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velocity judgments and
interception
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Published online: 01 April 2019 : Indaily life we often interact with moving objects in tasks that involve analyzing visual motion, like

. catching a ball. To do so successfully we track objects with our gaze, using a combination of smooth

pursuit and saccades. Previous work has shown that the occurrence and direction of corrective saccades
leads to changes in the perceived velocity of moving objects. Here we investigate whether such changes
lead to equivalent biases in interception. Participants had to track moving targets with their gaze,
and in separate sessions either judge the targets’ velocities or intercept them by tapping on them.
We separated trials in which target movements were tracked with pure pursuit from trials in which
identical target movements were tracked with a combination of pursuit and corrective saccades. Our
results show that interception errors are shifted in accordance with the observed influence of corrective
saccades on velocity judgments. Furthermore, while the time at which corrective saccades occurred did
not affect velocity judgments, it did influence their effect in the interception task. Corrective saccades
around 100 ms before the tap had a stronger effect on the endpoint error than earlier saccades. This
might explain why participants made earlier corrective saccades in the interception task.

The analysis of visual motion is crucial for our interactions with the environment, allowing us to deal with tasks
such as catching a ball or judging the velocity of an approaching car. When objects are moving we almost auto-
matically direct our gaze towards them!, especially if we want to interact with such objects>*. Looking at moving
objects has several advantages. First of all, tracking a moving object with the eyes maximizes the spatial resolution
near the object*. Pursuing a moving object also improves our ability to predict how the object will continue mov-
ing’, as well as our ability to intercept the object at the correct position and time*®. Moreover, tracking moving
targets makes velocity judgments more invariant with respect to the sensory characteristics of the targets” and can
thereby reduce the effect of perceptual errors in interception®.

Moving targets are often not tracked completely smoothly, but with a combination of periods of smooth pur-
suit interspersed with corrective saccades that relocate the target onto the fovea®. Previous research on motion
perception has mainly focused on how we can compensate for retinal slip caused by our own pursuit eye move-
ments'®"'? and on how motion perception and pursuit eye movements are related (for reviews see'>!*). Little is
known about the possible role of saccadic eye movements in judging how targets move (but see!>16). Goettker et
al.' have recently shown that the occurrence of saccades (and their size) is correlated with the perceived velocity
of the object, while that is not the case for differences in eye velocity during pursuit. When tracking consisted
of a combination of pursuit and an additional corrective forward saccade (a saccade in the direction of the tar-
get’s movement), the target was perceived to move faster than in the absence of such a saccade. In contrast, tar-
gets tracked with an additional corrective backward saccade (saccades in the opposite direction than the target’s
movement) were perceived to move slower than targets tracked with smooth pursuit. If differences in perception
were at the root of the differences in oculomotor behavior, a trial that is perceived to move faster would be tracked
with a high pursuit gain and be most likely to be accompanied by backward saccades, which is the opposite of
what Goettker et al.!® observed. Thus, the way we move our eyes to track a moving object seems to influence the
object’s apparent velocity, rather than the other way around.

IAbteilung Allgemeine Psychologie, Justus-Liebig University Giessen, 35394, Giessen, Germany. 2Department of
Human Movement Sciences, Institute for Brain and Behavior Amsterdam, Vrije Universiteit Amsterdam, Amsterdam,
The Netherlands. 3Vision and Control of Action (VISCA) Group, Department of Cognition, Development and
Psychology of Education, Institut de Neurociéncies, Universitat de Barcelona, Barcelona, Spain. Correspondence
and requests for materials should be addressed to A.G. (email: Alexander.Goettker@psychol.uni-giessen.de)

SCIENTIFIC REPORTS | (2019) 9:5395 | https://doi.org/10.1038/s41598-019-41857-z 1


https://doi.org/10.1038/s41598-019-41857-z
http://orcid.org/0000-0001-5390-0684
mailto:Alexander.Goettker@psychol.uni-giessen.de

www.nature.com/scientificreports/

600 ms fixation 600 ms fixation

Hand Start

50 ms gap 50 ms gap

TX of 100 or 240 ms TX of 100 or 240 ms
Target vel : 13, 15, 17 cm/s Target vel : 13, 15, 17 cm/s

< <ma

Judgment Interception

a
Fast?

Figure 1. Method. (a) Depiction of the setup for the interception task. The white and red dots represent the
target and the hand’s starting position, respectively. In the judgment task the setup was identical except that the
participant’s hand was next to a keyboard rather than being equipped with a marker, and the starting position
for the index finger was absent. (b) Paradigm of a single trial in the judgment (left) and interception (right)
tasks. After an initial fixation of 600 ms the fixation point (black dot) disappeared and 50 ms later the target
appeared with an offset either to the left or to the right. The magnitude of the offset (target crossing time, TX)
was manipulated so that the target would pass the initial fixation location after 100 or 240 ms. Thus, the size of
the step depended on the target’s velocity and the target crossing time. The target kept moving for 600, 650 or
700 ms. In the judgment task participants had to decide whether they had been presented with a fast or slow
target on each trial. In the interception task they had to try to tap on the target with their right index finger
before it disappeared.

Misperception of target motion leads to errors in our actions directed at the targets'’. Thus, if differences in
the way we track moving targets lead to erroneous judgments about how fast the targets move, these differences
in oculomotor behavior might also lead to errors in actions directed at such targets. The goal of this study is to
investigate whether a change in the perceived velocity of a target as a result of a corrective saccade influences how
people try to intercept the target. To test this, participants had to track moving dots with their eyes and either
judge their velocity or intercept them by tapping on them. We manipulated the oculomotor behavior by using
target movements for which the participants would spontaneously track differently on different trials (see'®). We
hypothesized that the different eye movement behavior on different trials would influence the targets’ apparent
velocity and therefore lead to related systematic errors in interception. The results might provide interesting
insights about how information is combined for different tasks, such as judging the velocity of a target and inter-
cepting the same target with the hand. While information is probably integrated across the whole trial for per-
ceptual judgments, the final endpoint error in interception behavior probably mainly depends on the perceived
position and velocity roughly 100 ms before the tap!’-2..

Methods

Participants. Two authors and nine naive participants took part in the study (age range 27-60, 4 male, 1
left-handed). All participants had normal or corrected to normal vision. None had evident motor abnormali-
ties. All participants gave written informed consent before taking part in the experiment. The experiment was
approved by the ethical committee of the Faculty of Behavioural and Movement Sciences at the Vrije Universiteit
Amsterdam. The experiments were carried out in accordance with the approved guidelines.

Apparatus. The experiments were conducted in a normally illuminated room. During the experiment, partic-
ipants stood in front of a large screen (Techplex 150, acrylic rear projection screen; width: 1.25m; height: 1.00 m;
tilted backwards by 30°) onto which stimuli were projected (In-Focus DepthQ Projector; resolution 800 by 600
pixels; screen refresh rate: 120 Hz). Participants had a clear view of the stimulus, as well as of their arm, hand and
finger. They were not restrained in any way in either of the tasks (Fig. 1a).

We recorded both eyes’ movements with a head-mounted eye-tracking system (Eyelink II, SR Research) at
500 Hz. Participants held a biteboard with a dental imprint with their teeth. Three infrared markers were attached
to the biteboard and monitored by an infrared camera (Optotrak 3020, Northern Digital) that was positioned
at about shoulder height to the left of the screen. This allowed us to record the position of their head at 250 Hz.
Where participants were looking on the screen was determined by combining the measurements of eye in head
orientation from the eye tracking system with the position of the eyes and orientation of the head from the
recorded marker positions (see Calibration and synchronization).

We used a computer keyboard to register the perceptual responses in the velocity judgment task. For the inter-
ception task, we attached an infrared marker to the nail of the index finger of the dominant hand. This marker was
also tracked by the Optotrak camera at a frequency of 250 Hz.

Calibration and synchronization. In order to relate the gaze and hand measurements to positions of stim-
uli on the screen, we needed to first know the spatial coordinates of the images on the screen. We used a pointer
consisting of a rod with a tapered end and three infrared markers attached to the other end to calibrate the screen.
Prior to calibration of the screen we calibrated the pointer by placing an additional marker at the tip of the tapered
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end so that we could determine its position with respect to the three other markers. The rendering of images on
the screen was then calibrated by placing the tip of the pointer at five consecutively indicated image positions on
the screen. The coordinates of the image positions were determined from positions of the three markers attached
to the pointer.

The pointer and calibrated screen were used to determine the positions of the eyes relative to the biteboard.
We placed the pointer between the screen and the participants, and we asked the participants to look with one
eye and move however they wanted until the tip of the pointer was seen to be aligned with a small white dot pre-
sented on the calibrated screen. Once they considered the tip of the pointer to be aligned with the dot, they had to
press the button of a mouse that they were holding in their hand. They were required to be static at the moment
of recording their answer (move less than 1 mm during the last 300 ms). If they were static at the time, a new dot
appeared at a different position. Otherwise, they had to press again to record their answer. Participants had to
align the tip of the pointer with 20 dots using only the left eye and then with 20 dots using only the right eye. At
the moment they pressed the mouse button the positions of the markers of both the biteboard and the pointer
were recorded. We converted the coordinates of the tip of the pointer and of the dot on the screen into a line with
respect to the markers attached to the biteboard. Thus, we got 20 different lines for each eye (one for each dot that
the participants aligned). The position with respect to the biteboard that minimized the sum of the distances to
all lines was considered to be the position of the eye. From that point on, we could determine the positions of the
two eyes from measured positions of the markers on the biteboard.

Once we knew the positions of the eyes with respect to the biteboard, we calibrated the eye movements record-
ings. To do so, we presented a dot at the center of the screen, and participants had to move their heads for 30's
while maintaining fixation on the dot. By combining the coordinates of the pupil with respect to the head from
the Eyelink data with the position of the dot relative to the eye in the head (based on the calibrated screen and the
biteboard marker coordinates), we determined the scaling of Eyelink coordinates that minimized the deviations
in calculated gaze position throughout this period for each eye. To verify the calibration, we rendered dots at the
positions at which we considered the participants to be looking and asked the participants whether the dots were
approximately at those positions. If so, the calibration was correct. If not, the calibration was repeated.

The final step in the calibration was to relate the position of the fingertip marker in the interception task to
where the participant perceived his or her finger to be relative to the projected images on the screen. For this, we
measured the position of the marker on the fingertip when the participants placed the fingertip at four indicated
positions on the screen. With this calibration we corrected for the fact that the marker was attached to the nail
rather than to the tip of the finger.

To synchronize the Optotrak recordings with the images appearing on the screen we flashed a disk in the
upper left corner of the screen whenever a target appeared. A photodiode that was directed towards that part of
the screen was used to briefly inactivate an additional Optotrak marker attached to the side of the screen (using
custom built hardware with a delay of 1 ms). Detecting this inactivation provided information (to within the 4 ms
sampling interval) about when the target appeared relative to the movement data, and allowed us to determine
that the average latency with which we could adjust the images to events extracted from the online Optotrak
data was 24 ms. All delays were accounted for, both in the analyses and in the feedback provided during the tri-
als (except that the feedback was only provided after this delay). The calibration of the eye tracker and fingertip
marker were run prior to starting each block of trials (details below). The calibration of the pointer and biteboard
was done once, and that of the screen was done at the beginning of each day of measurement.

Stimulus and procedure. To investigate the effect of corrective saccades on perception and action we used
a modified version of the classical Rashbass paradigm?®” to be able to manipulate the oculomotor behavior. We
decided to measure the perceived velocity and interception behavior in two separate tasks to make sure that the
perceptual judgments were not influenced by the errors in the interception task. Participants randomly started
with either the judgment or the interception task (Fig. 1b).

JudgmentTask. Participants were standing in front of the screen and had to fixate a 1 cm diameter black disk
presented 5 cm above the center of the screen for 600 ms. The fixation disk disappeared for 50 ms and a 2 cm diam-
eter white target disk appeared either to the left or the right of the fixation disk. The target disk moved for either
600, 650 or 700 ms at one of three different velocities (13, 15 or 17 cm/s) in the opposite direction than the target’s
step (i.e. if the target appeared to the left of the fixation disk it moved to the right and vice versa). Participants
were asked to follow the target with their eyes as accurately and smoothly as possible. The crucial variable that we
manipulated was the time it took for the target to cross the initial fixation position, the so-called target crossing
time (TX)*?%. To do so, we adjusted the size of the initial step based on the upcoming target velocity so that it
crossed the initial fixation either after 100 ms (short TX) or after 240 ms (long TX). The short target crossing time
was chosen so that the oculomotor behavior across trials was mainly a mix between pure pursuit and pursuit with
additional corrective forward saccades. The long target crossing time was chosen to obtain a mixture between
pure pursuit trials and trials with pursuit and additional backward saccades (Fig. 2). Once the target disappeared,
participants had to judge whether the target was a fast or a slow one in comparison to all the other targets they
had seen until then? by pressing ‘1° or 2’ on a computer keyboard that was placed to the right of their body.
Each participant performed two blocks of 252 randomly interleaved trials (2 TX x 3 durations x 3 velocities x 2
directions x 7 repetitions of each combination). Participants could have a break anytime they wanted by delaying
pressing the key to give their answer. Once they pressed the computer keyboard the next trial started. Each block
lasted approximately 15 minutes.

Interception task. The stimulus we used was the same as the one in the judgment task. However, in the
interception task participants had to move the index finger of their dominant hand to a starting position to start
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Figure 2. Examples of oculomotor behavior. (a) Gaze (thick continuous lines) across time for two
representative trials for the short target crossing time condition for a target that moved at 15 cm/s. The target’s
position is indicated by the dashed black line. The black color in the gaze indicates the initial fixation followed
by smooth pursuit. The blue color indicates a forward saccade. Thus, one trial has a pure pursuit response, while
the other contains a forward saccade. The dashed grey vertical line represents the target’s crossing time. (b)
Representative trials for the long target crossing time. Again, one trial has only a pure pursuit response, whereas
the other now has an additional corrective backward saccade, indicated in green. Other details as in a.

each trial. The starting position was a 1.5 cm diameter red disk that appeared 20 cm below the screen center.
Participants again were instructed to follow a target with their eyes, but now they had to try to intercept the tar-
get by tapping on it. Taps were detected online. A tap was considered to have occurred if the deceleration of the
movement of the hand orthogonal to the screen was at least 50 cm/s? while the finger was less than 5 mm above
the screen. To avoid interpreting motion onset as a tap, we also checked that the finger was moving towards
the screen, and that it had been lifted to at least 1 cm oft the screen since being placed at the starting position.
Feedback was provided after each tap. If participants hit the target, there was a sound and the target stopped
moving. The target remained at the position at which it had been hit for 500 ms. If participants missed the target,
it was deflected away from the finger at 100 cm/s, remaining visible for 500 ms. If no tap was detected online we
looked at the raw Optotrak data offline. If we could find a point with a movement deceleration of at least 25 cm/s*
in the direction orthogonal to the screen while the finger was less than 5 mm above the screen, this point was used
as the tap. The number of trials per block was again 252. Participants could have a break anytime they wanted by
not placing the index finger at the starting position. Every participant completed two blocks, each of them lasting
for about 13 minutes.

Data analysis. The data from both eyes were averaged to estimate the gaze position during the trial.
Participants were standing in front of the screen, at whatever distance they felt would allow them to move freely
and tap the screen comfortably. Given the different heights of the participants and the variations in distance
across trials as a result of participants not being restricted in any way, we report the gaze velocity in cm/s on the
screen rather than in deg/s. This allows us to meaningfully average the gaze data across trials and participants.
In general, participants’ eyes were a bit more than 57 cm from the screen, so 1 cm on the screen is a bit less than
1 deg of visual angle. We performed an offline drift correction by averaging the mean gaze position for the 100 ms
before the fixation target disappeared and subtracting the difference vector between this value and the position of
the target at that time from the eye position vector throughout the trial. The median correction in the horizontal
direction was a shift of 0.4 cm for the judgment task and 0.5 cm for the interception task. We then used a low-pass
Butterworth filter with a cutoff frequency of 30 Hz to filter the horizontal gaze position during each trial. We
computed the velocity by digitally differentiating the filtered eye position signals. The acceleration at each point
during the trial was computed by dividing the difference between the velocities 10 ms before and 10 ms after the
respective time point by the 20 ms between them.

Saccades were detected when the velocity of the eye was at least 2 times higher or 2 times lower than the target
velocity (in the same or in the opposite direction than the target motion respectively) and had an acceleration
of more than 300 cm/s”. The onset of the saccade was defined as the moment at which the acceleration was first
above the threshold. The offset of the saccade was defined as the moment after the peak velocity at which the slope
of the acceleration switched its sign. This slightly underestimates the saccade duration, but it works reasonably
well even when gaze velocity is adjusted after the saccade. Trials were inspected visually to make sure saccades
were detected correctly. Pursuit onset was determined as the first time the eye velocity was higher than two times
the standard deviation of the eye velocity during fixation (—50:50 ms after target movement onset) and stayed
above 30% of the target velocity for 5 consecutive frames (10 ms). After the detection of saccades and pursuit
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onset we used an additional low-pass Butterworth filter with a cutoff frequency of 20 Hz to filter the velocity and
linearly interpolated the velocity during saccades for some parts of our analysis.

For each saccade we extracted the latency as well as the amplitude. Saccades were classified as forward sac-
cades if the direction of the saccade was the same as the target’s movement. If the saccade was in the opposite
direction than the target’s movement, the saccade was classified as a backward saccade. We additionally measured
the instantaneous eye crossing time (EX) for each saccade based on the paper by de Brouwer et al.?*. The EX is
defined as the gaze position error (gaze position-target position) divided by the retinal slip (gaze velocity-target
velocity) measured 100 ms before the saccade onset. It is thought to be a correlate of a potential saccade trigger
mechanism (see?®).

For each trial in the interception task we determined the tapping error as the horizontal distance between the
position at which participants tapped the screen and the position of the center of the target at the moment of the
tap. We considered tapping ahead of the target to be a positive error and hitting behind the target a negative error,
irrespective of the direction in which the target was moving. We concentrated on the horizontal error because
the targets moved horizontally so any interception error caused by misperceiving the target’s velocity should
be reflected in a horizontal error. Indeed, participants tapped close to the target center in the vertical direction
(average across all trials 0.01 cm below the target center, standard deviation 0.42 cm) in all conditions. To observe
whether the presence of saccades led to different kinematics during the interception movement we also calculated
the hand velocity 100 ms before the tap from the recorded Optotrak data, which we had previously filtered in a
similar manner as the eye movement data. As for the gaze, we used the mean of the velocity 120 to 80 ms before
the tap as the estimate of the velocity 100 ms before the tap.

Each measurement was computed for each trial, and we divided trials into trials with pure pursuit and trials
containing corrective saccades. To observe the effect of corrective saccades we computed the difference between
performance on trials tracked with corrective saccades and performance on the same kind of trials when tracked
with pure pursuit. We did this for each velocity and then averaged across the velocities for each participant. We
compared the effect of forward and backward saccades with paired t-tests. Our hypotheses predict specific effects
of the corrective saccades. We expect to see targets with forward saccades to be judged as being faster than targets
with backward saccades. As a consequence of being judged as moving faster, we expect participants to hit ahead of
the target when corrective saccades are forwards and behind the target when saccades are backwards. Finally, we
predict an effect of the saccades on hand velocity, with higher hand velocities when the target is perceived to move
faster. Since we have specific hypotheses about the direction of the effects we used one-sided paired t-tests to test
the effects of corrective saccades. For the analysis of other potential differences in behavior (interception latencies,
saccadic latencies and the EX of saccades) we used two-sided paired t-tests. To compare the influence of correc-
tive saccades on the judgment and interception tasks we computed the correlation across participants between the
effect of corrective saccades on the velocity judgment and on the endpoint error in the interception task.

Exclusion of trials. For the eye movement analysis, we excluded trials in which we could not detect a pursuit
onset or in which the latency of pursuit onset was shorter than 50 ms. Pursuit onsets shorter than 50 ms could
indicate anticipatory pursuit. The randomization of the direction in which the targets moved prevented this from
occurring frequently (it only happened in 56 and 81 trials in the Judgment and Interception tasks, respectively).
We also excluded trials in which we detected blinks during the time the target was presented or when the position
error (error between gaze and target) after the saccade was larger than 5cm. Large position errors typically indi-
cated that participants in this trial stopped tracking the target and already went back to the starting location. For
the analysis of interception we excluded trials in which we could not detect a tap (502 taps were missed during
the recording, but 141 of them could be identified offline and are included in the analysis) or in the rare case (35
trials) that the tap was more than 3 cm from the target (tapping too far from the target usually indicates that there
was an error in detecting the tap).

We had to exclude the data of the judgment task of one participant because her tracking was incomplete. She
always made a saccade back to the center before the target stopped moving. In the interception task she kept
tracking the target until the end, showing again that people naturally look at moving objects during interception.
Across all observers, we could use 4729 of 5040 trials (94%) in the judgment task and 4951 of 5554 trials (89%) in
the interception task for the analysis.

Results

We wanted to investigate whether changes in perceived velocity related to additional corrective saccades would
lead to equivalent systematic errors in interception, quantified as the horizontal distance between the hit and the
target position. To quantify the influence of corrective saccades we split the trials for each participant based on
their oculomotor behavior (Fig. 2). We evaluated the effect of forward and backward corrective saccades by com-
paring trials with identical targets tracked with and without corrective saccades. We refer to the latter as having
pure pursuit. We first looked at the results of the judgment task, to replicate the effect of corrective saccades on
perceived velocity'®. Then, we looked at the results of the interception task. In the end we related the findings of
both tasks to investigate whether, and if so how, the perceptual effect translates into errors in the interception task.

Judgment task. Figure 3a shows the average probability of faster responses for the different target velocities,
target crossing times and oculomotor responses. Within each target crossing time (TX) there is a systematic effect
of the occurrence and direction of the corrective saccade. Trials tracked with additional forward saccades are
perceived to move faster than the corresponding trials tracked with pure pursuit. In contrast, targets in trials with
backward saccades are perceived to move slower than the corresponding targets in trials with only pure pursuit.
We quantified the effect of making saccades by taking the difference between the average judgments of trials with
corrective saccades and trials with pure pursuit for both TX, and averaging the values across the three velocities
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Figure 3. Effect of corrective saccades on velocity judgments. (a) Average of the participants’ mean velocity
judgments for the three different target velocities and two values of TX, separated by the oculomotor behavior.
Black symbols show responses on pure pursuit trials. Blue and green symbols show responses on trials with
forward and backward saccades, respectively. Circles show the data for the short TX. Squares show the data for
the long TX. The data points for each velocity have been spread horizontally to improve visibility. (b) Summary
of the effect of corrective saccades on perceived velocity: difference between trials with corrective saccades

and the corresponding pure pursuit trials (averaged across the three target velocities). All error bars show the
standard error of the mean across participants.

(Fig. 3b). In this way we could isolate the influence of corrective saccades as the presence of saccades was the
only difference between the trials. Forward saccades led to a significantly faster percept than backward saccades
(ty=2.612, p=0.014), confirming that the occurrence and direction of corrective saccades lead to systematic
changes in perceived velocity.

If one looks at the judgments of the pure pursuit trials for each velocity (black symbols in Fig. 3a), it can be
seen that targets in short TX trials are also perceived to move slightly faster than those in long TX trials, although
both are tracked with pure pursuit. This suggests that the participants’ judgments were influenced by the TX
itself, in addition to the effect of the oculomotor behavior. Since the presentation durations were the same for
both TX, this effect might be caused by the final position of the target. Targets in trials with short TX times trav-
elled to more eccentric positions, which the participants might use as an additional cue for judging the velocity.
Nevertheless, results show the predicted effect of the presence of corrective saccades on participants’ judgments
of target’s velocity for each velocity and TX (for more details and control experiments see'®).

Interception task. For the interception task we performed similar comparisons as for the judgment task. We
averaged performance for the different oculomotor responses and values of TX. To further investigate the tem-
poral aspects of a possible role of corrective saccades on interception we determined the time it took participants
to hit the target as well as saccadic latencies. We also measured the pursuit latencies and the eye crossing times
(EX, see methods) for each kind of saccade to determine to what extent they can indicate when the decision was
made to trigger saccades*?. As a direct indicator of the velocity estimate used for the interception task, we also
measured the hand velocity shortly before the tap, as the hand velocity seems to be related to the perceived target
velocity?.

Interception Errors. In line with our perceptual findings, we observed that the errors participants made when
hitting the targets were different in trials with additional corrective saccades than in trials with pure pursuit
eye movements (Fig. 4a and b). Participants hit further ahead of the target in trials with forward saccades than
in comparable trials in which the target was tracked with pure pursuit. In trials with backward saccades the
taps were further behind the target than in trials with pure pursuit. This is what one would expect if targets are
perceived to move faster and slower than they really are, respectively. We again quantified the influence of the
saccades by taking the difference between trials with corrective saccades and pure pursuit trials. We found the
same dependency on the direction of the saccade as we had seen for the judgment task (t;,=2.138, p=10.029).

As for the judgment task, there was a systematic effect of corrective saccades on the interception errors when
comparing the corresponding trials. In addition to this effect there was again a difference between the errors
when comparing the trials with pure pursuit and different target crossing times (Fig. 4a). This effect may be
related to the differences in where participants intercepted the targets on the screen. Due to our stimulus design,
long TX trials, which started further in the periphery, were intercepted closer to the center of the screen (average
distance of 3.64 cm from the screen center) than short TX trials (average distance of 5.56 cm).
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Figure 4. Effect of corrective saccades on interception. (a) Average lateral interception errors across
participants for the three different target velocities and two target crossing times (TX) separated by the
oculomotor behavior. Black symbols show responses for pure pursuit trials. Blue and green symbols indicate
trials with forward and backward saccades, respectively. Circles show the data for the short TX. Squares show
the data for the long TX. The data points for each velocity have been spread horizontally to improve visibility.
An error of 0, shown by the black dotted line, would indicate tapping at the center of the target. Positive errors
indicate hitting in front of the target center. (b) Summary of the effect of corrective saccades on interception
errors: difference between trials with corrective saccades and the corresponding pursuit trials (averaged across
the three target velocities). All error bars represent the standard error of the mean across participants’ average
values.

Interception Timing. As interception is about being at the right place at the right time, we also looked at the
timing of the oculomotor behavior and of the interception behavior. Having the same targets in the judgment
and interception task allowed us to examine whether the timing of the corrective saccades was adjusted by the
upcoming action. On average, saccades occurred significantly earlier in the interception task than in the judg-
ment task (Fig. 5a). In the judgment task forward saccades occurred after an average latency of 314 ms and back-
ward saccades after 253 ms. In the interception task, both types of saccades occurred significantly earlier: forward
saccades occurred after 257 ms and backward saccades after 197 ms (ty=5.614, p < 0.001; ty=2.952, p=0.016,
respectively). To examine whether there was a selective change in the timing of the saccades or a general change in
the oculomotor behavior we compared the oculomotor behavior of the two tasks in more detail. We determined
the pursuit latency as well as the gaze position error 100 ms before the tap for each target crossing time. For the
judgment task we determined the latter value at the average time of that participant’s taps in the interception
task. We found that pursuit latencies, like the saccadic latencies, were shorter in the interception task (t,=4.885,
p <0.001 for trials with short TX and ty="7.066, p < 0.001 for trials with long TX), suggesting a more general
reduction of the latencies of the oculomotor system. The position errors of the eye 100 ms before the tap were
comparable for the two tasks (both p’s > 0.40), so the shorter latencies did not result in more accurate pursuit later
in the movement.

To test whether the circumstances under which corrective saccades were initiated differed between the tasks,
we computed the instantaneous eye crossing time (EX) before each saccade. This measure is similar to the target
crossing time, but is calculated on the basis of the gaze position error and the retinal slip 100 ms before saccade
execution (Fig. 5b). The EX is thought to be correlated with the decision of when to trigger catch-up saccades
during pursuit®*?°. The comparison revealed no significant differences between the tasks for backward sacca-
des (ty=0.178, p=0.862), but there was a significantly shorter EX in the interception task for forward saccades
(ty="5.320, p < 0.001), suggesting that in the interception task forward corrective saccades were not only triggered
earlier than in the judgment task, but also at moments at which the urgency of making a saccade is less evident.
Maybe saccades occur earlier during interception trials to avoid having saccades close to the tap, which is an
important moment for obtaining feedback®.

The time it took for participants to hit the target was longer for trials with additional corrective saccades than
for trials with pure pursuit. This effect was especially pronounced for trials with forward saccades (Fig. 5¢). On
average, the targets in trials with forward saccades were intercepted after 503 ms (SEM = 12 ms), significantly later
(t;0=5.908, p < 0.001) than in trials with identical targets but pure pursuit (M =472 ms; SEM = 14 ms). Trials
with additional backward saccades were intercepted only slightly later than those with pure pursuit (487 ms vs
481 ms), and this difference was not significant (t,,= —1.266, p =0.234). The shorter saccade latencies together
with hitting the target later after having made a corrective saccade in the interception task, suggest that partici-
pants tried to maximize the time without a saccade before the tap. This effect was especially strong for forward
corrective saccades, because forward saccades typically happen later and thus closer to the moment of the tap.
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Figure 5. Times until saccade and tap. (a) Average saccade latencies in the judgment and interception tasks
for forward (blue) and backward (green) saccades. Open circles show individual participants’ mean values and
the respective standard error for each participant. The filled squares show the average saccade latencies and the
standard error of the mean across participants. The black dashed line is the unity line. (b) Average eye crossing
time (EX) for forward (blue) and backward (green) saccades for the judgment and interception task. Symbols
and line as in panel a. Negative crossing times indicate that the target was ahead of the eye. Positive values
indicate that the target was behind the eye. (c) Average time taken to hit the target for each target velocity, value
of TX and kind of oculomotor behavior.

Hand Velocity. In line with faster targets being hit faster, the velocity of the hand at the crucial moment 100 ms
before the interception was slightly faster for trials with forward saccades in comparison to the pure pursuit
trials, whereas for backward saccades the opposite pattern was present. Forward saccades led to an average
increase in hand velocity of 1.23 cm/s, whereas backward saccades led to an average decrease of hand velocity
of —2.21 cm/s (the difference between the two was significant; t,,=2.00, p=0.037). Thus, changes in perceived
velocity due to corrective saccades may not only influence the tapping error but also the kinematics of the inter-
ceptive movement.

Relation between velocity judgments and interception. We found similar saccade-related biases in
visual judgments and in interception, but there was no evident correlation between the two biases across partici-
pants (r,,=0.25, p=0.47 for forward saccades; r,,= —0.02, p=0.94 for backward saccades; Fig. 6a). The lack of
correlation could just reflect the variability in the data, but it could also be due to differences between the use of
information for the two tasks. For the interception task, participants may rely more on information at a certain
moment. For instance, they can only use information until about 100 ms before the moment of the tap, because
from that moment they can no longer make online corrections to the ongoing movement'®. In contrast, informa-
tion can be integrated across the whole trial to judge the velocity. We therefore examined whether the time of the
corrective saccades influences the interception or judgment. We compared two time windows, one that is likely to
be crucial for interception (saccades 100 to 200 ms before the tap, at the last moments at which information can be
used to guide the action), and one that is probably less important (saccades 200 to 300 ms before the tap, leaving
time to respond to information after the saccade). We selected all trials within those time periods, irrespective of
the participant, because otherwise we would not have enough trials since participants seem to suppress saccades
shortly before the tap. We found that, when saccades occurred closer to the tap, they had a stronger effect on the
interception error (Fig. 6b). In the judgment task we performed a comparable analysis. For each participant we
selected trials with corrective saccades in the same time windows as in the interception task. To compare the
influence of corrective saccades at similar times we took the average time until tap for forward and backward sac-
cades in the interception task and aligned the time windows on these values for the judgment task. We computed
the average velocity judgment for each target velocity for the two different time windows and compared it to the
average judgment for pure pursuit trials. For the judgment task we observed no systematic modulation depending
on the timing of the corrective saccade (Fig. 6¢). One could argue that the time windows are not directly compa-
rable between the tasks, as in the judgment task the information of the whole trial could be used for the velocity
judgment. To test that the stronger influence of late information is not purely a recency effect, we also calculated
the effect of corrective saccades happening during the last 100 ms before the trial end in the judgment task, but
did not observe a systematically larger difference than in the other time windows for this time period (Fig. 6¢).

Taken together our results suggest that corrective saccades influence the perceived velocity of the target. The
interception error is modulated by the timing of the saccade because it mainly depends on the perceived velocity
between 100 and 200 ms before the tap. We found no similar modulation of the timing of the corrective saccade
on the velocity judgments, suggesting that here the information is integrated uniformly across the whole trial.

Discussion

We confirmed that making corrective saccades while tracking a moving target affects judgments about such
targets’ velocities'®. The occurrence of forward saccades made the targets appear to move faster than identical
targets tracked with pure pursuit. Backward saccades had the opposite effect (Fig. 3). The change in perceived
velocity was reflected in performance when participants had to intercept the moving targets. Targets tracked

SCIENTIFIC REPORTS |

(2019) 9:5395 | https://doi.org/10.1038/s41598-019-41857-z 8


https://doi.org/10.1038/s41598-019-41857-z

www.nature.com/scientificreports/

a

o
~

A Interception error [cm]
o o
iy

o
(2]

| 0.3
: ° — 0.2 Backward saccade Backward saccade
I IS 0.2
. S, _ 02
! S 04 } 2
7]
e 5 g o1
=
S ,',-,L! m . S olo______ alfws_ui_tsznéit_i@ _________ Z 0 L________Pusuitconditon ___ | [ _ .
. = ) |
= o8 .
e 3 ] S o4l
e 5 01 I DQ_ -
| =
. £ } < 02
" < .02
: Forward saccade 03 Forward saccade
-0.4 0 0.4 100-200 200-300 100-200 200-300 ms ~~7100-200 200-300 100-200 200-300 ms
A Probability faster Time until tap [ms] Time until tap [ms]

Figure 6. Relation between judgment and interception. Blue symbols show effects of forward saccades. Green
symbols show effects of backward saccades. (a) Effects of corrective saccades on individual velocity judgments
and interception errors. (b) Effects of corrective saccades on interception errors when only considering trials in
which the corrective saccades occurred within the indicated time windows. The filled dots show the interception
error for trials in which saccades occurred between 100 and 200 ms before the tap. The empty dots show the
error when saccades occurred between 200 and 300 ms before the tap. Both are compared with errors when
there were no saccades (pursuit condition; dashed line). Error bars show the 95% confidence interval estimated
using bootstrapping. (c) Effects of corrective saccades on ‘faster’ judgments for equivalent time windows to
those used for the interception task. Note here that as there was no tap in the judgment task, we used the average
time until tap for each participant in the interception task to align the time windows in a similar manner. The
shaded lines at the edges of the figure show the effects of corrective saccades happening during the last 100 ms
before the end of the presentation. Probabilities are expressed as differences from those in the pure pursuit
condition. Values are averages across the three target velocities. The error bars represent 95% confidence
intervals based on the variability across participants.

with additional forward saccades were hit further ahead than ones tracked with pure pursuit. Backward saccades
led to tapping at positions further behind the target than is observed with pure pursuit (Fig. 4). The magnitude
of changes in perceived velocity were not correlated with the magnitude of changes in the interception behavior
(across participants; Fig. 6a). This may be because the magnitude of changes in interception depended on the
timing of the saccades (Fig. 6b). The timing of corrective saccades (Fig. 5a) and that of interception (Fig. 5¢) were
adjusted to maximize the time without corrective saccades just before the moment of the interception.

Corrective saccades affecting a general velocity signal.  The existence of a velocity representation that
is independent of the instantaneous oculomotor behavior has been proposed to explain the perceptual effect that
we replicated in the current paper'®. That work modeled the effect of corrective saccades by a dynamic integration
of those two signals, which is distorted around the time of corrective saccades, because the retinal signal becomes
less reliable due to active and passive saccadic suppression processes?*~*!. The existence of such a general velocity
signal is a rather new idea, as classically saccadic and pursuit eye movements were mainly studied in isolation and
thought to belong to different subsystems (see’ for an overview) that influence velocity judgments in completely
different ways. However, a recent study has shown that both saccades and pursuit seem to be affected by a shared
velocity signal®. Our current experiment provides further evidence for such a theory. We were able to replicate
the perceptual effect of corrective saccades and could extend this finding by observing a similar effect in the inter-
ception task. This indicates that corrective saccades might have an impact on a more general velocity estimate of
the target that is not only used for velocity judgments, but also for the prediction of the interception point when
tapping with the hand and probably also for other actions.

Changes in the velocity estimates are also reflected in the hand’s velocity shortly before the tap*. We found
that trials with additional forward saccades had a higher hand velocity shortly before the tap, whereas trials with
additional backward saccades had a lower one. One could argue that this might be due to the effect of corrective
saccades on the time it took to intercept the target. Targets in trials with corrective saccades were intercepted later,
and therefore at more eccentric positions that could be related with a higher velocity of the hand. However, targets
were intercepted later and therefore at more eccentric positions for trials with both forward and backward sacca-
des, whereas the velocity just before intercepting the targets was affected in different directions for the two kinds
of saccades. Thus, the adjustment of the hand velocity seems to be a consequence of the change in the perceived
velocity of the target.

While we observed similar effects of the corrective saccade in the interception task as in the judgment task,
the timing of the corrective saccades seems to modulate the effect on interception. Interception behavior seems
to be guided by a constant updating of judged velocity and position of the target until about 100 ms before the
tap'®. Therefore, the tapping error is most sensitive to saccades that occur at that time (Fig. 6b). Later informa-
tion cannot influence the tap, and earlier information leads to errors that can be corrected before the tap. If a
corrective saccade occurs early enough, updating the interception endpoint with the information provided after
the corrective saccade leads to a comparable performance to that in the pure pursuit trials. In contrast, for per-
ceptual judgments the information about target velocity is probably accumulated across the whole trial to obtain
a precise judgment. This integration of information across the whole trial can explain why saccades at different
points in time have a similar effect on the final velocity judgment (Fig. 6¢). It is also consistent with the finding
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Figure 7. Relation between oculomotor behavior and interception performance. (a) Errors in the interception
task as a function of the expected endpoints based on the eye velocity 100 ms before the tap. Dots represent

all individual pure pursuit trials of all participants. The dashed black line is the unity line. (b) Errors in the
interception task as a function of the gaze position error (with respect to the target) 100 ms before the tap. The
dotted line is the unity line. Positive values indicate errors ahead of the target, negative values indicate errors
behind the target.

that saccades of similar sizes have less effect on the perceived velocity when the trials are longer'®. Thus, corrective
saccades influence the representation of target velocity. How the information is used depends on the task. While
the interception behavior is strongly influenced by a change in this velocity representation around 100 to 200 ms
before the tap, for perceptual judgments the information is integrated uniformly across the whole trial.

Relation between pursuit quality and performance in interception. Despite the potential costs of
drastically changing the retinal input by one’s own eye movements, directing gaze at an object that we are aiming
for is beneficial for the accuracy of arm movements****. Our current findings suggest that the potential costs are
avoided by directing one’s gaze early during the aiming movement. An additional benefit of directing one’s gaze at
the object of interest is that if the object is moving, tracking the moving object will improve our ability to predict
its trajectory” and to intercept the object at the correct place and time>®.

Whether the quality of tracking is related to performance in interception tasks is still under debate. Some
studies have shown a relationship between strategic eye movement behavior and task performance®**3¢, whereas
others report a benefit of tracking but no correlation between tracking accuracy and task performance®*’. To
test whether we could use the eye velocity on individual trials to predict the interception error on those trials, we
estimated the gaze velocity 100 ms before the tap by taking the mean of the velocity between 120 and 80 ms before
the tap, subtracting the target velocity from this, and multiplying the outcome (a measure of pursuit error) by
0.1s. Our results show that neither this error measure based of eye velocity nor the (signed) gaze position error
at the crucial moment, 100 ms before the tap, is predictive of the interception error (Fig. 7). Therefore, our results
suggest that on a trial-by-trial basis accurate eye movements are not necessary to perform accurate interceptive
movements. Variability in eye velocity can be compensated for by combining the eye velocity signals with retinal
information'2. The measurement of instantaneous eye velocity is therefore dissociable from the representation of
the target movement that is used for interception. The correlation that has previously been reported®*>* could
be explained by the fact that overall performance of pursuit and interception behavior might both depend on
how well one can predict future target movements. Predictions are necessary for both oculomotor®®-* and inter-
ception control*! so a correlation between those broad measures might not come as a surprise. At the single trial
level motor noise and different compensation mechanisms, like the adjustment of pursuit velocity based on target
position***3, disrupt the direct relation between the current eye velocity and the target velocity representation
used to predict the interception endpoint.

Timing adjustments of corrective saccades and interceptions. In step-ramp paradigms forward sac-
cades typically happen later than backward saccades**. These differences in latency are related to the movement
of the stimulus. In the case of short target crossing times, the target is passing through the fovea around the time
of pursuit initiation. Thus, error signals at this point are not large, so the decision to trigger a corrective saccade
is delayed until error signals accumulate by the target moving further away?®. For long target crossing times, the
eye is initially well ahead of the target and pursuing the target prevents its motion from quickly decreasing the
position error. Thus, earlier saccades prevent long episodes with large position errors in this case. However, target
eccentricity is not the only factor that influences saccadic latencies because both pursuit onset and saccadic laten-
cies were shorter in the interception task (Fig. 5a). This general reduction of oculomotor latencies was probably
due to the time pressure in the interception task. Participants received feedback about their success and were
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therefore highly engaged to be as fast and accurate as possible. In the judgment task they just had to follow the
target with the eyes, with no time pressure to give their judgment and no explicit feedback about their pursuit.

There were some specific adjustments in the oculomotor and interception behavior that point to a general
strategy of trying to maximize the time without a corrective saccade before the tap. The shorter saccadic latencies
could to some extent be explained by a general speeding of oculomotor latencies, including an earlier start of
the pursuit response. However, when we analyzed the eye crossing times, which are considered to be related to
the decision to make catch-up saccades during pursuit*, we found a difference between forward and backward
saccades. There was no change in eye crossing time for backward saccades, suggesting that the latency change of
backward saccades was probably related to the general decrease of oculomotor latencies. In contrast, for trials
with forward saccades, which typically happen later in the trial, there were some strategic adjustments. First,
forward saccades occurred with significantly smaller eye crossing times in the interception task (Fig. 5b). This
indicates that they were triggered when there was a smaller potential error signal, so that they occur earlier during
the trial. Second, participants took more time until they tapped in trials with forward saccades (Fig. 5¢). Thus, in
line with the results of previous studies®, participants seem to adjust their oculomotor behavior to the task they
need to deal with. Minimizing the occurrence of corrective saccades before interception is a useful strategy to
maximize spatial resolution at the time close before the tap* to gain reliable information at this crucial moment?.
It also avoids the effects of saccadic suppression or mislocalization®**!, which starts already roughly 100 ms before
the execution of the saccade®!*°.

In summary, besides replicating the effects of corrective saccades on velocity judgments we could demonstrate
that interception performance is affected in a similar manner. However, the effects of corrective saccades on
interception errors were not correlated with their effects on velocity judgments. We attribute this to information
about velocity being used differently for the two tasks: integrated across the whole trial for the velocity judgments
but estimated at each moment for interception. Despite the identical target movements in the interception and
judgment tasks, the corrective saccades occurred earlier in interception, probably to maximize the time without
a corrective saccade just before interception.

Data Availability
Data supporting these findings are available at zenodo.org (https://doi.org/10.5281/zenodo.2566255).

References
1. Dorr, M., Martinetz, T., Gegenfurtner, K. R. & Barth, E. Variability of eye movements when viewing dynamic natural scenes. Journal
of vision 10(10), 28-28 (2010).
2. Brenner, E. & Smeets, J. B. Sources of variability in interceptive movements. Experimental Brain Research 195(1), 117-133 (2009).
3. Brenner, E. & Smeets, J. B. Continuous visual control of interception. Human movement science 30(3), 475-494 (2011).
4. Schiitz, A. C., Braun, D. I. & Gegenfurtner, K. R. Object recognition during foveating eye movements. Vision research 49(18),
2241-2253 (2009).
5. Spering, M., Schiitz, A. C., Braun, D. I. & Gegenfurtner, K. R. Keep your eyes on the ball: smooth pursuit eye movements enhance
prediction of visual motion. Journal of Neurophysiology 105(4), 1756-1767 (2011).
6. Fooken, J., Yeo, S. H., Pai, D. K. & Spering, M. Eye movement accuracy determines natural interception strategies. Journal of vision
16(14), 1-1 (2016).
7. Braun, D. I. et al. Smooth pursuit eye movements to isoluminant targets. Journal of Neurophysiology 100(3), 1287-1300 (2008).
8. dela Malla, C., Smeets, J. B. & Brenner, E. Potential systematic interception errors are avoided when tracking the target with one’s
eyes. Scientific reports 7(1), 10793 (2017).
9. Orban de Xivry, J. J. & Lefevre, P. Saccades and pursuit: two outcomes of a single sensorimotor process. The Journal of Physiology
584(1), 11-23 (2007).
10. Brenner, E. & Van den Berg, A. V. Judging object velocity during smooth pursuit eye movements. Experimental Brain Research 99(2),
316-324 (1994).
11. Haarmeier, T., Thier, P,, Repnow, M. & Petersen, D. False perception of motion in a patient who cannot compensate for eye
movements. Nature 389(6653), 849 (1997).
12. Freeman, T. C., Champion, R. A. & Warren, P. A. A Bayesian model of perceived head- centered velocity during smooth pursuit eye
movement. Current Biology 20(8), 757-762 (2010).
13. Spering, M. & Montagnini, A. Do we track what we see? Common versus independent processing for motion perception and
smooth pursuit eye movements: A review. Vision research 51(8), 836-852 (2011).
14. Schiitz, A. C., Braun, D. I. & Gegenfurtner, K. R. Eye movements and perception: A selective review. Journal of vision 11(5), 9-9
(2011).
15. Hughes, A. E. Dissociation between perception and smooth pursuit eye movements in speed judgments of moving Gabor targets.
Journal of vision 18(4), 4-4 (2018).
16. Goettker, A., Braun, D. L, Schiitz, A. C., & Gegenfurtner, K. R. Execution of saccadic eye movements affects speed perception.
Proceedings of the National Academy of Sciences, 201704799 (2018).
17. dela Malla, C., Smeets, J. B. & Brenner, E. Errors in interception can be predicted from errors in perception. Cortex 98, 49-59 (2018).
18. Brenner, E. & Smeets, J. B. Fast responses of the human hand to changes in target position. Journal of motor behavior 29(4), 297-310
(1997).
19. Brenner, E. & Smeets, J. B. How people achieve their amazing temporal precision in interception. Journal of Vision 15(3), 8-8 (2015).
20. Brenner, E., & Smeets, J. B. Accumulating visual information for action. In Progress in brain research (Vol. 236, pp. 75-95). Elsevier
(2017).
21. Lépez-Moliner, J., Brenner, E., Louw, S. & Smeets, J. B. Catching a gently thrown ball. Experimental Brain Research 206(4), 409-417
(2010).
22. Rashbass, C. The relationship between saccadic and smooth tracking eye movements. The Journal of Physiology 159(2), 326-338
(1961).
23. Gellman, R. S. & Carl, J. R. Motion processing for saccadic eye movements in humans. Experimental Brain Research 84(3), 660-667
(1991).
24. De Brouwer, S., Yuksel, D., Blohm, G., Missal, M. & Lefévre, P. What triggers catch-up saccades during visual tracking? Journal of
Neurophysiology 87(3), 1646-1650 (2002).
25. McKee, S. P. & Welch, L. Is there a constancy for velocity? Vision Research 29(5), 553-561 (1989).

SCIENTIFICREPORTS| (2019) 9:5395 | https://doi.org/10.1038/s41598-019-41857-z 11


https://doi.org/10.1038/s41598-019-41857-z
https://doi.org/10.5281/zenodo.2566255

www.nature.com/scientificreports/

26. Coutinho, J. D., Lefévre, P, & Blohm, G. Confidence in predicted position error explains saccadic decisions during pursuit. bioRxiv,
396788 (2018).

27. Brouwer, A. M., Brenner, E. & Smeets, J. B. Hitting moving objects. Experimental Brain Research 133(2), 242-248 (2000).

28. dela Malla, C., Lopez-Moliner, J. & Brenner, E. Seeing the last part of a hitting movement is enough to adapt to a temporal delay.
Journal of Vision 12(10), 4-4 (2012).

29. Ross, J., Morrone, M. C., Goldberg, M. E. & Burr, D. C. Changes in visual perception at the time of saccades. Trends Neurosci 24,
113-121 (2001).

30. Morrone, M. C. Interaction between eye movements and vision: Perception during saccades. The New Visual Neuroscience, eds
Werner, J. S., Chalupa, L. M. (MIT Press, Cambridge, MA), 2nd Ed, pp 947-962 (2014).

31. Crevecoeur, F. & Kording, K. P. Saccadic suppression as a perceptual consequence of efficient sensorimotor estimation. eLife 6,
€25073 (2017).

32. Deravet, N., Blohm, G., de Xivry, J. J. O. & Lefévre, P. Weighted integration of short-term memory and sensory signals in the
oculomotor system. Journal of vision 18(5), 16-16 (2018).

33. Prablanc, C., Echallier, J. F, Komilis, E. & Jeannerod, M. Optimal response of eye and hand motor systems in pointing at a visual
target. Biological cybernetics 35(2), 113-24. (1979).

34. Desmurget, M., Pélisson, D., Rossetti, Y. & Prablanc, C. From eye to hand: planning goal-directed movements. Neuroscience ¢
Biobehavioral Reviews 22(6), 761-788 (1998).

35. Vickers, J. N. Origins and current issues in Quiet Eye research. Curr Issues Sport Sci 1, 101 (2016).

36. Palidis, D. J., Wyder-Hodge, P. A., Fooken, J. & Spering, M. Distinct eye movement patterns enhance dynamic visual acuity. PloS one
12(2), e0172061 (2017).

37. Cesqui, B., Mezzetti, M., Lacquaniti, F. & d’Avella, A. Gaze behavior in one- handed catching and its relation with interceptive
performance: what the eyes can't tell. PLoS One 10(3), 0119445 (2015).

38. Becker, W. & Fuchs, A. F. Prediction in the oculomotor system: smooth pursuit during transient disappearance of a visual target.
Experimental brain research 57(3), 562-575 (1985).

39. Barnes, G. R. & Asselman, P. T. The mechanism of prediction in human smooth pursuit eye movements. The Journal of physiology
439(1), 439-461 (1991).

40. Orban de Xivry, J. J., Bennett, S. J., Lefévre, P. & Barnes, G. R. Evidence for synergy between saccades and smooth pursuit during
transient target disappearance. Journal of neurophysiology 95(1), 418-427 (2006).

41. Mrotek, L. A. & Soechting, J. F. Target interception: hand-eye coordination and strategies. Journal of Neuroscience 27(27), 7297-7309
(2007).

42. Segraves, M. A. & Goldberg, M. E. Effect of stimulus position and velocity upon the maintenance of smooth pursuit eye velocity.
Vision research 34(18), 2477-2482 (1994).

43. Blohm, G., Missal, M. & Lefevre, P. Direct evidence for a position input to the smooth pursuit system. Journal of Neurophysiology
94(1), 712-721 (2005).

44. Bieg, H.J., Chuang, L. L., Biilthoff, H. H. & Bresciani, J. P. Asymmetric saccade reaction times to smooth pursuit. Experimental brain
research 233(9), 2527-2538 (2015).

45. Danion, E. R. & Flanagan, J. R. Different gaze strategies during eye versus hand tracking of a moving target. Scientific reports 8(1),
10059 (2018).

46. Bremmer, F, Kubischik, M., Hoffmann, K. P. & Krekelberg, B. Neural dynamics of saccadic suppression. Journal of Neuroscience
29(40), 12374-12383 (2009).

Acknowledgements

A.G. and K.R.G. were supported by Deutsche Forschungsgemeinschaft (DFG) Collaborative Research Center
SFB/TRR 135 (Project No.: 222641018) and the DFG International Research Training Group 1901. C.M. and E.B.
were supported by NWO 464-13-169 from the Dutch Organization for Scientific Research (to EB).

Author Contributions
All authors designed the experiment, interpreted the results and wrote the manuscript. A.G. and C.M. ran the
experiment, C.M. preprocessed the data and A.G. analyzed the data and prepared the figures.

Additional Information
Competing Interests: The authors declare no competing interests.

Publisher’s note: Springer Nature remains neutral with regard to jurisdictional claims in published maps and
institutional affiliations.

Open Access This article is licensed under a Creative Commons Attribution 4.0 International

M | icense, which permits use, sharing, adaptation, distribution and reproduction in any medium or
format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the Cre-
ative Commons license, and indicate if changes were made. The images or other third party material in this
article are included in the article’s Creative Commons license, unless indicated otherwise in a credit line to the
material. If material is not included in the article’s Creative Commons license and your intended use is not per-
mitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from the
copyright holder. To view a copy of this license, visit http://creativecommons.org/licenses/by/4.0/.

© The Author(s) 2019

SCIENTIFIC REPORTS |

(2019) 9:5395 | https://doi.org/10.1038/s41598-019-41857-z 12


https://doi.org/10.1038/s41598-019-41857-z
http://creativecommons.org/licenses/by/4.0/

	Corrective saccades influence velocity judgments and interception

	Methods

	Participants. 
	Apparatus. 
	Calibration and synchronization. 
	Stimulus and procedure. 
	Judgment Task. 
	Interception task. 
	Data analysis. 
	Exclusion of trials. 

	Results

	Judgment task. 
	Interception task. 
	Interception Errors. 
	Interception Timing. 
	Hand Velocity. 

	Relation between velocity judgments and interception. 

	Discussion

	Corrective saccades affecting a general velocity signal. 
	Relation between pursuit quality and performance in interception. 
	Timing adjustments of corrective saccades and interceptions. 

	Acknowledgements

	Figure 1 Method.
	Figure 2 Examples of oculomotor behavior.
	Figure 3 Effect of corrective saccades on velocity judgments.
	Figure 4 Effect of corrective saccades on interception.
	Figure 5 Times until saccade and tap.
	﻿Figure 6 Relation between judgment and interception.
	Figure 7 Relation between oculomotor behavior and interception performance.




