 79(3-6), 325–333. doi:10.3109/00016487509124694

Bradley, M. M., Miccoli, L., Escrig, M. A., & Lang, P. J. (2008). The pupil as a measure of emotional arousal
and autonomic activation. Psychophysiology, 45(4), 602–607. doi:10.1111/j.1469-8986.2008.00654.x

Brocher, A., Harbecke, R., Graf, T., Memmert, D., & Hüttermann, S. (2018). Using task effort and pupil size
to track covert shifts of visual attention independently of a pupillary light reflex. Behavior Research

Methods. doi:10.3758/s13428-018-1033-8

Brown, N. (1973). The change in shape and internal form of the lens of the eye on accommodation.
Experimental Eye Research , 15(4), 441–459.

Buchner, A., Mayr, S., & Brandt, M. (2009). The advantage of positive text-background polarity is due to high
display luminance. Ergonomics, 52(7), 882–886. doi:10.1080/00140130802641635

Campbell, F. W. (1957). The depth of field of the human eye. Journal of Modern Optics , 4(4), 157–164.
doi:10.1080/713826091

Campbell, F. W., & Gregory, A. H. (1960). Effect of size of pupil on visual acuity. Nature, 4743, 1121–1123.
doi:10.1038/1871121c0

Carandini, M., & Heeger, D. J. (2012). Normalization as a canonical neural computation. Nature Reviews

Neuroscience, 13(1), 51–62. doi:10.1038/nrn3136

Casteau, S., & Smith, D. T. (2019). Associations and dissociations between oculomotor readiness and covert
attention. Vision, 3(2), 17. doi:10.3390/vision3020017

Cavanagh, P. (2011). Visual cognition. Vision Research, 51(13), 1538–1551. doi:16/j.visres.2011.01.015

Charman, W. N., & Whitefoot, H. (1977). Pupil diameter and the depth-of-field of the human eye as
measured by laser speckle. Optica Acta: International Journal of Optics , 24(12), 1211–1216.
doi:10.1080/713819479

Craighero, L., & Rizzolatti, G. (2005). The premotor theory of attention. In L. Itti, G. Rees, & J. K. Tsotsos
(Eds.), Neurobiology of Attention (pp. 181–186). Amsterdam, Netherlands: Elsevier.

Crawford, B. H. (1936). The dependence of pupil size upon external light stimulus under static and variable
conditions. Proceedings of the Royal Society of London. Series B, Biological Sciences , 376–395.
doi:10.1098/rspb.1936.0072

Curcio, C. A., Sloan, K. R., Packer, O., Hendrickson, A. E., & Kalina, R. E. (1987). Distribution of cones in
human and monkey retina: individual variability and radial asymmetry. Science, 236(4801), 579–582.
doi:10.1126/science.3576186

Daniels, L. B., Nichols, D. F., Seifert, M. S., & Hock, H. S. (2012). Changes in pupil diameter entrained by

References

22 of 27

https://doi.org/10.3109/00016487509124694
https://doi.org/10.1111/j.1469-8986.2008.00654.x
https://doi.org/10.3758/s13428-018-1033-8
https://doi.org/10.1080/00140130802641635
https://doi.org/10.1080/713826091
https://doi.org/10.1038/1871121c0
https://doi.org/10.1038/nrn3136
https://doi.org/10.3390/vision3020017
https://doi.org/16/j.visres.2011.01.015
https://doi.org/10.1080/713819479
https://doi.org/10.1098/rspb.1936.0072
https://doi.org/10.1126/science.3576186


cortically initiated changes in attention. Visual Neuroscience, 29(02), 131–142.
doi:10.1017/s0952523812000077

DiNuzzo, M., Mascali, D., Moraschi, M., Bussu, G., Maugeri, L., Mangini, F., … Giove, F. (2019). Brain
networks underlying eye’s pupil dynamics. Frontiers in Neuroscience, 13, 965.
doi:10.3389/fnins.2019.00965

Do, M. T. H. (2019). Melanopsin and the intrinsically photosensitive retinal ganglion cells: Biophysics to
behavior. Neuron, 104(2), 205–226. doi:10.1016/j.neuron.2019.07.016

Dobres, J., Chahine, N., & Reimer, B. (2017). Effects of ambient illumination, contrast polarity, and letter size
on text legibility under glance-like reading. Applied Ergonomics, 60, 68–73.
doi:10.1016/j.apergo.2016.11.001

Ebitz, R. B., Pearson, J. M., & Platt, M. L. (2014). Pupil size and social vigilance in rhesus macaques.
Frontiers in Decision Neuroscience, 8, 100. doi:10.3389/fnins.2014.00100

Einhäuser, W., Koch, C., & Carter, O. L. (2010). Pupil dilation betrays the timing of decisions. Frontiers in

Human Neuroscience, 4. doi:10.3389/fnhum.2010.00018

Ellis, C. J. (1981). The pupillary light reflex in normal subjects. British Journal of Ophthalmology , 65(11),
754–759. doi:10.1136/bjo.65.11.754

Ferris, F. L. (1983). Senile macular degeneration: review of epidemiologic features. American Journal of

Epidemiology, 118(2), 132–151. doi:10.1093/oxfordjournals.aje.a113624

Fletcher, D. C., & Schuchard, R. A. (1997). Preferred retinal loci relationship to macular scotomas in a low-
vision population. Ophthalmology, 104(4), 632–638. doi:10.1016/s0161-6420(97)30260-7

Goldwater, B. C. (1972). Psychological significance of pupillary movements. Psychological Bulletin, 77(5),
340–55. doi:10.1037/h0032456

Hong, S., Narkiewicz, J., & Kardon, R. H. (2001). Comparison of pupil perimetry and visual perimetry in
normal eyes: decibel sensitivity and variability. Investigative Ophthalmology & Visual Science, 42(5),
957–965.

Husta, C., Dalmaijer, E., Belopolsky, A., & Mathot, S. (2019). The pupillary light response reflects visual
working memory content. Journal of Experimental Psychology: Human Perception and Performance ,
45(11), 1522. doi:10.1037/xhp0000689

Ivanov, Y., Lazovic, A., & Mathôt, S. (2019). Effects of task difficulty and attentional breadth on tonic and
phasic pupil size. Journal of Vision, 19(10), 282a–282a. doi:10.1167/19.10.282a

Jepma, M., & Nieuwenhuis, S. (2011). Pupil diameter predicts changes in the exploration–exploitation trade-
off: evidence for the adaptive gain theory. Journal of Cognitive Neuroscience , 23(7), 1587–1596.
doi:10.1162/jocn.2010.21548

References

23 of 27

https://doi.org/10.1017/s0952523812000077
https://doi.org/10.3389/fnins.2019.00965
https://doi.org/10.1016/j.neuron.2019.07.016
https://doi.org/10.1016/j.apergo.2016.11.001
https://doi.org/10.3389/fnins.2014.00100
https://doi.org/10.3389/fnhum.2010.00018
https://doi.org/10.1136/bjo.65.11.754
https://doi.org/10.1093/oxfordjournals.aje.a113624
https://doi.org/10.1016/s0161-6420(97)30260-7
https://doi.org/10.1037/h0032456
https://doi.org/10.1037/xhp0000689
https://doi.org/10.1167/19.10.282a
https://doi.org/10.1162/jocn.2010.21548


Jones, H. G., Greene, N. T., & Ahroon, W. A. (2019). Human middle-ear muscles rarely contract in
anticipation of acoustic impulses: Implications for hearing risk assessments. Hearing Research, 378,
53–62. doi:10.1016/j.heares.2018.11.006

Joshi, S., & Gold, J. I. (2019). Pupil size as a window on neural substrates of cognition. PsyArxiv.
doi:10.31234/osf.io/dvsme

Just, M. A., & Carpenter, P. A. (1993). The intensity dimension of thought: Pupillometric indices of sentence
processing. Canadian Journal of Experimental Psychology , 47(2), 310–339. doi:10.1037/h0078820

Kahneman, D., & Beatty, J. (1966). Pupil diameter and load on memory. Science, 154(3756), 1583–1585.
doi:10.1126/science.154.3756.1583

Kalloniatis, M., & Luu, C. (1995). Visual acuity. In H. Kolb, E. Fernandez, & R. Nelson (Eds.), Webvision:

The Organization of the Retina and Visual System. Salt Lake City (UT): University of Utah Health
Sciences Center.

Kardon, R. H. (2005). Anatomy and physiology of the autonomic nervous system. In N. R. Miller, N. J.
Newman, V. Biousse, & J. B. Kerrison (Eds.), Wash and Hoyt’s Clinical Neuro-Ophthalmology (6th ed.)

(pp. 649–714). Lippincott Williams & Wilkins.

Knapen, T., Gee, J. W. D., Brascamp, J., Nuiten, S., Hoppenbrouwers, S., & Theeuwes, J. (2016). Cognitive
and ocular factors jointly determine pupil responses under equiluminance. PLOS ONE, 11(5),
e0155574. doi:10.1371/journal.pone.0155574

Kowler, E. (2011). Eye movements: The past 25 years. Vision Research, 51(13), 1457–1483.
doi:16/j.visres.2010.12.014

Laeng, B., & Alnaes, D. (2019). Pupillometry. In Eye Movement Research  (pp. 449–502). Springer.

Laeng, B., & Sulutvedt, U. (2014). The eye pupil adjusts to imaginary light. Psychological Science, 25(1),
188–197. doi:10.1177/0956797613503556

Liang, J., & Williams, D. R. (1997). Aberrations and retinal image quality of the normal human eye. Journal of

the Optical Society of America A, 14(11), 2873–2883. doi:10.1364/josaa.14.002873

Loewenfeld, I. E. (1958). Mechanisms of reflex dilatation of the pupil. Documenta Ophthalmologica, 12(1),
185–448. doi:10.1007/bf00913471

Lombardo, M., & Lombardo, G. (2010). Wave aberration of human eyes and new descriptors of image optical
quality and visual performance. Journal of Cataract & Refractive Surgery , 36(2), 313–331.
doi:10.1016/j.jcrs.2009.09.026

Markwell, E. L., Feigl, B., & Zele, A. J. (2010). Intrinsically photosensitive melanopsin retinal ganglion cell
contributions to the pupillary light reflex and circadian rhythm. Clinical and Experimental Optometry ,
93(3), 137–149. doi:10.1111/j.1444-0938.2010.00479.x

References

24 of 27

https://doi.org/10.1016/j.heares.2018.11.006
https://doi.org/10.31234/osf.io/dvsme
https://doi.org/10.1037/h0078820
https://doi.org/10.1126/science.154.3756.1583
https://doi.org/10.1371/journal.pone.0155574
https://doi.org/16/j.visres.2010.12.014
https://doi.org/10.1177/0956797613503556
https://doi.org/10.1364/josaa.14.002873
https://doi.org/10.1007/bf00913471
https://doi.org/10.1016/j.jcrs.2009.09.026
https://doi.org/10.1111/j.1444-0938.2010.00479.x


Mathôt, S. (2018). Pupillometry: Psychology, physiology, and function. Journal of Cognition , 1(1), 1–16.
doi:10.5334/joc.18

Mathôt, S., Dalmaijer, E., Grainger, J., & Van der Stigchel, S. (2014). The pupillary light response reflects
exogenous attention and inhibition of return. Journal of Vision, 14(14), 7. doi:10.1167/14.14.7

Mathôt, S., Grainger, J., & Strijkers, K. (2017). Pupillary responses to words that convey a sense of
brightness or darkness. Psychological Science, 28(8), 1116–1124. doi:10.1177/0956797617702699

Mathôt, S., & Hanke, M. (2019). Correlates in visual cortex of pupil constriction to visual change (but not to

luminance). Talk presented at the European Conference on Visual Perception, Leuven, Belgium.

Mathôt, S., & Ivanov, Y. (2019). The effect of pupil size and peripheral brightness on detection and
discrimination performance. PeerJ, 7, e8220. doi:10.7717/peerj.8220

Mathôt, S., Melmi, J. B., & Castet, E. (2015a). Intrasaccadic perception triggers pupillary constriction. PeerJ,
3(e1150), 1–16. doi:10.7717/peerj.1150

Mathôt, S., & Regnath, F. (2019). Pupil size reflects exploration and exploitation in visual search (and it’s like

object-based attention). Talk presented at the European Conference on Eye Movements, Alicante,
Spain.

Mathôt, S., & Theeuwes, J. (2011). Visual attention and stability. Philosophical Transactions of the Royal

Society B: Biological Sciences, 366(1564), 516–527. doi:10.1098/rstb.2010.0187

Mathôt, S., van der Linden, L., Grainger, J., & Vitu, F. (2013). The pupillary response to light reflects the
focus of covert visual attention. PLoS ONE, 8(10), e78168. doi:10.1371/journal.pone.0078168

Mathôt, S., van der Linden, L., Grainger, J., & Vitu, F. (2015b). The pupillary light response reflects eye-
movement preparation. Journal of Experimental Psychology: Human Perception and Performance ,
41(1), 28–35. doi:10.1037/a0038653

Mathôt, S., & Van der Stigchel, S. (2015). New light on the mind’s eye: The pupillary light response as active
vision. Current Directions in Psychological Science, 24(5), 374–378. doi:10.1177/0963721415593725

Mays, L. E., & Gamlin, P. D. (1995). Neuronal circuitry controlling the near response. Current Opinion in

Neurobiology, 5(6), 763–768. doi:10.1016/0959-4388(95)80104-9

McDougal, D. H., & Gamlin, P. D. R. (2008). Pupillary control pathways. In R. H. Masland & T. Albright
(Eds.), The Senses: A Comprehensive Reference  (Vol. 1, pp. 521–536). San Diego, California:
Academic Press.

Morgan, S. T., Hansen, J. C., & Hillyard, S. A. (1996). Selective attention to stimulus location modulates the
steady-state visual evoked potential. Proceedings of the National Academy of Sciences , 93(10), 4770–
4774. doi:10.1073/pnas.93.10.4770

Murphy, P. R., O’Connell, R. G., O’Sullivan, M., Robertson, I. H., & Balsters, J. H. (2014). Pupil diameter

References

25 of 27

https://doi.org/10.5334/joc.18
https://doi.org/10.1167/14.14.7
https://doi.org/10.1177/0956797617702699
https://doi.org/10.7717/peerj.8220
https://doi.org/10.7717/peerj.1150
https://doi.org/10.1098/rstb.2010.0187
https://doi.org/10.1371/journal.pone.0078168
https://doi.org/10.1037/a0038653
https://doi.org/10.1177/0963721415593725
https://doi.org/10.1016/0959-4388(95)80104-9
https://doi.org/10.1073/pnas.93.10.4770


covaries with BOLD activity in human locus coeruleus. Human Brain Mapping, 35(8), 4140–4154.
doi:10.1002/hbm.22466

Naber, M., Alvarez, G. A., & Nakayama, K. (2013). Tracking the allocation of attention using human pupillary
oscillations. Frontiers in Psychology, 4(919), 1–12. doi:10.3389/fpsyg.2013.00919

Nakatani, K., & Yau, K. .. (1988). Calcium and light adaptation in retinal rods and cones. Nature, 334(6177),
69–71. doi:10.1038/334069a0

Olivers, C. N., Peters, J., Houtkamp, R., & Roelfsema, P. R. (2011). Different states in visual working
memory: when it guides attention and when it does not. Trends in Cognitive Sciences, 15(7), 327–334.
doi:10.1016/j.tics.2011.05.004

Pajkossy, P., Szőllősi, Á., Demeter, G., & Racsmány, M. (2017). Tonic noradrenergic activity modulates
explorative behavior and attentional set shifting: Evidence from pupillometry and gaze pattern analysis.
Psychophysiology, 54(12), 1839–1854. doi:10.1111/psyp.12964

Piepenbrock, C., Mayr, S., & Buchner, A. (2014a). Positive Display Polarity Is Particularly Advantageous for
Small Character Sizes: Implications for Display Design. Human Factors, 56(5), 942–951.
doi:10.1177/0018720813515509

Piepenbrock, C., Mayr, S., & Buchner, A. (2014b). Smaller pupil size and better proofreading performance
with positive than with negative polarity displays. Ergonomics, 0(0), 1–8.
doi:10.1080/00140139.2014.948496

Rizzolatti, G., Riggio, L., Dascola, I., & Umiltá, C. (1987). Reorienting attention across the horizontal and
vertical meridians: evidence in favor of a premotor theory of attention. Neuropsychologia, 25(1A), 31–40.
doi:10.1016/0028-3932(87)90041-8

Sahraie, A., & Barbur, J. L. (1997). Pupil response triggered by the onset of coherent motion. Graefe’s

Archive for Clinical and Experimental Ophthalmology, 235(8), 494–500. doi:10.1007/bf00947006

Slooter, J. H., & van Norren, D. (1980). Visual acuity measured with pupil responses to checkerboard stimuli.
Investigative Ophthalmology & Visual Science, 19(1), 105–108.

Sommer, M. A., & Wurtz, R. H. (2008). Brain circuits for the internal monitoring of movements. Annual

Review of Neuroscience, 31(1), 317–338. doi:10.1146/annurev.neuro.31.060407.125627

Sulutvedt, U., Mannix, T. K., & Laeng, B. (2018). Gaze and the eye pupil adjust to imagined size and
distance. Cognitive science, 42(8), 3159–3176. doi:10.1111/cogs.12684

Thigpen, N. N., Bradley, M. M., & Keil, A. (2018). Assessing the relationship between pupil diameter and
visuocortical activity. Journal of Vision, 18(6), 7–7. doi:10.1167/18.6.7

Turi, M., Burr, D. C., & Binda, P. (2018). Pupillometry reveals perceptual differences that are tightly linked to
autistic traits in typical adults. eLife, 7, e32399. doi:10.7554/elife.32399

References

26 of 27

https://doi.org/10.1002/hbm.22466
https://doi.org/10.3389/fpsyg.2013.00919
https://doi.org/10.1038/334069a0
https://doi.org/10.1016/j.tics.2011.05.004
https://doi.org/10.1111/psyp.12964
https://doi.org/10.1177/0018720813515509
https://doi.org/10.1080/00140139.2014.948496
https://doi.org/10.1016/0028-3932(87)90041-8
https://doi.org/10.1007/bf00947006
https://doi.org/10.1146/annurev.neuro.31.060407.125627
https://doi.org/10.1111/cogs.12684
https://doi.org/10.1167/18.6.7
https://doi.org/10.7554/elife.32399


Ukai, K. (1985). Spatial pattern as a stimulus to the pupillary system. Journal of the Optical Society of

America A, 2(7), 1094–1100. doi:10.1364/josaa.2.001094

Unsworth, N., & Robison, M. K. (2017). Pupillary correlates of covert shifts of attention during working
memory maintenance. Attention, Perception, & Psychophysics , 79(3), 782–795. doi:10.3758/s13414-
016-1272-7

Van de Kraats, J., Smit, E. P., & Slooter, J. H. (1977). Objective perimetric measurements by the pupil
balance method. In Second International Visual Field Symposium, Tubingen, 19-22 September, 1976

(pp. 213–220). Springer Science & Business Media.

Wang, C., & Munoz, D. P. (2015). A circuit for pupil orienting responses: implications for cognitive
modulation of pupil size. Current Opinion in Neurobiology, 33, 134–140. doi:10.1016/j.conb.2015.03.018

Wardhani, I. K., Boehler, N. C., & Mathôt, S. (2019). Does our pupil size influence subjective brightness

perception? Poster presented at the European Conference on Visual Perception, Leuven, Belgium.

Wolff, M. J., Jochim, J., Akyürek, E. G., & Stokes, M. G. (2017). Dynamic hidden states underlying working-
memory-guided behavior. Nature Neuroscience, 20(6), 864. doi:10.1038/nn.4546

Woodhouse, J. M. (1975). The effect of pupil size on grating detection at various contrast levels. Vision

Research, 15(6), 645–648. doi:10.1016/0042-6989(75)90278-3

Wurtz, R. H. (2008). Neuronal mechanisms of visual stability. Vision Research, 48(20), 2070–2089.
doi:10.1016/j.visres.2008.03.021

Xu, Y. (2017). Reevaluating the Sensory Account of Visual Working Memory Storage. Trends in Cognitive

Sciences, 21(10), 794–815. doi:10.1016/j.tics.2017.06.013

Zekveld, A. A., Kramer, S. E., & Festen, J. M. (2010). Pupil response as an indication of effortful listening:
The influence of sentence intelligibility. Ear and Hearing, 31(4), 480–490.
doi:10.1097/aud.0b013e3181d4f251

Zhou, C., Lorist, M. M., & Mathôt, S. (2019). Behavioral and computational evidence for simultaneous
guidance of attention by multiple working memory items. bioRxiv, 629378. doi:10.1101/629378

Zokaei, N., Board, A. G., Manohar, S. G., & Nobre, A. C. (2019). Modulation of the pupillary response by the
content of visual working memory. Proceedings of the National Academy of Sciences , 116(45), 22802–
22810. doi:10.1073/pnas.1909959116

Zokaei, N., Ning, S., Manohar, S., Feredoes, E., & Husain, M. (2014). Flexibility of representational states in
working memory. Frontiers in Human Neuroscience, 8, 853. doi:10.3389/fnhum.2014.00853

Zuber, B. L., Stark, L., & Lorber, M. (1966). Saccadic suppression of the pupillary light reflex. Experimental

Neurology, 14(3), 351–370. doi:10.1016/0014-4886(66)90087-2

References

27 of 27

https://doi.org/10.1364/josaa.2.001094
https://doi.org/10.3758/s13414-016-1272-7
https://doi.org/10.1016/j.conb.2015.03.018
https://doi.org/10.1038/nn.4546
https://doi.org/10.1016/0042-6989(75)90278-3
https://doi.org/10.1016/j.visres.2008.03.021
https://doi.org/10.1016/j.tics.2017.06.013
https://doi.org/10.1097/aud.0b013e3181d4f251
https://doi.org/10.1101/629378
https://doi.org/10.1073/pnas.1909959116
https://doi.org/10.3389/fnhum.2014.00853
https://doi.org/10.1016/0014-4886(66)90087-2

	Tuning the senses: How the pupil shapes vision at the earliest stage
	Abstract
	1. Introduction
	2. Pupil responses
	The pupil light response
	The pupil near response
	The psychosensory pupil response

	3. Pupil responses and visual cognition
	Covert attention towards the periphery (attentional breadth)
	Attention to, working memory of, and imagery of bright or dark stimuli
	Mental imagery of stimuli that are nearby or far away

	4. Pupil responses and spatial eye movements
	Pupil constriction after blinks and saccadic eye movements
	Preparation of saccadic eye movements towards bright or dark stimuli
	Exploration, exploitation, and object-based attention

	5. Effects of pupil size on visual processing
	Effects of pupil size on detection and discrimination performance
	Effects of pupil size on brightness perception
	Effects of pupil size on visuocortical processing

	6. A theory of sensory tuning
	Pupil responses likely improve the quality of vision
	Sensory tuning in the auditory modality
	Predictions based on a theory of sensory tuning

	7. Conclusion
	References

