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8 St James’s Hospital (Medical Physics and Bioengineering Dept.), Ireland
9 Department of Neurology, Barrow Neurological Institute, USA

10 Neuro-Ophthalmology Unit, Barrow Neurological Institute, USA
11 Neuro-Ophthalmology Consultation: Barnett-Dulaney-Perkins Eye Center, USA
12 These authors contributed equally to this work.

ABSTRACT
Our eyes are in continuous motion. Even when we attempt to fix our gaze, we
produce so called “fixational eye movements”, which include microsaccades,
drift, and ocular microtremor (OMT). Microsaccades, the largest and fastest
type of fixational eye movement, shift the retinal image from several dozen to
several hundred photoreceptors and have equivalent physical characteristics to
saccades, only on a smaller scale (Martinez-Conde, Otero-Millan & Macknik, 2013).
OMT occurs simultaneously with drift and is the smallest of the fixational eye
movements (∼1 photoreceptor width, >0.5 arcmin), with dominant frequencies
ranging from 70 Hz to 103 Hz (Martinez-Conde, Macknik & Hubel, 2004). Due
to OMT’s small amplitude and high frequency, the most accurate and stringent
way to record it is the piezoelectric transduction method. Thus, OMT studies
are far rarer than those focusing on microsaccades or drift. Here we conducted
simultaneous recordings of OMT and microsaccades with a piezoelectric device and
a commercial infrared video tracking system. We set out to determine whether OMT
could help to restore perceptually faded targets during attempted fixation, and we
also wondered whether the piezoelectric sensor could affect the characteristics of
microsaccades. Our results showed that microsaccades, but not OMT, counteracted
perceptual fading. We moreover found that the piezoelectric sensor affected
microsaccades in a complex way, and that the oculomotor system adjusted to
the stress brought on by the sensor by adjusting the magnitudes of microsaccades.
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INTRODUCTION
Our eyes are in continuous motion. Saccades, smooth pursuit, reflex eye movements,

and vergence eye movements aim our foveas at successive regions of interest. Even during

periods of relative fixation, we produce so called “fixational eye movements”, which in

human vision include microsaccades, drift, and ocular microtremor (OMT) (Carpenter,

1977; Yarbus, 1967).

Microsaccades, the largest and fastest type of fixational eye movement, shift the retinal

image from several dozen to several hundred photoreceptors and have equivalent physical

characteristics to saccades, only on a smaller scale (Martinez-Conde, Macknik & Hubel,

2004; Martinez-Conde et al., 2009; Martinez-Conde, Otero-Millan & Macknik, 2013). Drift

is a slow (typically< 2◦/s) curvy motion, resembling a random walk, that occurs between

saccades and/or microsaccades (Engbert & Kliegl, 2004). OMT occurs simultaneously

with drift and is the smallest of the fixational eye movements (∼1 photoreceptor width,

<0.5 arcmin), with dominant frequencies averaging∼84 Hz and ranging from 70 Hz to

103 Hz (Bolger et al., 1999; Martinez-Conde, Macknik & Hubel, 2004).

Due to OMT’s small amplitude and high frequency, the most accurate and stringent

way to record it is the piezoelectric transduction method introduced by Bengi & Thomas

(1968a). The main difficulty with this recording technique is its invasiveness, because the

sensor makes direct contact with the eye’s sclera, requiring local anesthesia and holding

the eyelid open (i.e. with adhesive tape). Thus, studies focusing on OMT are rare and the

perceptual consequences of OMT are virtually unknown. New noncontact methods to

measure OMT are in development, but not yet ready for widespread use (Ryle et al., 2009).

Such technology may facilitate future studies to uncover OMT’s role in vision.

Here we conducted simultaneous recordings of OMT and microsaccades with a

piezoelectric device and a commercial infrared video tracking system (EyeLink II, SR

Research). Previous research showed that microsaccades restore visibility to targets that

have faded due to adaptation (Martinez-Conde et al., 2006; McCamy et al., 2012; Troncoso,

Macknik & Martinez-Conde, 2008). Here we set out to determine whether OMT plays

a similar perceptual role. We also tested whether the piezoelectric sensor might affect

the mechanical dynamics of microsaccades (i.e. by dampening eye movements during

recordings).

Human subjects performed: (1) a Troxler fading experiment (Martinez-Conde et

al., 2006; McCamy et al., 2012) to determine the potential contribution of OMT to

counteracting fading during fixation, or (2) a simple fixation experiment to determine

the effects of the piezoelectric sensor on microsaccade parameters.

We used both the piezoelectric and the video eye tracking systems simultaneously to

measure microsaccades, but only the piezoelectric system could measure OMT. Our results

showed that microsaccades, but not OMT, counteracted perceptual fading. We moreover

found that the sensor affected microsaccade dynamics in a complex way, suggesting that

that the oculomotor system adjusted to the mechanical ocular stress brought on by the

sensor by adjusting the magnitudes of microsaccades.

This work has been reported elsewhere in abstract form (Otero-Millan et al., 2010).

McCamy et al. (2013), PeerJ, DOI 10.7717/peerj.14 2/18

https://peerj.com
http://dx.doi.org/10.7717/peerj.14


MATERIALS AND METHODS
Subjects
Eight subjects (5 males, 3 females) with normal or corrected-to-normal vision participated

in the experiments. Experiments were carried out under the guidelines of the Barrow

Neurological Institute’s Institutional Review Board (protocol number 04BN039). Written

informed consent was obtained from each subject.

Eye movement recordings
Video tracker
Depending on the experiment, either binocular or monocular eye position was acquired

noninvasively at 500 Hz with an infrared video tracker (EyeLink II, SR Research).

Piezoelectric sensor
We measured OMT using the piezoelectric transduction method introduced by Bengi

& Thomas (1968a) and refined by Sheahan et al. (1993) and Al-Kalbani et al. (2007). A

silicone tipped piezoelectric bimorph was brought into contact with the sclera in the

interpalpebral region near the temporal limbus. The voltage generated across the bimorph

was amplified by a high input impedance instrumentation amplifier and digitized via a

low noise 24-bit analog-to-digital converter (102 dB dynamic range, variable anti-aliasing

filter, sampling frequency 2500 Hz) to provide sufficient resolution and dynamic range to

capture microsaccades and OMT.

Experimental setup and procedure
We mounted the piezoelectric sensor on the EyeLink II helmet to record eye position

simultaneously with the two systems (Fig. 1A). Each subject laid supine on a hospital

bed, looking up at a horizontally down-facing LCD monitor∼43 cm from the subject. A

licensed physician applied a drop of topical anesthetic (proparacaine) to the eye(s) that

was/were to have a piezoelectric bimorph. The eyelid(s) of the eye(s) that was/were to have

a piezoelectric bimorph was/were then retracted using polyethylene surgical tape. We then

let the silicone tipped piezoelectric bimorph rest on the sclera (Fig. 1B) for a maximum

of two sequential 40-s trials. Subjects performed one of two experimental tasks (Troxler

fading or simple fixation; see Experiments section for details).

Experiments
Fixation experiment
Subjects fixated a small red spot (0.2◦ radius) on the center of the screen. Before the

application of the piezoelectric sensor(s), we conducted a baseline recording of eye

movements with EyeLink II. Next, we applied anesthetic drops to the eye(s) that was/were

to have a sensor, followed by placement of surgical tape. Then, we lowered the sensor(s)

onto the eye(s). We recorded two 40 s trials with the piezoelectric sensor in one or both

eyes, followed by a few recovery trials after sensor removal. To account for the potential

effects of the topical anesthetic and surgical tape on the eye movement measurements,
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Figure 1 Simultaneous eye movement recording setup. (A) The piezoelectric sensor was mounted to the
Eyelink II helmet. (B) Close up of the sensor on the eye in the EyeLink II recording screen. Eyelink II could
track the subject’s pupil successfully (blue pixels inside the green box) despite the presence of the sensor.
(C) 5 s of raw EyeLink II data (top) and microsaccadic component of the simultaneous piezoelectric
recording (bottom). Notice the good correspondence between microsaccades (quick eye position jumps)
detected with Eyelink II and the spikes from the microsaccadic component (i.e. a filtered version of the
raw data; see Materials and Methods for details) of the piezoelectric recording. The y-axis applies to the
EyeLink data only.

we recorded some trials in the presence of anesthetic and surgical tape, without the

piezoelectric sensor.

Troxler fading experiment
This experiment consisted of monocular recordings only (we patched the eye without

the piezoelectric sensor). Otherwise the experimental procedure was as above, except

that subjects continuously reported whether a visual target was faded/fading (button

press) or intensified/intensifying (button release) while fixating the central red spot

(Martinez-Conde et al., 2006; McCamy et al., 2012). The visual target (Fig. 4A) was a

two-lobe Gabor patch with a peak-to-trough width of 2.5◦ (Gaussian standard deviations

of x = 1.5◦ and y = 1◦; sine wave period of 5◦; sine wave phase of 0), maximum contrast

of 40% from peak-to-trough and same average luminance (50%) as the background

(Martinez-Conde et al., 2006; McCamy et al., 2012). The Gabor was presented at 0◦ or

9◦ of eccentricity measured from the center of the fixation point to the center of the Gabor.
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The orientation of the Gabor varied randomly between 0◦ and 360◦ in each trial, to control

for orientation adaptation effects. The position of the Gabor also varied randomly across

trials (at one of the eight points of the compass) in the 9◦ eccentricity condition, to control

for possible contrast adaptation effects. After 40 s, the stimuli disappeared and the trial

ended. To disregard the potential effect of the initial stimulus onset transient at the start of

each trial, we conducted analyses only on data recorded after the first second of the trial.

Eye movement analyses
Video tracker
We identified and removed blink periods as portions of the raw data where pupil

information was missing. We also removed portions of data where very fast decreases and

increases in pupil area occurred (>50 units/sample, such periods are probably semi-blinks

where the pupil is never fully occluded) (Troncoso, Macknik & Martinez-Conde, 2008). We

added 200 ms before and after each blink/semi-blink to eliminate the initial and final parts

where the pupil was still partially occluded (Troncoso, Macknik & Martinez-Conde, 2008).

We identified saccades with a modified version of the algorithm developed by Engbert

& Kliegl (Engbert, 2006; Engbert & Kliegl, 2003; Engbert & Mergenthaler, 2006; Laubrock,

Engbert & Kliegl, 2005; Rolfs, Laubrock & Kliegl, 2006) with λ = 6 (used for the velocity

threshold detection) and a minimum saccadic duration of 6 ms. To reduce the amount of

potential noise, we considered only binocular saccades during binocular recordings; that is,

saccades with a minimum overlap of one data sample in both eyes (Engbert, 2006; Engbert

& Mergenthaler, 2006; Laubrock, Engbert & Kliegl, 2005; Rolfs, Laubrock & Kliegl, 2006).

Additionally, in all recording conditions, we imposed a minimum intersaccadic interval of

20 ms, so that potential overshoot corrections might not be categorized as new saccades

(Møller et al., 2002). We imposed a maximum microsaccadic magnitude of 2◦ in both eyes

(Beer, Heckel & Greenlee, 2008; Betta & Turatto, 2006; Martinez-Conde et al., 2006; Troncoso

et al., 2008). Microsaccade properties (i.e. magnitude, peak velocity) heretofore described

were calculated from the EyeLink II data.

Piezoelectric sensor
The raw output of a piezoelectric probe on the eye shows the continual, high frequency

OMT signal riding on a larger amplitude low frequency signal, consisting of drift and

background movement, interspersed with sharp, short, intermittent microsaccades.

OMT was defined as vibrations in the 20 Hz to 150 Hz band in the piezoelectric signal

output. Simple bandpass filtering of the signal to isolate OMT can cause ringing artifacts

in response to microsaccades, whereas cutting out microsaccades causes short periods

of data loss. To avoid these issues, a wavelet denoising technique was used to separate

the microsaccadic component from the piezoelectric output (Al-Kalbani et al., 2007)

(Fig. 1C). In this technique, the OMT and drift components are initially treated as

“noise” in the raw piezoelectric signal. The raw signal is transformed to obtain UWT

(Undecimated Wavelet Transform) coefficients. The smaller coefficients correspond to

signal noise, in this case OMT and drift. The coefficients are thresholded, with coefficients

below the threshold set to zero and those above the threshold left unchanged. The
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threshold levels for denoising were calculated from the universal threshold approach using

multiple level rescaling for variance estimation (Luo & Zhang, 2012). An inverse transform

is then applied to the thresholded coefficients and the recovered signal contains only the

microsaccadic elements. To obtain a microsaccade “free” trace (Fig. 1C), this signal is

then subtracted from the original raw piezoelectric signal, leaving only the OMT and drift

components of the trace. This trace is then band passed using a 20–150 Hz digital bandpass

elliptical digital filter to remove drift and to isolate OMT.

Some piezoelectric sensor data was discarded because technical difficulties with the

probe resulted in poor signal, resulting in a total of 15 trials across subjects in the Troxler

fading experiment (Fig. 4C).

Microsaccade and OMT correlations with transitions to visible and
invisible percepts
We correlated microsaccade production to the subjects’ perceptual reports, as in McCamy

et al. (2012). Briefly, let XM and XR be the stochastic processes representing the onsets

of microsaccades and intensification reports. For example, if s1,s2,...,sk are the start

times of all the microsaccades for a given subject, then XM for that subject will be given

by XM(t) = 1 if t = si for some 1 ≤ i ≤ k, and XM(t) = 0 otherwise; similarly for XR. We

obtained correlations of microsaccades with reports of intensification for each subject,

using ξMR(t) =
∑n=∞

n=−∞XM(n+ t)XR(n) and then converting it to a rate (similarly for

correlations of microsaccades with reports of fading). For each subject, correlations were

smoothed using a Savitzky–Golay filter of order 1 and a window size of 151 ms (XM and

XR were not smoothed). Average correlations are the average of the smoothed correlations

(Fig. 4B). OMT correlations with reports of perceptual transitions were obtained in a

similar fashion.

Statistics
To analyze the effect of the piezoelectric sensor on microsaccade magnitude and rate, we

conducted separate single-factor repeated measures ANOVAs (one for each dependent

variable) with the three measuring times (before sensor, during sensor, and after sensor)

as the within-subjects factor. We conducted post hoc comparisons using Tukey HSD tests.

To study the effect of the surgical tape and anesthetic on microsaccade magnitude, we

used separate two-tailed paired t-tests (one for each dependent variable). To analyze the

effect of the probe on the microsaccadic peak velocity–magnitude relationship, we used

a two-tailed paired t-test on the slopes found from the robust linear regressions, for each

subject. The significance level was set at α = 0.05. We analyzed the effect of the sensor, tape,

and anesthetic on microsaccades using data from the fixation experiment only.

RESULTS
Simultaneous recordings and the effects of the piezoelectric sen-
sor on microsaccades
Whereas the piezoelectric sensor can measure both microsaccades and OMT, video systems

such as EyeLink II (SR Research) can measure microsaccades accurately, but do not have
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the resolution necessary to measure OMT (McCamy, Macknik & Martinez-Conde, in press).

We extracted the microsaccadic component of the piezoelectric sensor data using a wavelet

denoising technique (Al-Kalbani et al., 2007) and we detected the microsaccades from the

EyeLink II data using a modified version of Engbert and Kliegl’s algorithm (Engbert &

Kliegl, 2003) (Fig. 1C; see Materials and Methods for details). Because the piezoelectric

sensor comes in contact with the eye, we wondered whether its presence might affect

microsaccade dynamics, for instance by dampening eye movements during simultaneous

piezoelectric and video recordings.

We determined the effects of the piezoelectric sensor on microsaccades using data from

the fixation experiment; see Materials and methods for details. Subjects fixated a central

spot and we recorded their eye position binocularly with EyeLink II while applying the

piezoelectric sensor in one eye, both eyes, or neither eye.

Microsaccades occurred as binocular events in every condition, but when a single

sensor was placed in one eye, microsaccade magnitudes in the eye with the sensor were

significantly smaller than in the eye without the sensor (Figs. 2A–2B and 2C). Further,

microsaccades in the eye without the sensor were significantly larger than microsaccades

previous to sensor placement, and those in the eye with the sensor were significantly

smaller than prior to sensor placement (Fig. 2C). Normal microsaccade magnitudes were

restored upon sensor removal (Fig. 2C). Binocular application of the sensor did not alter

microsaccade magnitude significantly, but we note that data from this condition were

limited to few trials in only two subjects (not shown).

The eye with the sensor had a slightly lower (but not statistically significant, t(5) =
1.960,p= 0.107) peak velocity–magnitude slope (58 s−1

± 5 s.e.m.) than the eye without

the sensor (62 s−1
± 4 s.e.m.) (Fig. 3), suggesting moderately decreased microsaccade

velocities in the eye with the sensor.

The presence of the sensor did not affect microsaccade rates (with sensor: 1.47

microsaccades/s ± 0.36 s.e.m.; without sensor: 1.11 microsaccades/s ± 0.25 s.e.m.;

t(5)= 2.075, p= 0.093).

In the Troxler fading experiment (see Materials and Methods for details), applying the

sensor to one eye during monocular viewing (i.e. putting a patch on the eye without

the sensor) also led to reduced microsaccade magnitudes, as compared to microsaccade

magnitudes before sensor application (not reaching statistical significance, p = 0.081;

n= 4 subjects) (Fig. 2D). Microsaccades after sensor removal were significantly larger than

those occurring while the sensor was on. Thus, changes in microsaccade magnitude in the

eye with the sensor were consistent with those observed in the fixation experiment.

Neither taping the eyelids open (with tape: 0.43◦ ± 0.07 s.e.m.; without tape:

0.46◦ ± 0.06 s.e.m.; t(2) = 1.764, p = 0.221) nor applying anesthetic drops (with

anesthetic: 0.48◦ ± 0.06 s.e.m.; without anesthetic: 0.49◦ ± 0.06 s.e.m.; t(2) = 0.475,

p = 0.682) affected microsaccade magnitudes. Thus, the changes in microsaccade

magnitude described above were due to the application of the sensor.
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Figure 2 Effects of the piezoelectric sensor on microsaccades. (A) Each dot represents a binocular
microsaccade from the fixation experiment. Microsaccade magnitude in the eye with the sensor is on
the x-axis and microsaccade magnitude in the eye without the sensor is on the y-axis. Microsaccades were
smaller in the eye with the sensor (n= 6 subjects). (B) Magnitude distributions of microsaccades from the
fixation experiment, in the eye with the sensor and in the eye without the sensor (n= 6 subjects). (C) Mi-
crosaccades in the eye without the sensor were significantly bigger than those prior to sensor application
(F(2,10) = 6.49, p = 0.016); microsaccades in the eye with the sensor were significantly smaller than
those prior to sensor application (F(2,10) = 8.86, p = 0.006). Normal microsaccade magnitudes were
restored upon sensor removal in both eyes (all Tukey HSD p-values> 0.5 for comparisons of Before and
After) (n= 6 subjects). (D) In the Troxler fading experiment, microsaccades in the eye with the sensor also
tended to be smaller than those prior to sensor application (though the results did not reach significance,
p= 0.081). Microsaccades in the eye with the sensor were significantly smaller than after sensor removal
(F(2,6)= 12.45, p= 0.007) (n= 4 subjects). (C, D) Insets indicate the number of microsaccades in each
condition. Error bars and numbers in parentheses indicate the s.e.m. across subjects. * Indicates statistical
significance using a Tukey HSD posthoc comparison with p< 0.05.

Microsaccades but not OMT are correlated with perceptual
restoration after Troxler fading
Here we set out to quantify the potential role of OMT in restoring faded vision during

fixation. Because OMT is not necessarily conjugate (Martinez-Conde, Macknik & Hubel,

2004), we placed a single piezoelectric sensor in either the left or the right eye, and

patched the eye without the sensor. Thus, this experiment consisted entirely of monocular

recordings.

Four subjects fixated a central spot and continuously reported, via button press, whether

an unchanging visual stimulus (a 2-lobe Gabor patch with 40% contrast), which was
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Figure 3 Microsaccadic peak velocity–magnitude relationships. (A, B) Microsaccades from the fixation
experiment in the eye with the sensor (A) and in the eye without the sensor (B). Plots show data from all
subjects for illustrative purposes.

presented either foveally or peripherally (9◦), was faded (or in the process of fading) versus

intensified (or in the process of intensifying) (Martinez-Conde et al., 2006; McCamy et al.,

2012) (Fig. 4A; see Materials and Methods for details). Microsaccade rates increased before

perceptual transitions to intensifying targets and decreased before perceptual transitions to

fading targets, in agreement with previous research (Martinez-Conde et al., 2006; McCamy

et al., 2012) (Fig. 4B). Foveal and peripheral presentations of the Gabor patch resulted

in equivalent modulations of microsaccadic rates before perceptual transitions, also

consistent with previous results (McCamy et al., 2012) (data in Fig. 4B are collapsed across

both eccentricities). The microsaccades detected with EyeLink II and the microsaccadic

component from the piezoelectric recording produced comparable correlations with

perceptual transitions (Fig. 4B and Inset from Fig. 4C). OMT frequency was not correlated

with either type of perceptual transition (Fig. 4C).

DISCUSSION
We spend about 80% of our free-viewing time fixating our gaze (Otero-Millan et al., 2008).

Vision is moreover suppressed during saccades (Bridgeman & Macknik, 1995; Macknik,

Fisher & Bridgeman, 1991; Matin, 1974), and so most visual information acquisition

occurs during fixation. Furthermore, in the absence of retinal image motions due to eye

movements, visual fading ensues during fixation (Ditchburn, Fender & Mayne, 1959;

Drysdale, 1975; Riggs et al., 1953; Sharpe, 1972). Thus, the functions and dynamics of

fixational eye movements are important for understanding visual perception.

Here we conducted simultaneous recordings of microsaccades and OMT with a

piezoelectric device and a commercial infrared video tracking system to determine whether

OMT could help to restore perceptually faded targets during fixation, and whether the

placement of a piezoelectric sensor might affect the characteristics of microsaccades. We

found that (a) increased microsaccade rates were correlated to the perceptual restoration

of faded visual targets, in agreement with previous research, (b) OMT frequency was not

correlated with the subjects’ perceptual reports, and (c) the piezolectric sensor affected

microsaccade dynamics in a complex way.
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Figure 4 Troxler fading experiment: experimental design, and microsaccade rates and OMT frequency
relative to reported transitions. (A) Epoch from the Troxler fading experiment. Physical stimulus (top
row; fixation spot not to scale), subject’s perception of the stimulus (second row), and subject’s report
via button press (third row). (B) Average microsaccade rates around reported transitions toward intensi-
fication and fading (n= 4 subjects). The solid vertical line indicates the reported transitions (t = 0). The
horizontal dashed line indicates the average microsaccade rate across subjects. The correlation analyses
included an average of 1,172± 167 transitions to intensification, 1,031± 167 transitions to fading, and
5,108± 800 microsaccades per subject. Shadows and errors indicate the s.e.m. across subjects (n = 4).
(C) Average OMT frequency around reported transitions toward intensification and fading. The solid
vertical line indicates the reported transitions (t = 0). Data collapsed across subjects (n = 4) and trials
(n = 15); see Materials and Methods for details. Shadows indicate the s.e.m. across trials. Inset: Same
dataset from main panel. The microsaccadic component from the piezoelectric recording produced
comparable correlations with perceptual transitions to those in (B). The correlation analyses included
94 transitions to intensification (main panel and inset), 86 transitions to fading (main panel and inset)
and 381 microsaccades (inset only; detected from the corresponding EyeLink data).

Effects of the piezoelectric sensor on microsaccade dynamics
The oculomotor system adapts to adversities that would, unchecked, impair visual

perception. For example, the oculomotor system adjusts its output to account for

anatomical change due to growth, damage to the central nervous system or muscular

control, and correction of visual refraction from glasses/contacts (Optican, Zee & Chu,

1985; van Donkelaar & Gauthier, 1996). Investigations of the oculomotor system’s adaptive

ability have focused on saccadic adaptation, see Pélisson et al. (2010) for a review. In this

paradigm, a subject makes saccades to successive cued locations. During the execution
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of each saccade, the cued location consistently changes (the subject is unaware of this

change due to saccadic suppression) to induce a visual error signal at the termination of

the saccade. The saccadic system senses this systematic error and slowly adjusts its output

(i.e. it recalibrates itself) to compensate for and finally remove the error. The smooth

pursuit system can adapt in similar ways as well (van Donkelaar & Gauthier, 1996). Here

we encountered another situation where the oculomotor system adjusted its output (i.e. it

changed its microsaccade magnitudes) to compensate for the adversity brought on by the

piezoelectric sensor.

Lowering the sensor onto the sclera led to (at least) two changes to the state of the eye

that could have affected microsaccade magnitude in our experiment: (1) translation and

possible rotation of the eye, and (2) dampening of eye movements and deformation of the

sclera (upon stabilization after the initial lowering of the sensor onto the eye).

The oculomotor system adjusts its output based on retinal (i.e. visual) and extraretinal

(i.e. non-visual) signals (Collins & Wallman, 2012; Pélisson et al., 2010). In the absence of

extraretinal signals, image displacements due to eye movements would be indistinguish-

able from those due to motion in the world; thus retinal signals, by themselves, are not

sufficient for accurate visual perception. Extraretinal signals have two possible sources:

(a) proprioceptive signals from the extraocular (EOM) muscles and (b) corollary discharge

signals from the motor command center. The importance of each type of extraretinal

signal is debated, but both are thought to contribute to normal perception (Balslev et al.,

2012; Donaldson, 2000; Wang & Pan, 2012; Weir, 2006; Weir, Knox & Dutton, 2000); see

Donaldson (2000) for a comprehensive review).

Placement of the piezoelectric sensor on the eye produces a similar scenario to that

of the classic “eye press” experiments investigating the contributions of proprioceptive

versus corollary discharge signals to perception (Gauthier, Nommay & Vercher, 1990;

Rine & Skavenski, 1997; Stark & Bridgeman, 1983). In eye press experiments, one presses

on the outer canthus (part of the sclera where the upper eyelid meets the lower one,

towards the ear) of the eye while the subject indicates the direction of a target by pointing

(Stark & Bridgeman, 1983). The procedure displaces the eye without a corresponding

corollary discharge signal, and the experimenter measures the subsequent effects on spatial

perception. Experimental conclusions are largely dependent on the assumption that the

eye press does not affect the EOM proprioception signals. However, critics have argued

that pressing on the outer canthus changes both corollary discharge and proprioceptive

signals in a complex and, at the moment, undetermined manner (see Donaldson (2000)

for a thorough discussion).Thus, it is unclear whether both translation and rotation occur

due to the press and if so, to what extent. It is also unknown whether muscle spindles and

palisade endings in the EOMs respond in the same way to passive (i.e. externally imposed)

versus active (i.e. internally imposed) movements of the eye. Because of these unknowns,

the eye press technique has fallen out of use and the conclusions from studies employing it

are debatable (Donaldson, 2000; Rine & Skavenski, 1997). Thus, we can only speculate as to

how the inferences from eye press studies relate to our results:
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One plausible explanation is that the dampening force of the piezoelectric sensor may

have caused microsaccades in the eye with the sensor to be smaller than the oculomotor

system intended, thus causing a visual error signal (although subjects did not report any

visual errors spontaneously, and received no queries about them) that led to the observed

changes in microsaccade magnitude. The mechanical pressure may have also changed the

proprioceptive signals of the eye with the sensor. Because classical saccadic adaptation is

a gradual process that takes up to 100 trials to complete (i.e. several minutes) (Pélisson

et al., 2010), and the “adaptation” we observed was very quick (i.e. the sensor was in

the eye for only 80 s) it may be that the sensor affected proprioceptive signals mainly.

Proprioceptive signal changes due to dampening – in addition to possible visual error

signals in the eye with the sensor – may have resulted in more force and hence innervation

in that eye to move as intended. To keep the saccades conjugate (i.e. to obey Hering’s

law of equal innervation, which states that during saccades, both eyes receive equal

innervation to corresponding muscles (Bahill et al., 1976)), microsaccades in the eye

without the sensor may have increased in magnitude (i.e. due to increased innervation),

without any damping. In agreement with this possibility, previous studies have found that

oculomotor adaptation in one eye translates, at least partially, to the other eye (Albano &

Arzola Marrero, 1995; Hopp & Fuchs, 2004; Optican & Robinson, 1980) (albeit oculomotor

adaptation can also be disconjugate, see Hopp & Fuchs (2004) and Snow, Hore & Vilis

(1985)).

Frens & Geest (2002) found that placement of scleral coil annuli on both eyes of human

subjects led to reduced saccadic velocities (by about 5%) and increased saccadic durations

(by about 8%). When they placed a coil on one eye only, the effect was still present in both

eyes, although it was more variable; thus the authors hypothesized that the effects were

non-mechanical, possibly due to an alteration in oculomotor signals. Whereas the OMT

sensor has much greater mass than the scleral coil, a similar logic may apply; thus both

mechanical and neural factors may have contributed to our observations.

Finally, placement of the sensor resulted in visible deformation of the sclera, which may

have affected the shape of the cornea and caused optical blur. It is not clear whether scleral

deformation could have affected microsaccade magnitude, but it may have introduced a

larger visual error signal and thus contributed to our results.

A definite physiological explanation of the effect of the sensor on microsaccade

magnitude remains elusive, due to all the unknown variables detailed above. Future

research specifically designed to investigate the effects of changing proprioceptive and

corollary discharge signals on microsaccades should provide further insight into how both

types of signals combine to give the brain knowledge of gaze position during attempted

fixation.

Video oculography systems such as the EyeLink II tracker used here are incapable of

measuring OMT (McCamy, Macknik & Martinez-Conde, in press), and so we could not

determine the potential effects of the sensor placement on the characteristics of OMT.

However, a previous study limited to one subject (Al-Kalbani, 2010), using the same basic

probe design as described here, found no significant difference between mean peak OMT
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frequency measured in both eyes, where the probe mass on one eye was increased by

∼30% (14 g to 18.5 g), compared to the probe used in the other eye. Neither was there

any difference observed in the mean RMS OMT amplitude of the eyes with the heavier

and lighter probes. Although no apparent relation was found between probe mass and

mean RMS amplitude or frequency estimates, there was some greater variability seen in

amplitude and frequency within individual records. Confirmation that the probe does

not significantly suppress OMT activity would demand repeating the experiment with a

“zero” mass probe (i.e. a non-contacting approach). Yet, physiological relevant frequency

variations in mean peak OMT frequency clearly do transmit to piezoelectric probes,

despite any potential damping, as established in many studies showing OMT frequency

changes in different clinical conditions (Bojanic, Simpson & Bolger, 2001; Bolger et al., 2000;

Coakley, 1983).

Bengi & Thomas (1968b) also investigated the effect of loading the eye on OMT spectra,

and found a progressive reduction in the amplitude of velocity spectral density with

increased moment of inertia (via weights on a contact lens) of between 5 and 15 g cm2.

Non-contact laser speckle interferometry offers the possibility of future OMT

measurements without interfering with eye dynamics (Al-Kalbani et al., 2009).

Implications for the definition of “microsaccade”
Until the 1990s, microsaccades were defined as having amplitudes smaller than 12 min

arc. This cut-off value originated in earlier studies finding that the distribution of saccadic

sizes during fixation declined sharply around 12 min arc (Collewijn & Kowler, 2008).

However, studies conducted in the last two decades found that microsaccade sizes often

exceed this value (Martinez-Conde et al., 2009; Otero-Millan et al., 2008; Rolfs, 2009; see also

Figs. 2 and 3).

The recent shift to larger microsaccadic magnitudes remains unexplained (Rolfs, 2009).

Current and former experimental conditions, including illumination, display type, means

of head fixation, and fixation effort, may differ (Collewijn & Kowler, 2008; Rolfs, 2009);

another suggestion is that older studies relied on highly trained observers, usually the

authors themselves, whereas modern experiments prefer naive participants with little or no

fixation experience (Rolfs, 2009).

Another difference is that contemporary human eye-tracking is usually non-invasive,

whereas early contact-lens based techniques, such as the optical lever method (Boyce,

1967), required direct and potentially unsafe contact with the eye (McCamy, Macknik &

Martinez-Conde, in press). Thus, eye motion hindrance (in addition to altered oculomotor

signals, see discussion of Frens & Geest (2002) and Bengi & Thomas (1968b) in the previous

section) from the recording apparatus may have led to smaller microsaccades in the early

studies. Because non-contact eye trackers leave the eye unencumbered, microsaccades may

be free to reach their natural (i.e. larger) amplitude ranges in contemporary studies. Our

present data, showing that the application of a monocular piezoelectric sensor decreases

(and that sensor removal restores) normal microsaccade magnitudes, are consistent with

this possibility (see Martinez-Conde, Otero-Millan & Macknik, 2013, for an in-depth

review).
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Effects of microsaccades and OMT on perceptual restoration after
Troxler fading
Microsaccade rates increased before perceptual transitions to intensification and decreased

before perceptual transitions to fading, indicating that microsaccades counteract Troxler

fading, in agreement with previous results (Martinez-Conde et al., 2006; McCamy et al.,

2012) (Fig. 4B). However, OMT frequency was not correlated with perceptual restoration

of faded targets in the present conditions (Fig. 4C).

It is important to note that the limited amount of data available from the piezoelectric

recordings (Fig. 4C Inset) generated microsaccade correlations with perceptual transitions

that were comparable to those obtained with the full video tracker recordings dataset

(Fig. 4B); thus it seems unlikely that the lack of a correlation between OMT frequency and

perception was due to insufficient data (because the same amount of data did render a

correlation for microsaccades). Yet, our results do not completely rule out a contribution of

OMT to combating visual fading. For instance, differences in OMT frequency or amplitude

across subjects might cancel out in the average, thereby diminishing a potential correlation

with perceptual transitions in our analyses.

In addition, OMT may improve or enhance other visual functions, such as signal

detection (Funke, Kerscher & Wörgötter, 2007) or visual acuity (Hennig et al., 2002; Zozor,

Amblard & Duchêne, 2009). Future research should investigate the potential effects of OMT

in preventing and restoring faded targets of varied spatial frequencies, eccentricities and

sizes, as well as its possible role in other perceptual phenomena.
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JO-M was a Fellow of the Pedro Barrié de la Maza Foundation. The funders had no role

in study design, data collection and analysis, decision to publish, or preparation of the

manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:

National Science Foundation: 0643306, 0852636, 1153786, 0726113.

Competing Interests
Susana Martinez-Conde and Stephen L. Macknik are Academic Editors for PeerJ.

McCamy et al. (2013), PeerJ, DOI 10.7717/peerj.14 14/18

https://peerj.com
http://dx.doi.org/10.7717/peerj.14


Author Contributions
• Michael B. McCamy, Niamh Collins, Jorge Otero-Millan and Xoana G. Troncoso

conceived and designed the experiments, performed the experiments, analyzed the

data, wrote the paper.

• Mohammed Al-Kalbani conceived and designed the experiments, performed the

experiments, analyzed the data.

• Stephen L. Macknik, Davis Coakley, Gerard Boyle and Susana Martinez-Conde

conceived and designed the experiments, analyzed the data, wrote the paper.

• Vinodh Narayanan and Thomas R. Wolf performed the experiments.

Ethics
The following information was supplied relating to ethical approvals (i.e. approving body

and any reference numbers):

Barrow Neurological Institute’s Institutional Review Board: 04BN039.

REFERENCES
Albano JE, Arzola Marrero J. 1995. Binocular interactions in rapid saccadic adaptation. Vision

Research 35(23–24):3439–3450 DOI ./-()-T.

Al-Kalbani M. 2010. Ocular microtremor measurement, characterization & analysis. Ph.D.
Trinity College Dublin, Ireland.

Al-Kalbani M, Collins N, Boyle G, Foran T, Hegarty F, Sheahan N, Coakley D. 2007. Recovering
the Ocular Microtremor Signal using Wavelet Denoising Technique. IEEE International
Conference on Signal Processing and Communications, 2007. ICSPC 2007 (pp. 1571–1574).
Presented at the IEEE International Conference on Signal Processing and Communications,
2007. ICSPC 2007 DOI ./ICSPC...

Al-Kalbani M, Collins N, Boyle G, Hegarty F, Foran T, Sheahan N, Coakley D. 2007. An
automated ocular microtremor feature extraction using the gabor thresholding technique.
29th Annual International Conference of the IEEE Engineering in Medicine and Biology Society,
2007. EMBS 2007 (pp. 2851–2854). Presented at the 29th Annual International Conference
of the IEEE Engineering in Medicine and Biology Society, 2007. EMBS 2007, IEEE
DOI ./IEMBS...

Al-Kalbani M, Mihaylova E, Collins N, Coakley D, Boyle G, Toal V. 2009. Ocular microtremor
laser speckle metrology. Conference Papers. Retrieved from http://arrow.dit.ie/cieocon2/7.

Bahill AT, Ciuffreda KJ, Kenyon R, Stark L. 1976. Dynamic and static violations of Hering’s law
of equal innervation. American Journal of Optometry and Physiological Optics 53(12):786–796
DOI ./--.

Balslev D, Himmelbach M, Karnath HO, Borchers S, Odoj B. 2012. Eye proprioception used for
visual localization only if in conflict with the oculomotor plan. The Journal of Neuroscience
32(25):8569–8573 DOI ./JNEUROSCI.-..

Beer AL, Heckel AH, Greenlee MW. 2008. A motion illusion reveals mechanisms of perceptual
stabilization. PLoS ONE 3(7): e2741 DOI ./journal.pone..

Bengi H, Thomas JG. 1968a. Three electronic methods for recording ocular tremor. Medical &
Biological Engineering 6(2):171–179 DOI ./BF.

McCamy et al. (2013), PeerJ, DOI 10.7717/peerj.14 15/18

https://peerj.com
http://dx.doi.org/10.1016/0042-6989(95)00079-T
http://dx.doi.org/10.1109/ICSPC.2007.4728633
http://dx.doi.org/10.1109/IEMBS.2007.4352923
http://arrow.dit.ie/cieocon2/7
http://dx.doi.org/10.1097/00006324-197612000-00005
http://dx.doi.org/10.1523/JNEUROSCI.1488-12.2012
http://dx.doi.org/10.1371/journal.pone.0002741
http://dx.doi.org/10.1007/BF02474271
http://dx.doi.org/10.7717/peerj.14


Bengi H, Thomas JG. 1968b. Fixation tremor in relation to eyeball-muscle mechanics. Nature
217(5130):773–774 DOI ./a.

Betta E, Turatto M. 2006. Are you ready? I can tell by looking at your microsaccades. Neuroreport
17(10): 1001 DOI ./.wnr...d.

Bojanic S, Simpson T, Bolger C. 2001. Ocular microtremor: a tool for measuring depth of
anaesthesia? British Journal of Anaesthesia 86(4):519–522 DOI ./bja/...

Bolger C, Bojanic S, Sheahan NF, Coakley D, Malone JF. 1999. Dominant frequency
content of ocular microtremor from normal subjects. Vision Research 39(11):
1911–1915 DOI ./S-()-.

Bolger C, Bojanic S, Sheahan N, Malone J, Hutchinson M, Coakley D. 2000. Ocular microtremor
(OMT): a new neurophysiological approach to multiple sclerosis. Journal of Neurology,
Neurosurgery & Psychiatry 68(5):639–642 DOI ./jnnp....

Boyce PR. 1967. Monocular fixation in human eye movement. Proceedings of the Royal Society of
London. Series B. Biological Sciences, 167 (1008):293–315 DOI ./rspb...

Bridgeman B, Macknik SL. 1995. Saccadic suppression relies on luminance information.
Psychological Research 58(3):163–168 DOI ./BF.

Carpenter RH. 1977. Movements of the eyes. Pion.

Coakley D. 1983. Minute eye movement and brain stem function. Boca Raton, FL: CRC press.
Retrieved from http://www.getcited.org/pub/102225287.

Collewijn H, Kowler E. 2008. The significance of microsaccades for vision and oculomotor
control. Journal of Vision 8(14):1–21 DOI ./...

Collins T, Wallman J. 2012. The relative importance of retinal error and prediction in saccadic
adaptation. Journal of Neurophysiology 107(12):3342–3348 DOI ./jn...

Ditchburn RW, Fender DH, Mayne S. 1959. Vision with controlled movements of the retinal
image. The Journal of Physiology 145(1):98–107 DOI .//.

Donaldson IML. 2000. The functions of the proprioceptors of the eye muscles. Philosophical
Transactions of the Royal Society of London. Series B: Biological Sciences 355(1404):1685–1754
DOI ./rstb...

Drysdale AE. 1975. The visibility of retinal blood vessels. Vision Research 15(7):813–818
DOI ./-()-X.

Engbert R. 2006. Microsaccades: A microcosm for research on oculomotor control, attention, and
visual perception. Progress in Brain Research 154:177–192 DOI ./S-()-.

Engbert R, Kliegl R. 2003. Microsaccades uncover the orientation of covert attention. Vision
Research 43(9):1035–1045 DOI ./S-()-.

Engbert R, Kliegl R. 2004. Microsaccades keep the eyes’ balance during fixation.
Psychological Science: A Journal of the American Psychological Society / APS 15(6):431–436
DOI ./j.-...x.

Engbert R, Mergenthaler K. 2006. Microsaccades are triggered by low retinal image slip. Proceed-
ings of the National Academy of Sciences 103(18):7192–7197 DOI ./pnas..

Frens MA, Geest JNV der. 2002. Scleral search coils influence saccade dynamics. Journal of
Neurophysiology 88(2):692–698 DOI ./jn...

Funke K, Kerscher NJ, Wörgötter F. 2007. Noise-improved signal detection in cat primary visual
cortex via a well-balanced stochastic resonance-like procedure. European Journal of Neuroscience
26(5):1322–1332 DOI ./j.-...x.

Gauthier GM, Nommay D, Vercher J-L. 1990. Ocular muscle proprioception and visual
localization of targets in man. Brain 113(6):1857–1871 DOI ./brain/...

McCamy et al. (2013), PeerJ, DOI 10.7717/peerj.14 16/18

https://peerj.com
http://dx.doi.org/10.1038/217773a0
http://dx.doi.org/10.1097/01.wnr.0000223392.82198.6d
http://dx.doi.org/10.1093/bja/86.4.519
http://dx.doi.org/10.1016/S0042-6989(98)00322-8
http://dx.doi.org/10.1136/jnnp.68.5.639
http://dx.doi.org/10.1098/rspb.1967.0028
http://dx.doi.org/10.1007/BF00419631
http://www.getcited.org/pub/102225287
http://dx.doi.org/10.1167/8.14.20
http://dx.doi.org/10.1152/jn.00746.2011
http://dx.doi.org/10.1100/2012/956340
http://dx.doi.org/10.1098/rstb.2000.0732
http://dx.doi.org/10.1016/0042-6989(75)90259-X
http://dx.doi.org/10.1016/S0079-6123(06)54009-9
http://dx.doi.org/10.1016/S0042-6989(03)00084-1
http://dx.doi.org/10.1111/j.0956-7976.2004.00697.x
http://dx.doi.org/10.1073/pnas.0509557103
http://dx.doi.org/10.1152/jn.00457.2001
http://dx.doi.org/10.1111/j.1460-9568.2007.05735.x
http://dx.doi.org/10.1093/brain/113.6.1857
http://dx.doi.org/10.7717/peerj.14


Hafed ZM, Goffart L, Krauzlis RJ. 2009. A neural mechanism for microsaccade generation in the
primate superior colliculus. Science 323(5916):940–943 DOI ./science..

Hennig MH, Kerscher NJ, Funke K, Wörgötter F. 2002. Stochastic resonance in visual cortical
neurons: does the eye-tremor actually improve visual acuity? Neurocomputing 44–46:115–120
DOI ./S-()-.

Hopp JJ, Fuchs AF. 2004. The characteristics and neuronal substrate of saccadic eye movement
plasticity. Progress in Neurobiology 72(1):27–53 DOI ./j.pneurobio....

Laubrock J, Engbert R, Kliegl R. 2005. Microsaccade dynamics during covert attention. Vision
Research 45(6):721–730 DOI ./j.visres....

Luo G, Zhang D. 2012. Wavelet denoising. In: Advances in wavelet theory and their applications in
engineering, physics and technology. InTech, 634.

Macknik SL, Fisher BD, Bridgeman B. 1991. Flicker distorts visual space constancy. Vision
Research 31(12):2057–2064 DOI ./-()-Y.

Martinez-Conde S, Macknik SL, Hubel DH. 2004. The role of fixational eye movements in visual
perception. Nature Reviews Neuroscience 5(3):229–240 DOI ./nrn.

Martinez-Conde S, Macknik SL, Troncoso XG, Dyar TA. 2006. Microsaccades counteract visual
fading during fixation. Neuron 49(2):297–305 DOI ./j.neuron....

Martinez-Conde S, Macknik SL, Troncoso XG, Hubel DH. 2009. Microsaccades: a neurophysio-
logical analysis. Trends in Neurosciences 32(9):463–475 DOI ./j.tins....

Martinez-Conde S, Otero-Millan J, Macknik SL. 2013. The impact of microsaccades on vision:
towards a unified theory of saccadic function. Nature Reviews Neuroscience 14(2):83–96
DOI ./nrn.

Matin E. 1974. Saccadic suppression: a review and an analysis. Psychological Bulletin
81(12):899–917 DOI ./h.

McCamy MB, Macknik SL, Martinez-Conde S. (in press). Natural eye movements and vision. In:
Werner JS, Chalupa LM, eds. The new visual neurosciences. Cambridge, MA: The MIT Press.

McCamy MB, Otero-Millan J, Macknik SL, Yang Y, Troncoso XG, Baer SM, Crook SM et al.
2012. Microsaccadic efficacy and contribution to foveal and peripheral vision. The Journal
of Neuroscience 32(27):9194–9204 DOI ./JNEUROSCI.-..

Møller F Møller, Laursen M Laursen, Tygesen J Tygesen, Sjølie et al. 2002. Binocular
quantification and characterization of microsaccades. Graefe’s Archive for Clinical and
Experimental Ophthalmology 240(9):765–770 DOI ./s---.

Optican LM, Robinson DA. 1980. Cerebellar-dependent adaptive control of primate saccadic
system. Journal of Neurophysiology 44(6):1058–1076 DOI ./jn...

Optican LM, Zee DS, Chu FC. 1985. Adaptive response to ocular muscle weakness in
human pursuit and saccadic eye movements. Journal of Neurophysiology 54(1):110–122
DOI ./jn...

Otero-Millan J, Collins N, Al-Kalbani M, Troncoso XG, McCamy MB, Macknik SL,
Coakley D et al. 2010. Simultaneous recordings of ocular microtremor and fixational
microsaccades with a piezoelectric sensor and a commercial video tracking system. Journal
of Vision 10(7): 506 DOI ./...

Otero-Millan J, Troncoso XG, Macknik SL, Serrano-Pedraza I, Martinez-Conde S. 2008.
Saccades and microsaccades during visual fixation, exploration and search: foundations for
a common saccadic generator. Journal of Vision 8:14–21 DOI ./...

McCamy et al. (2013), PeerJ, DOI 10.7717/peerj.14 17/18

https://peerj.com
http://dx.doi.org/10.1126/science.1166112
http://dx.doi.org/10.1016/S0925-2312(02)00371-5
http://dx.doi.org/10.1016/j.pneurobio.2003.12.002
http://dx.doi.org/10.1016/j.visres.2004.09.029
http://dx.doi.org/10.1016/0042-6989(91)90163-Y
http://dx.doi.org/10.1038/nrn1348
http://dx.doi.org/10.1016/j.neuron.2005.11.033
http://dx.doi.org/10.1016/j.tins.2009.05.006
http://dx.doi.org/10.1038/nrn3405
http://dx.doi.org/10.1037/h0037368
http://dx.doi.org/10.1523/JNEUROSCI.0515-12.2012
http://dx.doi.org/10.1007/s00417-002-0519-2
http://dx.doi.org/10.1152/jn.00236.2011
http://dx.doi.org/10.1152/jn.00877.2011
http://dx.doi.org/10.1167/10.7.506
http://dx.doi.org/10.1167/8.14.21
http://dx.doi.org/10.7717/peerj.14


Pélisson D, Alahyane N, Panouillères M, Tilikete C. 2010. Sensorimotor adaptation
of saccadic eye movements. Neuroscience & Biobehavioral Reviews 34(8):1103–1120
DOI ./j.neubiorev....

Riggs LA, Ratliff F, Cornsweet JC, Cornsweet TN. 1953. The disappearance of steadily
fixated visual test objects. Journal of the Optical Society of America 43(6):495–500
DOI ./JOSA...

Rine RM, Skavenski AA. 1997. Extraretinal eye position signals determine perceived
target location when they conflict with visual cues. Vision Research 37(6):775–787
DOI ./S-()-.

Rolfs M. 2009. Microsaccades: small steps on a long way. Vision Research 49(20):2415–2441
DOI ./j.visres....

Rolfs M, Laubrock J, Kliegl R. 2006. Shortening and prolongation of saccade latencies following
microsaccades. Experimental Brain Research 169(3):369–376 DOI ./s---.

Ryle JP, Al-Kalbani M, Collins N, Gopinathan U, Boyle G, Coakley D, Sheridan JT. 2009.
Compact portable ocular microtremor sensor: design, development and calibration. Journal
of Biomedical Optics 14(1): 014021–014021–12 DOI ./..

Sharpe CR. 1972. The visibility and fading of thin lines visualized by their controlled movement
across the retina. The Journal of Physiology 222(1):113–134 DOI ./-....

Sheahan NF, Coakley D, Hegarty F, Bolger C, Malone J. 1993. Ocular microtremor measurement
system: Design and performance. Medical & Biological Engineering & Computing 31(3):205–212
DOI ./BF.

Snow R, Hore J, Vilis T. 1985. Adaptation of saccadic and vestibulo-ocular systems after
extraocular muscle tenectomy. Investigative Ophthalmology & Visual Science 26(7):924–931
DOI ./-()-.

Stark L, Bridgeman B. 1983. Role of corollary discharge in space constancy. Perception &
Psychophysics 34(4):371–380 DOI ./BF.

Troncoso XG, Macknik SL, Martinez-Conde S. 2008. Microsaccades counteract perceptual
filling-in. Journal of Vision 8(14):1–9 DOI ./...

Troncoso XG, Macknik SL, Otero-Millan J, Martinez-Conde S. 2008. Microsaccades drive
illusory motion in the Enigma illusion. Proceedings of the National Academy of Sciences
105(41):16033–16038 DOI ./pnas..

van Donkelaar P, Gauthier GM. 1996. Changes in saccadic and manual motor control after ocular.
Journal of Motor Behavior 28(4): 315 DOI ./...

Wang J, Pan Y. 2012. Eye proprioception may provide real time eye position information.
Neurological Sciences: official journal of the Italian Neurological Society and of the Italian Society
of Clinical Neurophysiology 1–6 DOI ./s---.

Weir CR. 2006. Proprioception in extraocular muscles. Journal of Neuro-Ophthalmology
26(2):123–127 DOI ./.wno....

Weir CR, Knox PC, Dutton GN. 2000. Does extraocular muscle proprioception influence oculo-
motor control? British Journal of Ophthalmology 84(9):1071–1074 DOI ./bjo....

Yarbus AL. 1967. Eye movements during fixation on stationary objects, NY: Plenum Press 21, 24–33.

Zozor S, Amblard P-O, Duchêne C. 2009. Does eye tremor provide the hyperacuity
phenomenon? Journal of Statistical Mechanics: Theory and Experiment 2009(01): P01015
DOI ./-///P.

McCamy et al. (2013), PeerJ, DOI 10.7717/peerj.14 18/18

https://peerj.com
http://dx.doi.org/10.1016/j.neubiorev.2009.12.010
http://dx.doi.org/10.1364/JOSA.43.000495
http://dx.doi.org/10.1016/S0042-6989(96)00216-7
http://dx.doi.org/10.1016/j.visres.2009.08.010
http://dx.doi.org/10.1007/s00221-005-0148-1
http://dx.doi.org/10.1117/1.3083435
http://dx.doi.org/10.1037/0033-2909.85.2.338
http://dx.doi.org/10.1007/BF02458038
http://dx.doi.org/10.1016/0166-2236(83)90026-7
http://dx.doi.org/10.3758/BF03203050
http://dx.doi.org/10.1167/8.14.15
http://dx.doi.org/10.1073/pnas.0709389105
http://dx.doi.org/10.1080/00222895.1996.10544601
http://dx.doi.org/10.1007/s10072-012-1172-0
http://dx.doi.org/10.1097/01.wno.0000223272.86565.74
http://dx.doi.org/10.1136/bjo.84.9.1071
http://dx.doi.org/10.1088/1742-5468/2009/01/P01015
http://dx.doi.org/10.7717/peerj.14

	Simultaneous recordings of ocular microtremor and microsaccades with a piezoelectric sensor and a video-oculography system
	Introduction
	Materials and Methods
	Subjects
	Eye movement recordings
	Experimental setup and procedure
	Experiments
	Eye movement analyses
	Microsaccade and OMT correlations with transitions to visible and invisible percepts
	Statistics

	Results
	Simultaneous recordings and the effects of the piezoelectric sensor on microsaccades
	Microsaccades but not OMT are correlated with perceptual restoration after Troxler fading

	Discussion
	Effects of the piezoelectric sensor on microsaccade dynamics
	Effects of microsaccades and OMT on perceptual restoration after Troxler fading

	References


